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Abstract.

The book concerns itself with a novel process of mononucleotide assembly into double-
stranded polymers. This process, which I call stamping, can be organized either as synthesis of a
random double-stranded polynucleotide from mononucleotides or as a reaction of copying a
polynucleotide (replication of the DNA or RNA, transcription or reverse transcription). Stamping
proceeds in five stages; its crucial step takes place on certain prism faces of apatite crystals.
Nucleotides insert their phosphate groups into the positions of PO, tetrahedra of the crystal
lattice, and thereupon condensation of adjacent nucleotides takes place. Inherent in stamping is
the constraint that certain bond lengths in the synthesized polymer be equal to certain interatomic
distances P—P in the crystal, so that the width and length of each nucleotide pair are fixed.
Geometric regularity of the synthesized polymer imparts a regularity to its bond structure—all
nucleotides are joined with 3°,5” phosphodiester linkages (and none with 2°,5°), and all base
pairs are the same Watson-Crick type. Because of the geometric constraints, double-stranded
RNA molecules could emerge via stamping from a primordial soup circumventing the
combinatorial explosion issue (the multitude of nucleotide-type molecules present in the soup
had different geometries hence could not join into the polymer). Furthermore, involvement of the
crystal surface imparts stereoselectivity to stamping. Synthesis of a polynucleotide from a
racemic mixture of the four possible types of nucleotides (L- and D- enantiomers, a- and f3-
anomers) will result in formation of four types of macromolecules, each consisting
predominantly of similar nucleotides (a-L, a-D, B-L or B-D).

Though stamping is a hypothetical process, its different stages have been carried out in
practice separately. Outlining conditions, at which stamping can be implemented as a whole,
constitutes the subject of the main part of the monograph. Remarkably, such conditions have
been found, and ways to carry out polynucleotide copying (without enzymes) have been
outlined, based upon the data available on apatite surface chemistry, apatite crystal chemistry,
physical chemistry of nucleic acids along with certain results from enzymology.

In a separate chapter a scenario is proposed for the early history of life, built on the
assumption that life originated via stamping and that inheritance relied on stamping apatite
crystals, first non-biogenic, supplied by hydrothermal vents, then biogenic ones, until the
emergence of bona fide polymerases. This hypothesis clarifies the roles played by group I introns
in the ancient world, explains how modern polymerases could emerge in the course of
miniaturization of the apatite crystals, the ribozymes involved being replaced with enzymes one
by one. (The catalytic center of the modern polymerase in its active state, the phosphate group
positioned between two metal atoms, is nothing else then a fragment of the apatite structure.)
Combining the idea of stamping with the available phylogenetic data, the Archaea come out as
descendants of the organisms whose life cycle was based upon RNA replication, whereas the
ancestors of Bacteria appear to be the “inventors” of DNA, whose life cycle was based on
transcription alternated with reverse transcription. Drawing an analogy between introns and
transposons, the latter appear to be likely descendents of single-stranded catalytically active
forms of mobile DNA. The origin of translation can be explained next as a spin-off from
stamping performed at elevated hydrostatic pressures. A model for the origin of Eukaryotes can
also be proposed as further development of these ideas, accounting for their phylogenetic traits,
meiosis, spliceosomal introns and inteins, mechanisms of intron mobility (the homing
endonuclease, retrohoming), acidocalciosomes, links between transposons and regulatory
sequences of genes, domesticated transposases (including convergent domestication), the nuclear
membrane, emergence of the double-stranded DNA, mobilization of double-stranded
transposons, gene migration from mitochondria, plastids and nucleomorphs into the nucleus,
epigenetic regulation of gene expression, multicellularity. Also explained are nuclear
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dimorphism in the ciliates, genome rearrangements in their macronuclei and some other
phenomena.
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MNMpeaucnosue.

Bomnpoc 0 mpoucxoxxaeHnn )XKU3HA 0CTAaETCsl OJHON U3 BaXKHEHIINX HEPEMEHHBIX pobIeM
€CTECTBO3HAHUS, HECMOTPS HAa HEYKJIIOHHBIM POCT UCCIIEJ0BATEIbCKON AKTUBHOCTH B ATOU
00J1aCTH HA MPOTSHKEHUM MOYTH MoJyBeKa. [0 HacTosAIero BpeMeHH 3arajikoi octaércs u
IIPOLIECC BO3HUKHOBEHMS JKU3HH, U MEXAHU3M, ITOCPEACTBOM KOTOPOT'O OCYILECTBIISIIACH
niepeavya HacJIeICTBEHHOW NH(OPMAIIMK HA CTaIMU JOOMOJIOTUIECKON dBOIONUU. J[peBHeiime
(OpMBI )KU3HU, OYEBUTHO, HE UMEIIU B CBOEM PACIIOPSYKEHUH I'POMO3AKUX MOJIEKYIISIPHBIX
YCTPOMCTB, UIMEHYEMBIX I10JIMMEPa3aMHU, UCIIOIb3YEMbIX COBPEMEHHBIMU OpraHU3MaMu IS
KOIMPOBAHUS NOJIMHYKJIEOTH0B. Kak Obl HM ObUT OpraHN30BaH KU3HEHHBIN LIUKIT IPEBHEHIIINX
OpPraHu3MOB, HA KaKUX OBl peaKkIisaX KOMMPOBAHUS MOJIMHYKICOTHIOB OH HU OCHOBBIBAJICS, B
OTCYTCTBUE MOJIEKYJIIPHBIX MAIlIMH, T0J00HBIX COBPEMEHHBIM I10JINMEPA3aM, OCYIIECTBIISIIUCh
9TU PEAKLUU KAKUM-TO IPUHIUIIMAIBHO UHBIM IIyTEM.

JletanbHO€E OMMcaHue OCOOEHHOCTEH Mpoliecca, B KOTOPOM CIIOHTaHHO MOTIUIM 00pa30BaThCs
HOJIMHYKJIEOTH/IbI, JABIIME HAXKAJIO BCEMY KUBOMY Ha 3eMiie, IPOSCHEHUE IPEBHENIIINX
MEXaHU3MOB HACJIEZIOBAaHUS U ITyTH BOCIPOU3BEACHUS 3TUX IIPOLECCOB B JJAOOPAaTOPHBIX
YCIIOBUSIX COCTABIISIIOT MPEAMET HAcTOALIEH padoThl. B Hell mpeiokeH runoTeTuYecKui
IIPOLIECC, TPOTEKAIOIINN CaMOIIPOU3BOJIBHO HA ONPEACIEHHBIX IT'PaHAX KPUCTAJIJIOB allaTUTa,
CIIOCOOHBIN MPUBECTU K COHTaHHOMY cuHTe3y AByxuenoyeuHoit PHK n3 mononykneotunos. C
HEKOTOPHIMU U3MEHEHUSMH 3TOT e MPOLecC MOXKET ObITh OpraHn30BaH Kak peruinkanus PHK
wim JIHK, Tpanckpurius uinu odpatHast TpaHcKpunips. YToObl Kak-To 0003HAYUTH
OIKCBIBAEMBIN TPOLIECC, MbI Oy/1€M Ha3bIBaTh €r0 CMEMNUHSOM.

[Ipouecc creMnuHra ocymecTBiIsieTcs B MATh cTaAuil. CTEMIIMHT HE UMEET MPSMbIX aHAJIOIOB
Cpelu U3BECTHBIX IIPOLECCOB MoJIMMepHu3anuu. TeM He MeHee, aHalIu3 JIUTepaTyphl IPUBOIUT K
BBIBOJ1Y, YTO IO OT/I€JIbHOCTHU BCE CTAUU 3TOI'0 TUIIOTETUYECKOTO MpoIiecca ObLIN YxKe
OCYILIECTBJICHBI Ha MTPAKTHUKE MO0 HEMOCPEICTBEHHO € HYKJICOTHAaMH, TUOO0 ¢ MOJIEKYyIaMH,
UMEIOIIMMH CXOHbIE (PYHKIIMOHAIBHBIE TPYIIBL. MMeromuxcs 3KCIepUMEeHTaIbHBIX JTaHHBIX,
KaK BBIACHUJIOCH, JOCTATOYHO IS BBISICHEHMSI YCIIOBUM, B KOTOPBIX CTEMIIUHT TOJIKEH
IIPOTEKaTh CIIOHTAHHO. B TO ke BpeMms1, pa3BUTHE IIPEACTABICHHUM O CTEMITMHIE allaTUTa KaK O
MeXaHU3Me KOITMPOBAHUS MOJIMHYKICOTHI0B Ha CTaIUU 100MOJIOTUYECKOM IBOJIOIUH, B
COEIMHEHUH C UMEIOIIMMHUCS TaHHBIMU 110 MOJIEKYJISIPHONW OMOJIOTUH, 11aJIe00H0IOTHN 1
(GHIOreHeTUYECKMMH PEKOHCTPYKIMAMU, O3BOJISIET MPOSICHUTH U PsiJl BOIIPOCOB O paHHEH
VCTOPHH JKU3HHU.

Hacrosimas MmoHorpadus Bo3HHKIIa HA OCHOBE NMPOEKTa, KOTOPBIN MEepBOHAYAILHO TOTOBUIICS
Juist mofauu coMectHo ¢ Uropem AnexcanapoBuyem SAmckoBeiM B pona Cronkoso. [Ipoekt
uMell cyry0o MpakTHUECKyI0 HapaBieHHOCTb. [Ipeanonaranock, 4To mpeiaraeMble Crioco0bl
abuorenHoro cunte3a JJHK u PHK B nanpHeiimemM co3naayT ocHOBY i1sl pa3paOOTKH HOBBIX
METO/I0B PEryJIMPOBaHUS TPAHCISALMH F'€HOB, KOTOPBIE 3aTEM MOXHO OY/ET UCIOJIb30BaTh JUIs
pa3paboTKK METOJIOB TepaNNH pa3Iu4HbIX 3a00seBanuil. [Ipeqaraemble B mpoekTe myTu
cunresa uckycctBeHHbIX JIHK u PHK, B ciydae ycnexa, 10KkHBI ObITH B paBHOM Mepe
IPUTOJIHBI JIJIsl CHHTE3a L- U D-3HaHTUOMEPOB, 0- U [3 - aHoMepoB. OJTHAKO OTCYTCTBYIOLIHE B
npUpojie L-3HaHTHOMEPHI U (WIIK) 0-aHOMEPHI MOJUHYKIICOTHI0B OOHAPYKUBAIOT aHOMAJIbHYIO
YCTOMUYMBOCTB K IeUCTBUIO HyKiea3. B otnuune ot npupoaueix PHK u JIHK, Bpems
CYIIECTBOBaHMS KOTOPBIX B )KMUBBIX KJIETKAX UCUUCISETCS CEKYyHIaMHU, L-HAaHTHOMEPHI U (MIIN)
0-aHOMEpHI MOJIMHYKJICOTHIOB T'O/IaMU HE YTPAuMBalOT aKTUBHOCTH, Oy Ty4r OMEIIEHBI B
YKHUBBIE KJIIETKU WM KJIETOYHBIE )KuAKOCTH. [loaToMy, HanpuMep, ClIOCOOHOCTh CHHTETUYECKHX
0-aHOMEPOB HYKJIEMHOBBIX KUCJIOT 00Pa30BbIBATh TOMOJIOTUYHBIE TTAPbI, aHAJOTMYHbIE YOTCOH-
KPUKOBCKHM, C IPHUPOJIHBIMU [B-aHOMEpaMH MOKET ObITh HCIOIb30BaHA /IS pa3padoTKU
METOJIOB TaKk Ha3bIBaeMO# antisense therapy — nmepcrneKTHBHOTO METO/Ia TEPAITUU PA3TUIHBIX
3a00J1eBaHN, OCHOBAHHOT'O Ha PETyIUPOBAHUU MPOLIECCOB TPAHCIISILIUY T€HOB.

Briocneacteun Urops AneKcanapoBUY OT Y4aCTHsI B IPOCKTE OTKA3aJCs, a ycuus (ero u
MOM) HaWTH JIHII, 3AHHTEPECOBAHHBIX B BOIUIOILICHUH MTPOEKTA, yCIexa He uMenu. B orcyTcTBue
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BO3MOXHOCTEHN peanu3anuu rnpoekra B Poccun, TekCT ero, cienys copety BeeBonona
Anekcannposuya TBepauciosa, Obl1 IepepadoTad B MoHOTpaduto. B mporecce nepepaboTku,
CYILLECTBEHHO paclliupeHa Oblia riaBa 5, B KOTOPOW MOAPOOHO U3JI0KEHA TMIIOTE3a O
BO3HHUKHOBEHHS COBPEMEHHBIX (OPM KU3HH, UCXO/IS U3 MIPEIITOJIOKEHNS O BOSHUKHOBEHUH
pOIOHaYaIbHBIX MOJIEKY AByxuenodeunor PHK u ux nocuenyromei permmkanuy npu
CIIOHTAaHHOM CTEMIIMHI€ alaTuTa.

I'unoTe3a o0 cTeMIMHIe Kak 0 MEXaHW3ME HACJIEeI0BaHUS OKa3anach HUTOUKOM, OTSHYB
KOTOPYIO MOXHO paciyTaTh KIyOOK (DakTOB K3 SBOIIOIMOHHON 'eHETHKHU, MOJIEKYIIPHON
OMOoJIOTHH, IMTOJIOTHH U MaJe00MOJIOTHH, paHee HE HaXOAMBUIMX 00bsicHeHH. HTepnpeTanus
9TUX (PAKTOB, a TAK)KE BHISIBJICHHE CBSI3€ MEKy HUMU IPUBEIU K 000CO0JIEHUIO OOIIUPHOMN
TJIaBBI, TIOCBAIICHHON MaJIe00MOJIOTHH, MOJICKYJISIPHOM OMOJIOTUN ¥ TeHETUKE, B MOHOTpaduH,
M3HAYaJIbHO UMEBIIEH Cyry0o pU3NKO-XUMUYECKYIO HAPABICHHOCTb.

3HaynTeNbHASA YaCTh paOOTHI ObLIA BHIOJHEHA B OTCYTCTBHE JJOCTYIA K OubinoTeke, B
CTpaHe, II€ BO3MOXXHOCTb I10JIb30BATHCSI MHTEPHET-PECYPCAMH OIPAHUYEHA, @ UHOT 1A U BOBCE
3abnokupoBana. Cirydan, KOTJja MHE HE yIAI0Ch Pa3I00bITh TEKCT MMyOJIUKAIINH, U O
cojiepsKaHuu €€ s1 MOT CYUTh TOJIBKO 110 pe3yibTaTaM, IpecTaBieHHbIM B the abstract,
OrOBOpPEHHI B TeKCTe. [loMuMoO cTareil B pedepupyeMbIX U3IaHHUSIX, MHOIO HCIIOJIB30BATUCH U
Jpyrue UCTOUYHUKH, IPOU3BOIMBIINE BIEYATICHUE JOCTOBEPHBIX — BHIBEUICHHBIE B UHTEPHET
KYpChI JIEKLIMI, TEKCTHI JuccepTaluil. Bce ncnonb3yemple HCTOUHUKY BKJIFOUYEHBI B CIIUCOK
JIUTEpaTyphl, IPUBEIEHHBIN B KOHIIE KHUTH. [IpOEKT, MOI0KEHHBIN B OCHOBY PYKOIUCH, ObLI
COCTaBJIEH MO-PYCCKHU, U B UTOT'€ KHUTra ObLIa MHOIO HAIlMCAaHA TEM K€ SI3bIKOM, XOTSI, B CHILY
YKOPEHUBIIEICS MPUBBIYKH TyMaTh [O-aHTJIHICKH 3TO, YBBI, HE CIIOCOOCTBOBAJIO SICHOCTH
U3JI0KEHUS.

Xouy mo6yiaroJjapuTh BCeX Te€X, KTO COJICHCTBOBAII BBITIOJHEHHIO TaHHOM paboThI, HA pa3HbBIX
e€ sranax. B HayanbHOI cTaguu paboThl HAaJl IPOEKTOM MHE IOMOIJIM pa3bsiCHEHUs SIpociiaBa
BukropoBnua KyuepeHKO 0 HEKOTOPBIX AETANSAX KPUCTAUIMUECKOW CTPYKTYpPHhI allaTUTa.
Bonpiryro momMoris B moa0ope U MpeoCTaBICHUH MHE JIMTEPATyphl OKa3ajad MOM ObIBIINE
KOJUIETH: KaHAUJAT Fe0JIoro-MuHepanornueckux Hayk Mnbs Baaagumuposuu Bekcenep u 1okTop
reoJIoro-MuHepanornyeckux Hayk Anekcanp AnexkcanapoBud bopucos. [Ipu noaroroske
PYKOITMCH MHOIO OBLITH YYTEHBI IPEIOKESHHS U 3aMEeUaHUs KaHAH/1aTa TeosIoro-
MuHepanorndeckux Hayk Ceprest CtanucinaBoBuya MemankuHa, JOKTOpa XUMHUYECKUX HayK
npodeccopa Uropst AnexcanapoBuda SIMckoro, TokTopa GU3NKO-MaTEMaTUYECKUX HAYK
npodeccopa Beeonoga AnexcangpoBuya TBepancioBa, 03HaKOMUBIIUXCS € pabOTOH B TOU €€
CTaJuu, KOTJIa OHa ObLIa MPOeKTOM. HeolleHuMyto oMOIIlb B TOATOTOBKE TTIaBbI 5 HACTOSIIEH
PYKOIHCH OKa3ajJy MHE MHOTOYHCIICHHBIE 3aMEUaHMsI JOKTOpa OMOJIOTMYECKUX HAayK, KaHAKu1aTa
buznKo-MaTeMaTHUECKUX HayK, mpodeccopa Muxauna Cepreesuya ['enbhanna, netanbHo
03HAKOMMBIIIETOCS C ATOI0 YacThio paboThl. Psin ucnipaBnenuii 6su1 ipeiosker Cepreem
MemankuHbIM, IPOYUTABIINM PYKOIKUCh. BCceM UM 51 BBIpakar0 MO0 UCKPEHHIOO
NPU3HATENIbHOCTbD.

Hagerock, yBaxaemblil yuTaTe b HAWAET U3IaraeMblii B MOHOTpadUU MOAXO0/T K PEIICHUIO
po06sieMbl a0MOT€HHOM MOJIMMEPU3aUU HYKJICOTHI0OB UHTEPECHBIM, apIyMEHTALIUIO —
yOeauTeNnbHOM, a MpeIIokKEeHHbIE SKCIEPUMEHTHI — 1IeTIECO00Pa3HBIMH.
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1. BBepgeHue.

Hacrosmas pabota mocBsIieHa OTHICKAaHUIO YCIIOBUH, B KOTOPBIX BO3MOYKHA a0MOTCHHAS
MOJIMMEPU3AIUs HYKJICOTHIOB, TO €CTh 00pa3oBanue noaunykiaeotua0B (JJHK nimn PHK) u3
MOHOMEpPOB 0e3 yuacTus pepMeHToB. [Touck myreli aOMOTeHHON TOTMMEPU3AIMU HYKJICOTHIO0B
BaXCH cpa3y B TPEX acrekTax. B rccnenoBaHusx, BHIIOIHAEMBIX B CBA3H C MPOOIEMOii
MIPOUCXOXKICHUS KU3HU, OJUH U3 PYHIAMEHTAIBLHBIX BOIPOCOB COCTOUT B OTHICKAHUH ITYTH
COEIMHEHUSI MOHOHYKJICOTHA0B B MOJMHYKJIEOTHIbI, IOCPEACTBOM KOTOPOTO MOIJIa BOBHUKHYTh
ucxonnas monekyna PHK, naBmras nadano Bcemy sxuBomy. Emié onuH acnekT npoOieMsl
IIPOUCXO0K/ICHHMS )KU3HU COCTOUT B HaX0KJIEHNUH IIPOLieCcca, IOCPEACTBOM KOTOPOro
OCYIIECTBIISIIACH Mepe/iaua HACIeACTBEHHON NHPOPMAIIK Ha PAHHHUX CTAUSX MOJCKYIIPHON
3BOIIONMH. Pa3yMHO MPeAnonoxkuTh, 4To nepeaada HacleCTBEHHON nHpopmanuu
ocyuiecTBisIack nocpeactsom permkanuu PHK, u 3ToT nportiece Toxke BKIItOYaeT B ceOst
COeIMHEHNE MOHOHYKJICOTHUIOB ¢ 00pa3oBaHuEM nojumepa. Hakonel, ¢ TOUKU 3peHUs
MPWIOKECHUH B MEIMIIMHE U B TIPAKTUKE OMOXUMUYIECKUX UCCIICIOBAaHUH ONPe/IeIEHHBII
MHTEPEC MPEJICTABIISAECT BO3MOKHOCTD MOJIYYEHHS TIOJIUMEPOB U3 OTCYTCTBYIOUIUX B MPUPOJE L-
HSHAHTHOMEPOB U (UJIM) 0-aHOMEPOB HYKJICOTU0B. B maHHO paboTe npeanokeHo pelieHmue
YKa3aHHBIX TPEX mpobiieM. B Hell onucan HOBBII Mpoliecc abUOTreHHOoM cOopKU
MOJIMHYKJICOTHIOB U3 MOHOHYKJICOTH/IOB, KOTOPBIN MBI Oy/IeM Ha3bIBaTh CIMEMNUHSOM.
CTeMITMHT MOXET OBITh MCIIOJIB30BaH AJIsl MOJyYEHUs ABYXIIEMOYEUHBIX MOJUHYKICOTHIOB U3
MOHOHYKJICOTU0B. C HEOOJIBIIUMHU BapUALIUSAMH TOT K€ MPOIECC MOXKET OBITh OPraHU30BaH U
KaK peakius KonupoBanus nonunykieotunoB (peruukanus JHK wim PHK, tpanckpunius win
oOpaTHast TPaHCKPUIILIKSA).

PacnonoxxeHne rmaB B KHUIE€ M HMX COJEpKAHUE BOCHPOU3BOMSAT IOCIEI0BATEIBbHOCTh
JIOTUYECKHUX IIaroB, B KOTOPBIX CHAayajla BO3HUKAET IPEACTABICHUE O CTEMIIMHIE, a 3aTeM
BBISICHAIOTCSL YCIIOBUS JUIsl €r0 IMPAaKTUYECKOro OCyHIecTBIeHUs. B rmaBe 2 naHo KpaTkoe
W3JI0KEHUE COBPEMEHHBIX MPEICTABIECHUA O BOSHUKHOBEHUH JKM3HHU, T.H. runore3bl Mupa PHK.
[Tpu aToM moguépkuBaetcs, uro runore3a mupa PHK He 00bsicHseT, kakuM 00pa3oM Ha CTaauu
JIOOMOJIOTUYECKON IBOTIOIIMU OCYIIECTBIISIIOCH KOMMPOBAHKUE TIOTMHYKIICOTHIOB. 3aT€M, B IJ1aBe
3, oOcyxXJaroTcsi JKCHEpUMEHTalIbHBIE WCCIEIOBAHUS TMPOILECCOB aOMOT€HHOTO CHHTE3a
HYKJICOTHJIOB M TOJHMHYKJICOTUAOB. HMerommuecss JaHHbIE HE OCTAaBISIOT COMHEHHUS B
BO3MO>XHOCTH CIIOHTAaHHOTO 00pa30BaHUS MOHOHYKIJICOTHIOB B MPHUPOJIE, OJTHAKO BCE MOMBITKU
OCYIIECTBUTh  TMOJHMMEPHU3ALMIO  HYKJICOTHAOB  HATAJKUBAIOTCA  HA  NPENSATCTBUSA
MpUHIIMIIAATIBHOTO XapakTepa. Jlanee, B rinaBe 4 nBe mpoOieMbl — cOOpka poaoHadaIbHOU
mosekynbsl PHK u3 HykneoTusoB u e€ perumkanusi — 00beAMHEHBI B OJHY.

B rnaBe 4 BpICKa3aHO MPENIONOKEHHUE, YTO U MToNnuMepu3anus ucxoqno monexkynsl PHK, n
e€ peruMKanus OCYIIECTBISUIUCh 10 CXOAHOMY MexXxaHusMy. 3artem, B pazaene 4.1, ¢
MCIIONIb30BaHMEM MaTepuaia riaaB 2 u 3, chopMylIUpOBaHBI OTPAHHUYEHUS, KOTOPBIM JIOJKEH
YIOBJIETBOPSITH MPOIIECC, TO3BOJISIIOIINN OTHO U TO K€ BpeMsi 000NTH ITPOOIeMbI, BOSHUKAIOIIHE
pu MOJUMEPU3alMd  HYKJIEOTHJIOB, u o0ecrieunTh  BBIOJIHEHHWE  TMPUHIUMA
KOMILJIEMEHTAPHOCTH, HEOOXOJAMMOE JJi COXpaHEHUs HacleICTBeHHOW WH(OpManuu npu
nepegavye e€ oT OJHOro MOKoJeHus K Apyromy. ChopMylIupoBaHHBIE KPUTEPUH OKA3bIBAIOTCS
CTOJIb OTPAHWYMUTEILHBIMHU, YTO BO3HUKAIOT COMHEHHUS B CaMOM BO3MOXXHOCTH IOJ0OHOTO
npouecca. Ilocie aToro B paznene 4.2 B KayecTBE pELIECHUS MPEAJIaraeTcsi TMIOTETUYECKUN
MHOTOCTaJIUAHBIA MPOLECC, HA3BAHHBIN CmeMnuneoM, TPOTEKAIONIUN Ha MOBEPXHOCTH HEKOETO
oprodocharnoro muHepana. OOCykKIeHHE TMpollecca, BHINIOJTHEHHOE B TOM ke TIiaBe 4,
MPUBOJIUT K BBIBOJY, YTO CTEMIIMHI JEHCTBUTEIBHO JOJKEH YJIOBJIETBOPSITH MHOTHM W3
c(hopMyIMpPOBAHHBIX KpUTepHeB. Jlanee B TOi ke riiaBe 4 Ha OCHOBAaHUU KPUCTATUIOXUMHUYECKUX
U TEOXMMHYECKHX CBEJCHUN BBICKA3aHO MPEAIOJIOKEHUE, YTO (PUTYPUPYIOMIUNA B CTEMITUHTE
oprodochaTHbIii MUHEpand €CTh HE UYTO WHOE Kak amaTtut. J[okazaTenbCcTBY TOTO, YTO OTO
JIEHCTBUTENILHO alaTUT, YTO CTEMITMHT YJTOBJIETBOPSET BCeM CHOPMYIUPOBAHHBIM KPUTEPHUSIM,
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4TO UMEHHO Ha 3TOM MEXaHH3Me OBbLJI0O OCHOBAHO HACJIEIOBAaHWE HA PAHHMUX JTarax dBOJIIOIHH,
nocBsiieHsl riassl 5-10.

B riaBe 5 crnenana momeITKa pa3bIiCKaTh IIUTOJIOTHYECKUE, MTAIC00NOIOTHYECKE,
OMOXMMHYECKHE U MOJIEKYJIIPHO-TEHETUUECKHE CBUECTENHCTBA TOIO, YTO KOMIMPOBAHHE
MOJIMHYKJICOTH/IOB APEBHEUIITIMH OpPraHU3MaMHU OCYIIECTBIISIIOCH TOCPEACTBOM CTEMITHHTA
anaTUTOBBIX KPUCTAIJIOB. Takue CBUAETEIbCTBA, IPSIMbIE U KOCBEHHbBIE, I€HCTBUTEIHHO
00HapYXUBAIOTCS, ¥ HA ’TOM OCHOBaHUU JICTIACTCSI BBIBOJI O IIEJIECOOOPA3HOCTH MOMBITOK
BOCIPOM3BEICHUS CTEMITMHTA SKCIIEPUMEHTAIbHBIM IMyTEM. AHAIN3 UMEIOIIUXCS CBEICHUH O
(U3UKO-XMMHYECKUX CBOWCTBAX MOBEPXHOCTH allaTUTA, KPUCTANIOXUMUU AIaTUTA, O
KaTaJUTHYECKUX MEXaHU3Max, 3a/IeCTBOBAaHHBIX B AKTUBHBIX IIEHTpaxX OMOKaTaIn3aTopoB,
OCYIIECTBIISIONIUX KaTallu3 peakiuii mepeHoca docdara, ¥ 0 TEPMOXHUMHH HYKICHHOBBIX
KHCJIOT, BBIMOJIHEHHBIN B ri1aBax 6-10, mpUBOIUT K BBIBOJY, YTO Pa3IMYHbBIC ACTIEKThl U CTaIUU
CTEMITHHTA TI0 OT/ICILHOCTH yXKe OB OCYIIECTBIICHBI HA TPAKTHKE. [103TOMY TSI BRISICHEHUS
IyTE€H OCYIIECTBIEHUS CTEMIIMHIA IOCTaTOYHO CBECTU MaTepuai rias 6-10 BoennHo. OToMy
nocesiieHa rinasa 11. B Hell npeanararoTcst myTH OCYIIECTBICHUS CTEMITMHTA, YKa3aH TUana3oH
YCIIOBUH, B KOTOPOM CTEMITMHT MOT OCYIIECTBIISITHCSI CIIOHTAHHO (TO €CTh, yKa3aHbl YCIOBUS, B
KOTOPBIX MOTJIa BOSHUKHYTH JKU3Hb) U TIPEIIOKEHBI ITyTH OCYIIICCTBICHUS PEAKIIHIA
KOMUPOBAHUS MOJUHYKIICOTHIOB, O0Jiee TOAXOIAIINE VISl MPAKTUYECKUX MPUII0KESHUN.

Beuny 3HaunTensHOCTH 00BEMA MOHOTPAQUH, CITOCOOHOTO YCTPAIIUTD JaKe
MOTHBHPOBAHHOTO YUTATENS, BAXKHO UMETh B BUJLY, YTO JJI1 O3HAKOMJICHUS C CYIIECTBEHHBIMU
OCOOCHHOCTSIMU CTEMITHHTA HE 00s3aTEIIbHO YUTATh BCIO KHUTY IeiukoM. [Ipencrasienue o
POJIU CTEMITMHTa B BOSHUKHOBEHHH XU3HU U MOJICPKaHUU €€ Ha PAaHHHX ATaIax 3BOJIOIUU
MO>KHO MOJYYHTh, OTPAaHHYMBIIUCH YTEHUEM TJ1aB 4 U 5. UuTaTens e, MHTSPECYIOIIUNICS JTHIIb
BOIIPOCaMH MPAKTUYECKOTO OCYIIECTBICHHUS MTPOLIECCOB KOMMMPOBAHUS MOJIUMHYKICOTHUIOB,
MOJKET TIOJTHOCTBIO OIyCTUTh TJIaBY 5.

O0BEMUCTOCT HEKOTOPBIX TTIaB KHUTH CBsI3aHA C TEM, UTO UX HAMKMCAHHE BBUIUJIOCH B
CaMOCTOSITCIILHBIC HCCIICIOBAaHUs. B TIOHOM Mepe cka3aHHOE OTHOCHUTCS K IJaBe 0,
MOCBSIIEHHON 0COOEHHOCTAM XEeMOCOPOIIMU HYKJICOTHUIOB anaTuToM. BBuay HenocTaTouHOM
W3YYCHHOCTH MEXaHU3Ma B3aUMOJICHCTBHSI HYKJICMHOBBIX KHCIIOT C allaTHTOM, IpodiemMa
periaeTcst myTéM COMOCTABIICHUS JAHHBIX O B3aUMOJICHCTBUU BCEX MOJIEKYJ, UMEIOIINX
KHCJIOTHBIE (PYHKIIMOHAIBHBIE TPYIIIBI, C 3TUM MUHEpajIoM. B uTore mokasaHo, 4to
XeMOCOPOIUsl HyKIIEOTHIOB allaTUTOM JIEHCTBUTENBHO MPOTEKAET TaK, KaK B ONMMCAHHOM HaMHU
mporecce creMnuHTa. YuTaTeb, B YbM HHTEPECH HE BXOJIUT O3HAKOMIICHHUE ¢ (pakTamu o
XEMOCOPOIUHU PA3TUYHBIX MOJIEKYJ, UMEIOIIUX KUCIOTHBIE TPYIIIbI, aTATUTOM, MOKET OIYCTHUTh
paznens! 6.3.1-6.3.8, cocTaBnsromuye 60IbIIYIO YacTh IM1aBbl 6. BaxkHO Ipy TOM UMETH B BUAY,
YTO MaTepUall TUX Pa3esoB HEIOCPEICTBEHHO HUCIIONIb3YETCs TaKXKe B IJIaBe 5 mpu
00CYXXJICHUU POJIM anlaTUTa B BOSHUKHOBEHUH MyTel (PMKCAIMN HEOPTAHUUYECKOTO YTIepoia U B
BO3HUKHOBEHUU TPAHCIISIIIUH.

CxonnbiM 00pa3om, MaTepuai OOIIMPHON TJIaBbl 9, MOCBSIIEHHONW BO3MOXKHOCTH
yCKOpeHHOTo 00pa3zoBanus (HochoandhUpHBIX CBS3EH MPU CTEMIIMHTE MYTEM KaTalln3a, MOKET
OBITh OIYILIEH IPU YTEHUH KaK MEHee BaKHBIN. B cienyromeii 3a Helt rnase 10 mokasaHo, 4To
MIPH IOCTaTOYHO BBICOKOM THAPOCTATUYECKOM JaBieHUH GochoandpupHbie CBI3H TOIKHBI
00pa30BBIBATHCS JJOCTATOYHO OBICTPO M B OTCYTCTBHE KaTalin3a. TeMm He MeHee, MaTepHa
[JIaBbI 9 IPENICTaBISIET U OMPEEIEHHBIN HHTEPEC I SBOIONMOHUCTA. Il yCKOPEHHOTO
obpazoBanus hochoandIPUPHBIX CBA3EH B HEW IpeIIaracTcsi CBIMUTHPOBATh KaTATUTHUECKUE
CTpaTeru, 3a/IcHCTBOBAaHHBIC B AKTUBHBIX IIEHTpaxX (pepMEeHTOB U prOO3UMOB, KATATU3UPYIOIINX
peaknmu nepenoca docdara. [Ipumedarenen cam (HaxT, 9To 3TH CTpATETHH JIETKO
TPAHCIUPYIOTCS B KOHTEKCT CTEMITUHTA. TPYIHO OTENaThCs OT BICUATICHUS, UTO
COOTBETCTBYIOIINE KATATUTHUECKAE MEXaHU3MbI B KOHTEKCTE CTEMITHHTA W BO3HUKIIH.



2. CoBpeMeHHbIe npeacTaBrieHUsA 0 JOOUONOrM4ecKou 3BONIOLUMN.
Minote3a mupa PHK.

[Ipumepno 47 et Tomy Hazaxa Tpu 6moxumuka, D.S. Woese [1], F.H.C. Crick [2] u L.E.
Orgel [3], e croBapuBasich, OMyOIMKOBAIN KaXK/IbIH 10 pabOTE O MPOUCXOKICHUH KU3HH.
[TyGnukanuu 3Ty, OKa3aBUIMECs] CXOIHBIMHU 110 COJACPKAHUIO, 3AI0KHIIIM OCHOBY COBPEMEHHBIX
MPEJICTaBICHUI O T.H. Mupe PHK Kak 0 Ha4aJlbHOM 3Tare OMOJIOrHYeCcKOi SBONMOIUHN. TepMuH
the RNA world, moBcemecTHO Temeps yIOTpeOIsIeMblii B TUTEPATYPE O MPOUCXOKIACHUH KU3HH,
ObL11 IpeasiokeH BanbTepom ['mnb0epToM 3HaunTENBHO 10O3%E, B 1986 rony, B ero
KOMMEHTapHUsX [4] B CBSI3U ¢ OTKPHITHEM KaTATUTHYECKOW aKTUBHOCTH pa3inuuHbIX ¢popm PHK.

CornacHo konuenuuu mupa PHK, coBpeMeHnHble opranu3Msl ABISAIOTCA TOTOMKAMU
eauHcTBeHHOM Mosekynbl PHK, kotopast Opla ciocoOHa K caMOpEIUIMKaIMK U BBITIOTHSIIA
HEKOTOPBIC U3 KaTATUTHUECKUX (DYHKIIHIA, HBIHE BBITIOIHIEMBIX O€IKaMH, HanpuMep QyHKIUU
PHK-nonumepass! u Hykiieassl. B xoze nocienyromieid 3BOIOLNUN OSJIKH B3sUIH Ha ceOst
(GYyHKINU KaTaau3aTOPOB, IIOCKOJIBKY OHH OBUIH CLIOCOOHBI AenaTh 3To Ooee 3ddexTuBHO, a
monekyna JIHK, 3nauntensHo Oonee crabunbHast, yem PHK, cnenanace xpanunuiinem
HacjeAcTBeHHOM nHpopmanuu. B pamkax 3toii runoressl, moiekynsl PHK, conepxammecs B
COBPEMEHHBIX KJIETKaX, HHTEPIPETUPYIOTCS Kak ¢hoccunuu mupa PHK, nomenmme no Hammx
THEH.

[Tpencrasnenus o mupe PHK, nocraTouno monroe Bpemst octaBaBimecs cyryoo
YMO3pUTENbHBIMU, HE Cpa3y MOJIYYUIIU IIHPOKOE pacrpocTpaHeHue. boinblie Toro, coriacHo
HEKOTOPBIM CBUJETENbCTBAM, B 1970-X rofax cpenu 3amnagHbix OMOXUMHUKOB,
npodeccuoHaNbHBIN HHTEPEC K TPOOJIEME IPOUCXOKACHUS KU3HU BOOOIIE CUMTAJICS UyTh JIU HE
BO3PACTHBIM siBiieHHeM. O0acTh 3Ta mojiarajach yaeloM yOen€HHbBIX CeAUHAMU npogheccopos-
umepumyc, KOTOpble MOTJIU ce0e MO3BOJIUTh «BELIATh, PACCEBILUCH B KPECIIE).

Cnenyromumii stan pazsutus Teopun mupa PHK, npuxoasmmiics Ha 80-e roasl, mo-pasHoOMY
OIMCHIBAETCS COCTaBUTENIAMU 0030poB. PasHble rpymibl HccaeaoBaTeNnei, BO3MOXKHO, IIUTH K
HPUHSATHIO CXOAHBIX B3IJISI0B pa3nuuHbiMu myTsimu. Onnu, [5], yka3biBaroT Ha paboThI
Homnnepa [6,7], noka3zasuiero, yto PHK Baxknee ans pyHKImoHupoBaHusi pubOCOMBI, 4eEM
nporeunsl. pyrue, [8,9], ymomunator padory H.B.White [10], B koTOpO#i KOhepMEHTHI
paccmarpuBaroTcs Kak octaTku (fossils) BeIMepIux JMHUN MeTa00JIM3Ma, BAOXHOBUBIIYIO
MaTUMIICEeCT-MOIeNb 3BOIOIMH [ 11]. (XoTs camu aBTOpBI paboThI [11] Takoii cBA3M HE
NPU3HAIOT, cM. [12]). Bce aBTOpBI, 0J1HAKO, COrTIaCHBI B OTHOM: OMOXMMHKH B Macce CBOEH
CTaJIl BCEPbE3 BOCIIPUHUMATh aKpOHUM Mup PHK mocie HeNpeIBUIEHHOTO OTKPBITHS T.H.
pubo3umoB (ribozymes), — 00a1aroMX KaTaTHTHYECKOW aKk THBHOCTHIO Mostekysr PHK,
CMOCOOHBIX (PYHKIIMOHUPOBATH 1MO00HO (hepmenTam [13,14].

Ecnu, nocne oTkpeITHS pOO3UMOB, Y KOTO-TO €I11€ OCTaBaJIMCh COMHEHUS B TPABOMOYHOCTH
runote3sl Mupa PHK, TakoBble OblITH OTMETEHBI, KoTr/ia ObuIa paciu@poBaHa CTpyKTypa
pubOCOMBI U OOHAPYKUIIOCH, YTO aKTUBHBIM LIEHTpP, OTBETCTBEHHBIH 3a 00pa30BaHKe NENTHIHON
CBSI3H, JISKUT TIIyOOKO BHYTPH €€ «sipay», cocrosiero neiarnkoM u3 PHK, B To Bpems kak
MPOTEUHBI OOJICTUISIOT 3TO /AP0, MPOTHCKUBASICh B HEr0 TOHKUMHU anoduzamu, [18,19,20]. Hu
0JITHAa AMUHOKHCJIOTHAsI LIENIOYKA HE MOJXOAUT K aKTUBHOMY IIEHTPY pUOOCOMBI OJInKe, 4eM Ha
18A, [21]. Tem caMbIM BBISCHHIOCKH, UTO PHOOCOMA TI0 CYIIECTBY MPEACTABIAET COO0H pubo3UM
[22], B moTHOM COOTBETCTBHM C OKa3aBUIMMCS MPOBHUICHHEM NpeanonokenneM Kpuka “the
primitive ribosome could have been made entirely of RNA” , BeickazaHHOM UM B
BBILICYIIOMSHYTOU cTaThe [2].

B nacrosiee Bpemsi o0CHOBHbIE MOJI0KeHUs runote3bl mupa PHK cunrarores tBEpao
YCTAHOBJICHHBIMH, a cCaMa KOHLIEMIIHSI TPHOoOpeia XapaKTepHbIe YepThl apaJurMbl.
(ITapagurmamu Ha3bIBaOT OOIICTIPUHATHIE HA TEKYIIHI MOMEHT, 3aMKHYThIE Ha ce0sl,
CaMOJIOBJICIOLIME CUCTEMbI HayuHbIX B3IJs10B.) CymectBoBanue mupa PHK nocrynupyercs B



MOJIaBIISTFOIIEM OOJIBITMHCTBE COBPEMEHHBIX (BeChbMa MHOTOUYMCIICHHBIX) Pa0OT, TOCBSIIIEHHBIX
npobiieMe IPOUCX0XKAeHUS KU3HU. Cepbe3Hble COMHEHHUS B CIIPaBEAJIMBOCTH TUIIOTE3bI MUPA
PHK ocratorcst mumib y (He MEHEe MHOTOUHCIICHHBIX ) OJIOTepOB U3 «O0KECTBEHHBIX)» HHTEPHET-
CalTOB.

Pu60o3umb1, 00HApYKEHHBIE B )KUBBIX KJIETKAX, KATATU3UPYIOT JOCTATOYHO OTPAaHUYEHHBII
(XOTsI U BayKHBIN) HAOOP peakuii: BO-NEPBBIX, 3TO pacCEUEHUE U JIUTHPOBAHUE IPUPOIHON
PHK; Bo-BTOpBIX, 3TO 00pa3oBaHUE MENTUIHON CBS3H IPU CHHTE3E MPOTEUHOB B pubocome. B
1990 roxy Tpu rpyImsl UccienoBarenei pazpadoTaa KOMOMHATOPHBIN METO/] TTOMCKA
CHHTETUYECKUX pHOO3MMOB Ha3bIBaEMbI “‘cenekieit N vitro” [23, 24, 25]. Dtum MeTo0M
OBLIM U30JIUPOBAHBI PUOO3UMBI, CIIOCOOHBIE KaTaIU3UPOBATh 0OJIee MUPOKUNA CIIEKTP peaKIHid,
BrTrouaroruii acyl transfer, N- u S-alkylation, carbon-carbon bond formation, amide bond
formation u Michael addition, [15]. B¢é aTo numauii pa3 noaresepxkaaet, uro PHK morma
BBITIOJTHATH MHOTOPA3IMYHBIC KaTATUTHIEeCKHE (DYHKIIUU B IPEBHEHIIIMX OPTaHU3Max 10
NOSIBICHUS (PEpMEHTOB.

Cenexieid in Vitro ObLIH MOJYy4EHBI U pUOO3UMBI, UMEIOLIME MHOTHE BaxkHbie uepThl PHK
nonuMepassl. B yactHoct Bartel ¢ coaBTopamu [26] momyumim, a aydine cka3aTh — BBIBEIH,
mosiekyny PHK (Puc. 2-1) co crnenyromumu CBONCTBaMHU: €CJIM MOJIEKYJIE IPEIOCTaBUTH
onnornenoyeunyro PHK-matpuny (RNA-template) conmepxkamryro no 14 wmykieorunos, PHK-
3arpaBky (RNA-primer) u Bce 4YeThipe HYKJIeO3uA-TpudochaTa, TO MOJIEKYIa CHHTE3UPYET
uenouky PHK, koMmmieMenTapuyro MaTpuue.
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Puc.2-1 A ribozyme that functions as an RNA-dependent RNA
polymerase. U3 0630pa [9].

[TosiBnenue cuntetnueckux PHK-nonmepas 06bu10 BCTpeyeHo ¢ O0bIINM
suTy3ua3MoM. Leslie Orgel [9], nampumep, nucan crenyroriee: “At present, templates that
contain more than 14 residues cannot be copied effectively, but it seems likely that further in vitro
evolution will lead to the isolation of a ribozyme capable of copying much longer RNAs. The
isolation of such a ribozyme would constitute a major advance in attempts to understand the
origin of life.” OnHako 10 HACTOSIIETO BPpEeMEHH pUOO3UM, CIIOCOOHBIN PETUTUIINPOBATH
PHK npoun3BosbHOMN AJMHBI TaK U HE ObUT MOJYYeH, XOTsI CO BpEMEHHU IIepBOi
MyOJIUKAIMKU TIPOILIO OKOJIO YeTBEPTH Beka. Kpome Toro, cTeneHb COOTBETCTBUSA
MPUHIIMITY KOMILIEMEHTapHOCTH, oOecreunBaeMasi pud03uMOM, Ha MOPSJIKA HUXKE TOTO,
4yTOo Tpedyercs s 3(HEKTUBHOTO COXPaHEHUsI HACIEICTBEHHON HH(OpMaIuu.

CpaBHUTENBHO HEIaBHO ObLT 0OHApYXKEH e1l€ OJJUH MEXaHU3M, TTOCPEICTBOM
kotoporo mojekyinsl PHK criocoGHBI perynupoBaTh )XKU3HEIEATEILHOCTh KIeTOK. Kak
OKa3asock, Hebobimue Monekynsl PHK moryt, 6e3 kakoro-nu6o BMearenbcTBa
(dhepMEeHTOB, PEeTyIUPOBATH IKCIPECCHUIO TEHOB T10 MPUHIIUITY 00paTHO cBs3u. Takue
MOJICKYJIbI, mostyunBIiue HazBanue PHK-nepekmouareneii (riboswitches), sensrores
YyBCTBUTEIHHBIMHU K KOHIIEHTPAIIUU HEOOJIBIIINX KJIETOUYHBIX METa00IUTOB. MoJIeKyia
PHK-nepexmtoyarens CBA3bIBAETCS C COOTBETCTBYIOIIUM META0OIUTOM U B Pe3ybTaTe
MEHSET COOCTBEHHYIO KOH(OpPMAIIHIO, a 3TO 3aIyCKaeT MEXaHU3M MPOMOTHPOBAHUS WIIN
HA000POT MHTUOUIINU YKCIIPECCUU KOIUPYEMBIX IPOTEUHOB.

Hannuue B coBpemenHsIx kiretkax PHK-nepekmtouareneil, KOTOPpIX TeNepb H3BECTHO OKOJIO
20 tumnos [16, 27], Toxxe ObLTO UCTOIKOBAaHO Kak Hacneaue mupa PHK. BrickasbiBauch

9



npeanonoxenus, uto PHK-niepeximouaTenyu npeacTaBisior coO0H ApeBHEHITHI MEXaHU3M
peryJsiun dKcpeccun renos [17, 28].

Nutepecno otmeTuth, uto PHK — 370 HE € TMHCTBEHHBIN TTOTUHYKICOTH]T, 001 JAI0OIITIIT
KaTaJIMTHYECKOM akTUBHOCTBIO. B 1994 1. Breaker u Joyce [29] BbiBesin METOIOM celeKIHH iN
Vitro nepBsiii ge3okcupu60o3um — Mosiekyny JTHK criocoOHyro GyHKIIMOHUPOBATh Kak epMEHT.
B nocnenoBaBmrx HHTEHCUBHBIX UCCIIEJOBAHUSIX, B X0/1€ KOTOPBIX ObLIO MOIYyYEHO OOJIbIIOE
KOJINYECTBO HOBBIX JI€30KCHPUO03UMOB, BBIICHUIIOCH, UTO JIE30KCHPUOO3UMBI HU B YEM HE
yCcTynaroT pubo3uMaM Kak KaTalu3aTopbl U IIPU STOM 0OHAPYKUBAIOT CYIIECTBEHHO OoJiee
BBICOKYIO cenektuBHOCTh [30, 31].

Hanomuuwm, B runorese mupa PHK monexyna JIHK paccmaTpuBaetcst kak npoaykT
spomonnu PHK, B cuiy cBoei MexaHMYeCKOH MPOYHOCTH 00JIee MOIXOISAIINN Ha POJIb
XpaHWJINILA HaclIeACTBeHHON nHpopmauu. Co3aaTenan TeOpUU MOCTYIUPOBAIIU, YTO KU3Hb Ha
3emuie Hauanack ¢ Mosiekynsl PHK, Oynyqn yBepens! B HeciocobnocTu JJHK k mposiieHuto
JIOCTATOYHOM KaTaIUTHYECKON aKTUBHOCTHU. B CBETE HOBBIX JIaHHBIX HEJIb351 UCKIIFOUUTh, YTO
MoJIeKyJa-mpapoauTenasauna coctosia u3 JIHK unm npencrasinsiia coboit kakoit-to 6omee
CJIOHBIN T€TEepOIIOINMED, COAEPIKALIUN pUOOHYKICOTU B HAPSITY C
Ne30KCupUOOHyKIeoTHIaMU. TeM He MeHee, OTKPBITHE 1€30KCHPHUO03MMOB HE NPUBENO K
nepecMoTpy nocrynaroB runoressl Mupa PHK, BeposiTHO moToMy, 4TO OCYII€CTBUMOCTh
a0MOreHHOI'0 CUHTE3a pUOOHYKJIEOTHI0B HBIHE MOKHO CUMTATh YCTAaHOBIIEHHOM (CM jaaee,
riapa 3), a cioHTaHHOE 00pa30BaHUE J1€30KCUPHUOOHYKIICOTHI0B (A0MOTEHHBIM ITYTEM)
IIPEJICTABIISIETCS B BBICIIEH CTENIEHN MaJIOBEPOSITHBIM.

ITpu Bcex ycmnexax Teopust mupa PHK, pa3zButue e€ nmoka He nmpuBeno K peieHuo npoodaemMbl
IIPOUCXOXKACHUS KU3HU. CBA3aHO 3TO, CKOPEE BCETO, C MPUCYIIIMM TEOPUU JIOTMUECKUM U3bSIHOM
MPUHIIMIIAAIBLHOTO XapaKTepa, CPOJHU U3BECTHOU dunemme Kypuysl u sauya (IUPOKO
00CYXXIaBIICHCS B AHTUYHOCTH ): YTOOBI 3aITyCTUTH MPOIIECC JOOMOIOTHYECKOHN 3BOJIOIUH,
MCXOJHAsi MOJIEKYJIa C CaMOT0 Havyana JohKHA 00J1a1aTh CIIOCOOHOCTHIO K CaMOPETUIHKAIUH.
OnHako, B paMKax CYyIIECTBYIOIIUX TEOPU, CBOMCTBO 3TO MOXKET ObITh TPUOOPETEHO TOJIHKO B
MIPOLIECCE IBOJIOLINH.

[Tapagokc pa3periaercs, €Ciiy MPeaoIoKUTh CYIIECTBOBAaHINE HEKOTOPOI0 MEXaHHU3Ma,
00€CTeYHBILEro CIIOHTAHHYIO MOJMMEPHU3AINI0 HYKICOTHIOB Ha CTaJH JOOMOIOTHYECKOM
sBostoMU. Eciu mpeanonoxxuTe, 4to 1 00pazoBaHue pojgoHadaabHoi Mosiekynsl PHK n3
MOHOHYKJIEOTH/IOB, U MOCJIEIYIOIINE UKJIIbl PETUINKALMK OCYIIECTBIISIIMCH B 3TOM MPOLIECCE, TO
teopusi Mupa PHK oGperaeT nckomyto noruueckyro 6e3ynpeqHocts. B ocHOBY HacTosiein
paboThI MOJI0’KEHA JI0Ta/IKa O MPUPO/JIe 3TOro siBieHus. [Ipexae yem e€ usnarate, HaMm
He00X01uMo c(hOpMyYIHPOBATh KPUTEPUH, KOTOPBIM MPOLIECC CIOHTAHHOM MOJIMMEpPU3aluu
HYKJICOTH/I0B JIOJKEH YJIOBJIETBOPSATH, & JIIsl 3TOTO HaM MTOHAJ00STCS HEKOTOPbIE CBEICHUS O
yTAX aOMOT€HHOT0 CUHTE3a HYKJIEOTUIOB U MOJIMHYKIIEOTH/I0B, U3J1araéMble B CIeyIOIIeH
TJ1aBe.

10



3. 9KcnepuMeHTbl No abnoreHHoMy cuHTe3y u pennukauum PHK.

DKcrnepuMeHTaANIbHbIE UCCIIeI0OBAHUS MPOIECCOB, MPUBEIIINX K BO3HUKHOBEHUIO KU3HU, C
W3BECTHOH JI0JIeH YCTIOBHOCTH MOKHO MOAPA3/ICIUTh HA TPU TPYIIBL: CHHTE3 PUOOHYKICOTHIOB
U X COCTaBHBIX YacTel, MOJUKOHACHCAIIMS HYKJIEOTHIOB C 00pa30BaHUEM OJIUTOMEPOB U
peruukanust PHK-omuromepos. beuto Takke omyOJIMKOBaHO HEKOTOPOE YUCIIO padoT,
MOJICTUPYIOIINX AOMOTeHHBIN CUHTE3 aMUHOKHUCIIOT U MOJUIENITUAOB, KOTOPBIE 3/1ECh
paccMaTpuBaThCs HE OyIyT.

MHe kaxercs, anriumiickoe prebiotic synthesis na pycckwuii aydiie nmepeBecTd Kak
abuocenHvlll cunme3. DTHM CJIOBOCOUYETAHUEM MPUHATO 0003HAYATh CHHTE3 OPTaHUYEeCKHIX
COCIMHEHUH B YCIOBHUAX, KOTOPbIE B MPUHIIUIIE MOTJIM UMETh MECTO Ha 3eMJIe B paHHEM apxee.
B oTcyTcTBUE CKONBKO-HUOYAH HAIEKHBIX T€OXUMUIECKUX CBEJCHUI 00 HaYalIbHBIX CTaIHSIX
3€MHO#1 SBOJIIOIIMH, TOHATHE 3TO OKa3bIBaeTCs pacTskuMbiM. [To cBunerensctBy Leslie Orgel
[9], cmopsr B nyxe “My conditions are more prebiotic then yours” Bo3HHKarOT B
npodeccuoHaNbHOM cpesie JOBOIBHO 4acTo. BOJIBIIMHCTBO CIEIUATUCTOB, HAIIPUMED, CUHTE3
(dero ObI TO HU OBLIO) C UCIIOJIL30BaHNEM HYKIICO3UATpr(OochaToB a0MOTEHHBIM HE TIPU3HAIOT
(cm. Hanpumep [32]), HO OT/IENbHBIE aBTOPBI MPHICPKUBAIOTCS IIPOTUBOIOIOKHONW TOUKH
3peHUHL.

3.1. AGMOreHHbIN CUHTE3 HYKIIeOTUAOB U UX COCTaBHbIX YacTewn.

Ha nporskennn nepssix 40 set uccneoBaHui aOMOreHHOI0 CUHTE3a HYKJIEOTH I0B
CUUTAJIOCh, YTO CJIEAYET CHAa4YaIa OTAEIbHO CHHTE3UPOBATh pHO03Y, OTAEIBHO a30THCTHIE
OCHOBAHM$, 3aTEM CUHTE3UPOBATH HYKJIECO3Ubl, COEIMHUB pUO03y C OCHOBAHUSAMHU, a yXKe 110CIIe
TOT'O MOJIyYUTh HyKJIeoTuabl pochoprmimpoBanueM Hykieo3unos. McenenoBarenu crapainuch He
CMEIINBATh «YIJIEPOJAHO-KHCIOPOJHYIO XUMUIO» (T.€. CHHTE3 pUOO03bl) C XUMHEN «yIIepoIHO-
a30THOI (CHHTE3 OCHOBAHMIA), BUAS B 3TOM YIPO3y T.H. KOMOUHAMOPHO20 63Dbl8d —
00pa30BaHusl MUJUIMOHOB HEXeNaTeIbHBIX TOCTOPOHHUX MOJIEKYJI, CPEIU KOTOPBIX HYKJIECO3UAbI
COCTaBST JIMILIb HUYTOXKHBIN IpolieHT. HegaBHMe paboThl, BhINOIHEHHBIE B 1abopaTopun Jl>xoHa
Cazepnenia, Manuectepckuil Y HUBEPCUTET, MPOAEMOHCTPUPOBAIIN OIIMOOYHOCTD 110 100HOM
cTpareruu. Tem He MeHee, 00CyX aaeMble MOAXOAbl U UX PE3YIbTaThl yI0OHO pPacHoIOKUTh B
TaKOH TOCJIEI0BAaTEIBHOCTH: CUHTE3 CaXapOB, CHHTE3 a30TUCTBIX OCHOBAHWM, CHHTE3
HYKJICO3UJIOB U, HAKOHEIL], CHHTE3 HYKJICOTUIOB.

Cunme3s pubo3wt. Imeercs 60sbl10€e 4nuciio padboT, B KOTOPHIX PUO03bI CHHTE3UPYIOTCS
caMoKoHieHcaluel hopmanbaeruaa (peakius byTiaeposa) B MIEIOYHBIX WM CIIA00IIETOYHBIX
BOJIHBIX paCTBOPAX B MPHCYTCTBUU KaTaJIU3aTOPOB. B kauecTBe reTeporeHHbIX KaTaau3aTopoB
UCTIONB3YIOTCS CYCTICH3UH THIPOOKHUCEH KAJIBIUS U MarHus, HEKOTOPBIE TIIMHUCTBIE MUHEPAJTHI.
ECTh TaksKe IPUMEPHI YCIEMHOT0 TOMOTEHHOTO KaTalli3a B IPHCYTCTBHH HoHoB Pb?*, TI' .
[TpoayKThl peakiy 0OBIYHO MPEACTABISAIOT COOOM CII0KHYIO CMECH MIEHTO3 U TeKco3. Bbxos
pu003bI Beeraa okasbiBaercst HIKe 1%. [IpoaykThl cuHTe3a 0OBIYHO HECTAOMIIBHBI B YCIOBUSIX
OTIBITOB ¥ THAPOJIHM3YIOTCS CO CKOPOCTHIO OJIM3KOM K CKOPOCTH MX oOpa3oBaHwms. bomee

o IpoOHOE 00CYKICHNE MOKHO HalTH B 0030pe [9].

HenaBHO OBII0 TIOKA3aHO, YTO MUKJINYECKHAE (OPMBI TICHTO3 B TEKCO3 00Pa3yIOT CTaOMIBHBIE
KOMIIJIEKCHI C CUJIMKAaToM Hatpus. [loaToMy no6aBieHe CHIIMKaTa HaTpUs B PEaKIIMOHHYIO
CMeCh MPHUBOJIUT K CTAOMIIU3AIMK M HAKOIUICHHIO 3THX MoHOocaxapuaoB [33]. Kpome Toro 6puin
OIyOJIMKOBaHBI PabOTHI, B KOTOPBIX (hochaThl MOHOCAXAPUIOB MOTYYAIHUCH B PEAKLIUU
MOHO(OC(HATOB TIHUIEpATBIETHAA U TIHKOIbabAerHIa. HekoTopble KOMOMHAITNH HCXOIHBIX
npoaykToB aanu 2-4-nudocdat prOo3bI B KadecTBE OCHOBHOTO IpoaykTa [34].

BaxxHO OTMETHTB, UTO BO BCEX MEPEUUCICHHBIX paboTax pubo3a BCeraa MpeACcTaBiIseT co0oit

JIMIIIb OAWH N3 KOMIIOHCHTOB HOHy‘ICHHOﬁ paHCMH‘{eCKOﬁ CMCCH MOHOCAXapuaoB. K
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COXKaJICHUI0, KOHIICHTpAal A I[GBOKCI/IpI/IGOBBI B OTUX MPOAYKTAX CIICHUAIIBHO HC U3Yy4aJlacCh,
CKOpPEC BCETro, OHA UCUYEC3Aar0IIC HU3Kasl.

Cunmes azomucmoix ocnosanuii. PaccMoTpuM cHavasla aOMOT€HHBIN CUHTE3 MyPHUHOBBIX
OCHOBaHMU — aJIeHWHA U TyaHnHa. Haubosee netanbHO n3ydeH crocod moaydeHus MypHHOBBIX
ocHoBanui nonumepusanued HCN B BogHbIx pactBopax. Xyan Opo ¢ COTpyAHUKAMU MEPBbIMHU
CyMEJIH BBIJICIUTH aJICHUH TakuM criocoboM emi€ B 1950-x rogax. Bnocnencrsuu 3ta u
HEKOTOpBIE TECHO CBSA3aHHBIE C HEW peaKINK ObLTN HCCIEA0BaHbI elIE HECKOIBKO pa3 B
Pa3IMYHBIX YCIOBUSX, C HCIIOIB30BaHUEM 00Jiee COBEPUICHHBIX METOIMK aHAIIN3a IPOTYKTOB
cuHTe3a. bplmn 0OHapyKEHbI YCIIOBHUS, B KOTOPBIX HEOOJIBIIIOE KOJIMYECTBO I'yaHHHA TOXKE
O0OHapYKUBACTCS CPEIH MPOIYKTOB peakiuu [35,36].

[Tpu nonmumepuzarmun HCN cHauana o6pasyercs tetpamep HCN, nmaMuHOMAaIeO AMHUTPIIL.
Terpamep 3aTeM HHULMUPYET CAEAYIOLIYIO PEAKLINIO TOJIUMEPU3aLuU, KOTOpas 3aKaHYUBAETCS
o0pa3oBaHHEM TEMHOT'O TBEPJOTO BEIECTBA HESICHOW PpUPOIbl. [ MIpoau3ys 3ToT
HEPACTBOPUMBIH MOJIMMEP KUCIOTaMHU WM LIEJI0YaMU IOJy4YaroT aJIeHUH, TYaHUH U BEJIUKOE
MHOXECTBO JIPYTUX MOJIEKYJ, [IOYTH HE OXapaKTePU30BaAHHBIX.

Bbuto nccnenoBaHo B 001IeH CIOKHOCTH enlé MATh CIIOCOO0B CHHTE3a a/ICHUHA C Y4aCTHEM
terpamepa HCN, HO myTh, ONMCaHHBIH BbIIIE, B UTOTE OKa3ayicsad HauboJsee MpaBAaono 00HbIM
(6oee mopoOHOE 0OCYKICHUE ITHX peakuuii umeercs B 063ope [9]).

[TapannensHO ¢ peakiye nmoauMepu3anuu npoucxoaut e u ruapoaus HCN c
oOpa3zoBanueM hopMamuia M, B KOHEYHOM cueTe, (hopMuaTa aMMOHHUSI, B PE3YJIbTATe YEeTo
o0Opa3oBaHHe TeTpaMepa OKa3bIBaeTCs HEBO3MOXKHBIM, ecii ucxoaHas kKoHeHtpanus HCN B
pacTBOpE HMXKE 10" -102M, [37]. Hoctmxenue crosb Beicokux KoHieHTparuit HCN ne
MPEJICTaBIISIeTCS BOBMOKHBIM, TaK KaK, BBUJLY €€ BHICOKOH JIETY4eCTH, MPUILIOCH Obl HACKHIIIATh
CHHUJIBHOW KUCJIOTOM Bech MUPOBOM okeaH. Jlecmu Oprenb ¢ cotpyaaukamu [38] BUasAT BbIX01
B TOM, YTOOBI OKE€aH 3aMOPO3UTh U 00paTuTh B néa. [1pu -24,3°C sBTEeKTUYECKASI CMECh
coaepxut 74.5 % (Mox) HCN.

[Tony4nTh TUPUMHUINHOBBIE OCHOBAHUS B @0MOTE€HHBIX YCIOBHSIX, KaK 0Ka3aJl0Ch, HAMHOTO
TpyZAHee, YeM IypuHoBbIe. B GonbmMHCTBE paboT, MOCBALIEHHBIX A0MOT€HHOMY CUHTE3Y
LIWTO3WHA U YpalUJIa, UCCIENYIOTCA PEAKIIMU MEXAY UAHALIETUIIEHOM WIH
[{MAHOALIETANIb/IETHIOM (SBIISIOIMMCS TPOAYKTOM THIPOIN3a [IMaHALIETUIICHA), [IMaHATaMH,
U30IlMaHaTaMU M MOYEBUHOU. B pe3ynprare peakuuii o0pazyercsi HIMTO3UH, HHOT/IA C OOJIBIINM
BBIXOIOM. Y palui MOJIy4aeTcsi TUAPOIN30M IIUTo3uHA. [TonpoOHOCTH yKa3aHsl B 0030pax [9] u
[40]. ComHeHus y CrIenUaNInCTOB BBI3BIBAIOT KaK CaMa BO3MOKHOCTH ITPUCYTCTBHUS
HEO0OXOIUMBIX UHTPEIMEHTOB HA TOBEPXHOCTH 3eMJIU (B OCOOEHHOCTH ITHaHAIIETHUIICHA U
MOUEBHHBI), TAK ¥ BBICOKAsi CKOPOCTh TUPOIH3a MPOMEKYTOYHBIX MPOTYKTOB,
MPEMSITCTBYIONIAsl UX HAKOIUIEHUIO B JOCTaTOUHBIX KOJIMYECTBAX.

ANbTEepHAaTUBHBIN CIIOCOO MOTyYEHHsI A30THCTHIX OCHOBAaHUI OB HEJJABHO MPEIIOKEH
IPYIION U3 MATH UTATBIHCKUX aBTOpOB [39], pykoBoauMsbix mpod. [lu Maypo. DTu aBTOpbI
nornpocty HarpeBaiu popmamuz 10 110-160 °C B mpUCyTCTBUH pa3IMyHBIX COJIEH U MUHEPAIOB.
B nponyxrax nerpagauuu popmMaMua UMM ObLITM OOHAPYKEHBI pa3IU4HbIE IPOU3BOIHbBIE
NUPUMHIMHA, UMHJIA30J1a U TTyPUHBL. ABTOPBI MOJIATar0T, YTO MOJA0OHBIN METO] CHHTE3a BIIOJTHE
MO’KHO CUYUTATh A0MOTeHHBIM: (hopmMaMu]l 0OOHAPYKEH B HEKOTOPHIX MPUMUTHUBHBIX METECOPUTAX,
B XBOCTaX KOMET M B T'a30BO-TIBIEBBIX 000JI04YKaX HEKOTOPHIX 3BE31. OH, CTalo OBITH, MOT
MPUCYTCTBOBATH U HA MOBEPXHOCTH 3€MIIU, XOTS ObI M B MaJIbIX KOJIMYECTBAX. 3a CUET HU3KOU
JIETY4YEeCTU U OYEHb BBICOKOM TOUKHU KUTIEHUS, PopMaMul MOKET ObITh KOHIIEHTPHUPOBAH
ylapuBaHUEM BOJHBIX pacTBOpoB npaktuyecku 10 100%.

Cunmes HyKJle03u008. COC}II/IHGHI/IG pI/I603BI C A30TUCTBIM OCHOBAHUEM MMOCPEACTBOM

oOpa3oBanust N-puO03HUIHON CBSI3U OKA3aI0Ch HanboJIee CI0KHBIM 3TarioM a0HOTEHHOTO
CHHTE3a HYKJICOTHI0B. Bripouem, i mMypHHOBBIX OCHOBAHHI 0COOBIX TIPOOJIEM HE BO3HUKAET.
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. 2
Peakuus mpoTekaeT B BOJHOM PacTBOPE B IIPUCYTCTBMU Heopranudeckux coneii Na*, Mg,
ca*, CI, SO?% . Ecnu pr603y ¥ IMypHHOBBIC OCHOBAHUS BBIIEPKATh B TAKOM PacTBOpE IPH

BBICOKOW TEMIIepaType /10 IMOJHOTO BBICHIXaHUs, TO 00pa3yeTcs palieMuyeckas cMecb a- U f-

HYKJIC031I0B ¢ BbIxosoM 2-10%, [41]. Oxnako asist prO03bl M MTUPUMUAMHOBBIX OCHOBAHUI
aHAJIOTMYHAs peaklus okaszanach HeappexTuBHOI (Bbixoa Menee 0.1%).

AnpTEepHAaTUBHBIX IyTEl CUHTE3a YPUIMHA U IUTUIMHA HATH HE yaBaloCh HA MPOTSHKEHUN
copoka jieT. CucremMaTHyeckie HeyJaun 3aCTaBUIIM MHOTUX OMOXMMHUKOB YCOMHUTBCS B CaMOM
BO3MOXKHOCTH CriOHTaHHOT0 Bo3HMKHOBeHus: PHK B mpupone, [42,40]. TlosiBrics uensiii psij
paboT, mpeAsaraBuIMX MHbIE, O0JIee MPOCTO YCTPOECHHbBIE UHPOPMAYUOHHbIE NOTUMEDDL, U3
koTopbix PHK nomkHa 6pi1a 00pa30BaThCs 9BOIOLMOHHBIM ITYTEM (O KOTOPBIX pedb MOWAET
HIDKe, B paszene 3.2). Oxnako B 2009 r. f-pubonutuaun-2’,3’-uukinodocdaT moayqnim B

naboparopuu . Cazepriena, UCIOIb3ysl HOBBIHM MOAX0/, MUHYSI KaK pu003y, TaK U IIUTO3HH.
[TockonbKy BEUIECTBO 3TO SBJISAECTCS MUPUMHUIUMHOBBIM HYKJICOTHIOM, K TOMY K€
AKTUBUPOBAHHBIM, CHHTE3 €T0 Jy4llle 00CYAUTD B CIEIYIOIIEM MOApa3Ieie.

Cunmes HyK1€0muoos.
Oona nonoGuHKa OKHa 0OMeoPUNACh...
Oona nonosunka oyuwiu nokasanacsy!
asaii-ka omkpoem u my noai08UHKY...
U my nonosuHky oxHa...
M. [[semaesa

Haunbonee oueBHIHBIN CIIOCOO MOTyYSHHS HYKJICOTHU OB 3aKiIt0YaeTcsi B PochopmiInpoBaHUH
HYKJI€031J10B. B 60-X roax npouuioro Beka npearnonaraaock, 4To, B OTCYTCTBHE
HYKJIIe03uATpr(ocdaToB, UMEHHO 3Ta CTAAHS CHHTE3a HYKJICOTUAOB OyeT HanOoJee CII0KHOM.
B neiictBuTensHOCTH e mpobieMa GpochopruInpoBaHUs HYKICO3UI0B OblIa perieHa OqHON 13
nepBbIX [43], ¥ B HacTosIIee BpeMsl TUCKYCCUsl CKOpee MOKET UITH O BbIOOpe Hanbolee
MPaBI0N0I00HOTO MYTH a0MOT€HHOTO (POCHOPHINPOBAHUS CPEAU MHOTHUX U3BECTHBIX.

[TepBbiMu ynauHoe (ochopunnpoBaHie HykIeo3uaoB BeinonHmIn Lohrmann u Orgel, [44], B
1971 rony, HarpeBasi B 0€3BOIHBIX YCIOBHUSX CMECH ITOPOIIKOB HYKJICO3UIOB,
THJIPOKCUIIANIaTUTa U MOYEBUHBI WK cosiel aMMOHMsI. OCHOBHBIMU IPOIYKTaMU ObUTH
Hykieo3un 2°,5’°- u 3°,5’- nuknudeckue MmoHodocdarsl. BriocnencTBuu ObLIH HalIGHBI CITOCOOBI
OCYILIECTBUTH CXOJHBIE PEAKIIMH B BOJHBIX pacTBopax [45,46].

N3 Gonee coBpeMEHHBIX pabOT HHTEPECHO OTMETUTD MYOIMKAIIMIO YIIOMUHABIIECHCS BbIIIE
ISITEPKU UTAJIBSHIIEB TPEABOAUTENBCTBYeMO DpHecto [lu Maypo [47]. BeigepxuBas pacTBop
aneno3uHa B opmamue nmpu 90 - 160 °C B mpuCyTCTBUHM HEKOTOPHIX (ochaTHBIX MUHEPAIIOB,
TaKUX KaK ypealuT (OCHOBHOHU ¢ocaT Mapranua), TupOKCHII-aaTuT, (GTop-anaTUT, BUBUAHUT
(Bomocoaepskaruii pocdar ABYXBaJICHTHOTO kKele3a), MceBAoManiaxuT (0OCHOBHOM (ocdar
MeNn) U psisia IpYTux, OHU MOJYYHIIM CMECH, CoJIeprKalliue afeHO3UHMOHO(ochaTHI, B
OCHOBHOM LIMKJINYeCKui 2’:3’-aneHo3uHMOHOGochaT.

[Tomumo ochopunpoBanus HyKICO3UIOB, ECTh €IIE€ OJUH CII0COO AOMOT€HHOT0 TOTY4YEeHUS
HYKJICOTH/IOB, OTKPHITHII HEJJABHO M CHITPABIINHA BaXXHYIO POJIb B JOPMHPOBAHUHT
NpeCTaBICHUN O BO3SMOXHBIX MYTAX BOZHUKHOBEHUS )KU3HU.

Kak yxe Obl10 yHOMSIHYTO B NPEALIECTBYIOIIEM pa3zelie, K KOHIYy IPOLUIOr0 CTONETHS
OOJIBITMHCTBO OMOXMMHKOB, IPU/IS K BBIBOAY O HEBO3ZMOKHOCTH COEAUHUTH pHO03Y C
MUPUMUIMHOBBIMUA OCHOBAaHUSIMH, OTKA3aJIMCh OT TOUCKOB MyTei abnoreHHoro cunteza PHK.
Ha nepBblii T1aH BBIIIIN TOMCKH HOBBIX T.H. UHDOPMAYUOHHBIX NOAUMEPOS, CTIOCOOHBIX, XOTS
0b1 B mpuHLuIe, npoussectd PHK B pe3ynbpTaTe kakoil-To cOOCTBEHHON CBOEH
noo6uonormyeckoit sBomronmu. B 2007 1. J. Sutherland, ycnieBimii ysxe BHECTH JIeNTy B HOUCKH
HOBBIX HH(POPMAIIMOHHBIX MTOJMMEPOB, TOCTABUII TIEpeT COO0H 1 cBOEH TabopaTtopueit 3amaqy:
1100 MpUIyMaTh CIIOCO0 MOTyYSHHs MUPUMUAMHOBBIX HYKJICOTHUIOB KAKUM-TO HOBBIM ITyTEM,
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MEHEe OYCBHUIHBIM, YeM HETIOCPEICTBEHHOE COSTMHEHNE pUO03bI C OCHOBAHUEM, — JTHO0 YK
octaBuTh onbIThl ¢ PHK pas u HaBcerna. B utore nefictBuTensHO ObIT OOHAPYKEH HOBBIM
CIOCO0 CHHTE3a MMPUMHIMHOBBIX HYKJICOTH OB, [48,49].

[Ipu TpaaAULIMOHHOM MOJXO/IE K CUHTE3Yy HYKJIEOTHI0B, HAITOMHUM, MPEAN0Iaraioch 4To
prOO03BI ¥ A30TUCTHIC OCHOBAHUS JOKHBI OBITH IMOJYYCHBI TI0 OTJICIBHOCTH, 3aT€M COCTUHEHBI
[JIMKO3HUIHOM CBS3b10, a GochOpHIIMpOBAHHE CIIEIYEeT IPOBOAUTH HA 3aBEpIIAIOIICH CTAIHH.
Sutherland oO6paTun BHEMaHuUe, 4TO 2-aMuHO-0Kca3041 (11 Ha Puc. 3-1 BHH3Y) ecTh B HEKOTOPOM
poJie XUMepa U3 MOJOBUHKH IEHTO3bI U TOJIOBUHKHU a30TUCTOT0 OcHOBaHMs. OH pemui
MOCIIeI0BATENbHO J00aBUTH rauiepanbaerua (9) a 3aTem nuananeTuieH (7) Kak HeJJOCTAOIUe
«TIOJIOBUHKMY, COOTBETCTBEHHO, IIEHTO3bl U OCHOBAHUS, U TEM CaMbIM IOJIyYUTh apabUHO30-
anruaponykineo3ua (13). Takum 00pa3oM, yriaepoaHO-a30THAS XUMHUS 0Ka3ajach «IepeMeliaHa
C XUMHUEH yrIIepoIHO-KUCIOPOAHON. [Ipr 3TOM B peaKkIIMOHHYIO CMECh, TOKE BOPEKH
YCTAHOBJICHHOH TpaJWIUH, C CAaMOT0 Hadaia ObuT JoOaBiieH Heopranudeckuii hocdar, 0ObIIHO
J00ABIISIEMBIH JIUITL HA CAMOM MOCJIEAHEH cTauu cuHTe3a pubdonykieotuna. docdar nericteyer
Kak Oydep 1 Kak KaTaau3arop B OJIHO U TO K€ BpeMsl; 100aBIIEHUE €r0 Ha CAMBIX PAHHUX
CTaIUAX 0Ka3aJI0Ch HEOOXOUMBIM.
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Puc 3-1. Cunre3 6era-puboruruanu-2’,3’-nukinodocdara (1) U3 npocreiimmx opraHuIecKux
BemecTB. Cunumu cmpenkamu TOKa3aH IyTh, KOTOPHIM IIBITAINCH WATH paHblie. Peakuns,
OKa3aBIIIAsICsI HEBBIMIOJHUMOM,— coeiMHeHHe prO03bI (4) ¢ a30THCTHIM LHUTO3HHOM (3) —
HNepeUYepPKHYTa KPACHbIM KpeCmUKoM. 3efleHblMu cmpenKkamy NoKa3aH MyTh, HaliIeHHbIHN B [48].
U3 pabomor [48]

HO 43

ITpormecc mpoTekaeT B maTh ctaauii. Ha mocnenneit ctanuu anruaponykieosus 13
dochopunupyercs ¢ odpazoBanreM Oera-pudoruTHaIuH-2’,3’-1rKnodocdara (1),
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NPEJCTaBIIAIONIEro OO0 aKTUBUPOBAHHBINA HYKJIeoTHA. KpaTtkoe onucanue paboTsl 1aHO B
[48]. Hanbonee yauBUTEIbHOM aBTOPBI CUUTAIOT MTOCICIHION CTaauio — (hochopuarnpoBanue.
Ero mexanusm neranbHo 00bsicHEH B [50]. [ToapoOHOe onucanue BceX CTauid peakiuy 1
JOTaJIKK (HECKOJIBKO CIIEKYJIATUBHBIC) O BO3MOXKHBIX MYTSIX UX OCYILECTBIICHUS HA 3eMIIC
npecTaBieHsl B [49].

HecmoTpst Ha To, 4TO mporiecc OTKPbIThIH Ca3epiaeHI0M ¢ COaBTOpaMU MHOTOCTATUCH U
OCYILIECTBUMOCTD €r0 B IPUPOIHBIX YCIOBHIX HE BIIOJHE OYEBU/IHA, )KUOTAXK, BO3SHUKIINN
BOKPYT 3TOi#1 paboTHI (CBUAETEIHCTBOM KOTOPOMY ITybuKanuu 1 oT36iBEI B Nature u The Times)
omnpapnad. C e€ MosBICHUEM OTHATU COMHEHHS B IPUHIUITAATBHON BO3MOKHOCTH
BO3HMKHOBEHUSI MOHOHYKJICOTH/IOB B KAKHX-TO FT€OXMMHUYECKHX TPOIIECCax Ha PAaHHUX CTaJIUSAX
ABOJIIOIMH 3eMJIH. Bompoc o 6osiee KOHKpeTHON HIeHTH()UKALIMY BEPOSITHBIX ITyTeH CHHTE3a
MOHOHYKJICOTHJIOB B IIPUPO/IE CaM I10 ce0e He CTOJIb YK BasKEH.

3.2 MOAEﬂMpOBaHMe abnoreHHoM nonnMmepusaumn HykneoTnaos U penjimkaummn
NOJINHYKNeoTnaoB.

ITpu oOcyxneHun uccneqoBaHuil a0MOreHHOT0 CHHTE3a MOHOHYKJICOTH/I0B Y CTOPOHHETO
Ha0JII0/1aTelIsl BOZHUKAET OILYILEHHUE OYEHb CJI0KHOM 3a7jauu, IOCTENIEHHO PEeLaeMoii 1o Mepe
HaKOIJICHUS SKCIIEPUMEHTANIbHBIX JIaHHBIX, C IIPUBJIEYEHNEM HOBBIX UJieil. PaboThl,
NOCBANIEHHBIE COSIMHEHUIO HYKIICOTHIOB B TIOJMHYKJICOTH B TIOCPEACTBOM (PochoaudPUpPHBIX
MOCTHKOB, Oyab TO abrorenHas nonuMepusanus wim perunkanus JJHK u PHK, npoussogsr
BIICYATIICHUE IIPSIMO NIPOTUBONOJIOKHOE. [I0ONBITKY NIOJIy4eHHS OJIMTOMEPOB JOCTATOYHOU
JUIMHBI, IPUTOIHBIX /7151 KOAUPOBAHUS CKOJIBKO-HUOY/b COJIEPKATEIbHOIO MacCUBa
UH(OpPMAIINH, HATATKUBAIOTCS HA 3aTPYAHEHUS (PYHIaMEHTAILHOTO XapaKkTepa. Y CHIIus,
HPEINPUHATHIE C 1IeJIbI0 00X0/1a 3aTPyAHEHHUH, TPUBOAAT K OOHAPYKEHHUIO HOBBIX MPEMATCTBHM,
TO€ MPUHLIUINAIBHOTO CBOWCTBA.

Kamanumuueckuii cunme3s onuzomepog oonoyenoueunoii PHK. I1epBoe 3aTpyHeHne
COCTOHUT B TOM, 4TO oOpazoBaHue (pochoan’pupHBIX CBSI3EH MPOUCXOAUT C yBETUUYEHUEM
cBoOoiHOM »Hepruu, BeaeacTBue yero JJHK u PHK sBnstoTcst TepMoannaMuyecku
HEYCTOMYMBBIMH [0 OTHOILIEHUIO K peaKkIy ruiponnsa pochoandpupHoii cBssu ¢
oOpazoBannem MoHOMepoB [51, 52, 53]. B »xuBbIx opranusmax odpazoBanue gpocoaudrpupHoit
CBSI3U OCYILECTBIISIETCS MAapaUIENbHO C Pa3pbIBOM HECTAOUIBHOM (ochOaHTHIPUTHON CBSI3H,
CIIy’Kalllell ICTOYHUKOM SHEPTUuu MpeBpalieHus. 31€Ch N3JI0KEHbI pe3yJIbTaThl Pa3IM4HbIX
HKCIEPUMEHTOB 110 CUHTE3Y NOJIMHYKJIEOTH/IOB, B KOTOPBIX aBTOPHI MBITAIOTCS 0O0OUTH
npo0eMy HecTaOUIbHOCTH (hochoaMIPUPHON CBSI3U UCIIONIB3YSI KATaTN3aTOPhI,
NpeaKkTUBUPOBAHHbBIE HYKJICOTH b WIIM CO3/1aBasi HEOOBIYHBIE YCIIOBHs cuHTe3a. (Bompoc 06
sHepreTuke pochoandIPUPHBIX CBA3EH B IEHCTBUTEIBLHOCTH OoJiee ciloxeH. [leTanbHoe
00CyX/IeHHE TaHHBIX O TEPMOJIMHAMUYECKIX CBOMCTBAaX CBS3€H B MOJIMHYKICOTUAAX U PELICHHUE
BOIIPOCa O BO3MOKHOCTH TEPMOJUHAMUYECKON CTAOMIN3aUH TOJIUHYKICOTHUIOB 110
OTHOILIEHHIO K THAPOIMU3Y U MepedTepuuKaiy MoMeieHb! Huxke, B rinase 10.)

[TonuuykneoTHabl, MO KpaitHel Mepe, B MPUHIIUIIE, MOKHO CTa0MIN3UPOBATh, YMEHBIINB
xummnueckuil norenuuan HoO B cucteme n yBennuus pH. [lonsITkn oCyecTBUTH 3Ty UACHO HA
MpaKTHKE ycrexa He uMenu. Tak, BellTapiBaHUE KUCIIBIX PACTBOPOB HYKJIEOTHIOB C
MOCJEYIONUM HarpeBOM MPUBOAUT K 00Pa30BaHHIO CIOKHOH CMECH O4€Hb KOPOTKHX
OJIMTOHYKJIEOTUIOB, B KOTOPBIX 2°-5’-u 3’-5’- pochoamdgpupHbie cousieHeHHs pacpeIeIeHb
OoJiee MM MEHee XaoTH4eCKUM 00pazoM [54]. [TonbITku JOOUTHCS MOIUMKOHICHCAIIH
HYKJIEOTHIOB B BOJIHBIX PacTBOpax MOCPEACTBOM JA00aBICHUS aKTUBUPYIOIIUX areHTOB, TAKUX
KaK [MaHaMUJ] ¥ BOJIOPACTBOPUMBIE KapOOIMUMHUIBL, yJIauu TaKkKe HE MpuHecnu. B mydiem
clly4ae yJaaBajoch MOJYYUTh JUMEPhI UM OUYeHb KOPOTKUE OUromepsl, [9].
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Heckonbko 0oJiee yCIEIIHBIM OKa3ajics albTePHATUBHBIN MOAXO0/] K TPOOIeME MOTyUICHUS
MOJIMHYKJICOTH/IOB, B KOTOPOM TPYAHOCTH, CBSI3aHHBIE C TEPMOIMHAMHYECKON
HecTaOUIBbHOCTHIO (pochoandGUpHON CBS3H, MBITAIOTCS OOOUTH 3a CUET UCTIONB30BAHUS
NPEeaKTUBUPOBAHHBIX HYKICOTHIO0B. Hyneo3un-5’-momudocdars (T.e. coeAMHEHUS, 1T0100HBIE
AT®) B BOAHBIX pacTBOpaxX MPU YMEPECHHBIX 3HAUCHHSIX TeMIlepaTypbl 1 pH He MOryT ObITH
UCTIOJIB30BaHBI JJIs1 3TOH LIEJH, TIOCKOJIbKY PEarupyroT CIIUITKOM MEIJICHHO. B 0OJIbIIMHCTBE
paboT HYKJICOTH/IBI MPEAKTUBUPYIOT KaK (hochopaMuaaThl, 4alie BCEro HCIOIb3YIOT
bochopumunozanuas: (phosphorimidazolides), cm. Puc. 3-2,VIIIL. (HeoxHnokpatHo
BBICKa3bIBAIMCh COMHCHHSI B TPABOMOYHOCTH MCIIOIb30BAHUS TAKUX CIIOCOOOB MPEaKTHBAIIMN
JUIsl a0MOTEHHOTO CHHTE3A.)
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Puc 3-2. Hexotopble n3 akTHBUPOBAaHHBIX HYKJICOTHOB HCIOJIb30BaHHbIE JUIsl a0OT€HHOTO CHHTE3a
OJIUTOHYKJIEOTH/IOB.

Hyxneosun 5°-bochopumuaazonuabl OTUTOMEPU3YIOTCS B BOAHBIX PACTBOPAX, OAHAKO, B
OTCYTCTBHUE KaTaIM3aTOPOB, 00Pa3ylOTCsl TOIBKO KOPOTKHE JTMHEWHBIC MM [IUKINIECKHE
onuroMepsl. MoHBI MeTai1a, B 4aCTHOCTH Pb*™ [55,56,57], MOTYT OBITH UCIIOJIB30BAHBI AJISI
YVIJIUHEHUS OJTUTOMEPOB. BbIT Takke UCIIPOOOBaH YPaHUII-HOH, OKa3aBIIHiiCcsS Hanboee
s dexTuBHBIM. Ero ncnonb3oBanue mMo3BoISE€T NOMYYUTh OJTUTOHYKICOTH IBI TMHON 710 16
HYKJICOTHUJIOB, B OCHOBHOM COEIMHEHHBIX B mojioskenun 2°-5’ [58,59].

B na6oparopun {xeiimca ®eppuca [60-65] nobunmch onpeaeaéHHbIX YCIEXO0B B
KaTaJTUTHYECKOHN OJMTOMEpU3aIMU HYKJICOTHIOB C HCIIOIH30BaHHEM MOHTMOPWIZIOHUTA —
MHHEpaa U3 rpymisl TuH ¢ obrei dopmysnoit (Na,Ca)o 33(Al,MQ)2(SisO10)(OH),-nH0.
PaGortsl 3101 rpynmel, HayaTeie okoo 1986 r., o6paiatoT Ha ce0si BHUMaHUE METOAMYECKOM
popaboTaHHOCTHIO AeTaneil. M3 ThicsS4 MUHEpalioB aBTOPHI B KAYECTBE KaTalln3aTopa BEIOpaH
MOHTMOPHIUIOHHT 3HAsi O €r0 COCOOHOCTH KaTaTM3UPOBATh MHOTHE PEAKIIHH C YIaCTHEM
OpPTaHUYECKUX COSIMHEHUI, XOPOIIO U3YUYEeHHOH, UCIIOIb3yeMOi B XUMUYECKOM
MPOMBINIIICHHOCTH. [T0CKOJIBKY IPHPOTHBIE MOHTMOPHJLIOHHUTHI, KaK OKa3aJIoCh, HE
CIO0COOCTBOBAJIHM OJIUTOMEPU3AIIMH HYKIEOTHI0B, aBTOPHI BOCIIOIB30BAINCh U3BECTHBIMU
METOJIMKAMH KATHOHHOTO 0OMEHa, TIOCPEICTBOM KOTOPBIX MOYKHO U3MEHHUTH COCTaB OJIHO- U
JIBYXBaJICHTHBIX KATHOHOB B TJIMHaX. BBISICHIIIOCH, YTO UCTIOIB30BaHUE MOHTMOPHUJUIOHUTA, B
KOTOPOM KaTHOHBI 3aMEHEHBI Ha MISJIOYHBIC WU MIEI0YHO3eMEeNIbHBIC METAIUTBI (HO HE MarHuii),
MPUBOJUT K OTUTOMepu3ai. MOHTMOPHIIOHUTHI C KATHOHAMU, 3aMEIIEHHBIMU Ha
MIEPEXO0JTHBIC METAJIIbI, OJIATOMEPHU3AIINI0 HHTHOUPYIOT.

B paborax [60-65] ObL10 MOKa3aHO, YTO B HEUTPATHHOMN M CITA00OKHCIION Cpeie YPUHOBBIC U
MUPUMHTTHOBBIC OCHOBAHUS IPOTOHUPYIOTCS U COPOMPYIOTCSI HA OTPUIIATEIIEHO 3aPsDKCHHYIO
CHWJIMKATHYIO TTOAPEImETKY MOHTMOpuIutoHuTa. CopOumst pe3ko cnaaaet npu pH > 4.
BBISICHIIIOCH TaKk)Ke, 9YTO aKTUBUPOBAHHBIC HYKJICOTHIBI CBS3BIBAIOTCS C CHUIMKATHON PENIETKOM
CUJIbHEE, YeM HE aKTUBUPOBAHHBIE, BUIMMO IIOTOMY YTO HECYT Ha cebe Ha €MHUIlY MEHBIINI
OTPHUIATEIIbHBIN 3aps/. [lyprHHOBBIC HYKICOTHIBI CBSI3BIBAIOTCS C TTIOBEPXHOCTHIO MUHEpAJIa
CUJIbHEE, YeM MUPUMHANHOBBIC. Kak Obl TO HM OBLIO, COPOIIMH aKTUBHPOBAHHBIX HYKJICOTHIIOB
Ha MOHTMOPWJUTOHUT CaMoi 10 cede 0Ka3aioch HEIOCTATOYHO /IS TIOJIMKOH/ICHCAIIHH.
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J1st TOSTy94eHUs OJIMTOMEPOB B PACTBOP HEOOX0IMMO 100aBUThH KapOomunmu (carbodiimide)
B KaueCTBE KOHJICHCUPYIOLIEero areHTa. /[nnna o0pa3yromuxcst 0JIMTOMEPOB CUIIbHO BaphUPYET B
3aBUCHMOCTH OT yCIIOBHIA, TUTIA 230THCTOTO OCHOBAHMSI, CITIOCO0Aa aKTHBUPOBAHUS HYKIICOTHIOB.
Taxk, mpu pH 8 B mpucyrctBuun xapoboauumua (B BOJHOM cpesie) MOTUKOHICH IS
dbochopuMmIIa30IUI0B HYKICOTHIOB C HCIIOIh30BaHHEM Na-MOHTMOPHIJIOHUTA B KAYECTBE
KaTajan3aTopa MpoTeKaeT ¢ 00pa3oBaHUEM OJIMTOMEPOB COAEpKAIIUX OT 6 10 14 HyKIEOTHIOB.
CMeHHUB aKTHBHPYIOIIYIO TPYIITY ¢ MMUIa30J1a Ha 1-MeTunagenud (Puc. 3-3), aBTOpBI cMOTJIH
MOJIYYUTh OJIUTOMEPHI, cosiepxkaiue 10 40-50 HyKIIeOTH10B.

NH,
N -N=>N
 owRry
N NN
O_E:,O 5 0 N _O‘E"O 0 N
= 8 &
3 2)
HO OH HO OH
a. N=A c. N=A
b. N=U d. N=U

Puc. 3-3 AKTI/IBI/IpOBaHHbIe MOHOMCEPBI HYKJICOTHI0B, UCIIOJIb30BAHHBIC IJIA MMOJUKOHACHCAIINU HYKIICOTUAOB
aJicopOupoBaHHbIX HA MOHTMOpWLIOHHT: (2) 5’-phosphorimidazolide of adenosine (ImpA), (b) 5°-
phosphorimidazolide of uridine (ImpU), (c) adenosine 5’-phosphoro-1-methyladenine (MeadpA), (d) uridine 5°-
phosphoro-1-methyladenine (MeadpU). U3 pabomwi [62].

Baxxao ormMeTuTh, 4TO JHIIb 0K0J10 70% HYKJICOTHUIOB B MOJIYYSHHBIX TAKUM 00pa3om
OJIMTOMEpax COUICHSIOTCS B «OMOJOTMYECKH 3HAUUMOMY coenuHenun 3°-5° (Puc. 3-4).
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Puc 3-4. Regioselectivity of the bonds formed in the 7- to 39-mers of oligo(A)s as determined by their treatment
with RNase T2 followed by APH. U3 pabomul [62].

B pab6ore [63] mokazaHo, 4TO peakius MOJUKOHICHCAIIUNA HYKJICOTHIOB, KaTaTM3UPOBaHHAS
MOHTMOPHIJIOHUTOM, MPOSIBIISIET JHAHTUOCENEKTUBHOCTh. Kak okazanoch, D- u L-asHaHTHOMEpHI
aKTI/IBI/IpOBaHHBIX HyKJ'IeOTI/I)IOB HpeI/IMYHIeCTBeHHO COCOUHAKOTCA B }II/IMepI)I C O6pa3OBaHI/IeM
nap D- D u L- L. Crenenb CeneKTUBHOCTH, BIIPOYEM, HE TaK BEJTMKA, HO BBIIIE YeM MIPH
KOHICHCAIINU N3 BOAHBIX paCTBOpOB 663 y‘-IaCTI/ISI MOHTMOpI/IJ'IJ'IOHI/ITa.

HaubGonpmmx ycrexoB B MOJUKOHEHCAIIMHA HYKJICOTHAOB noommuch [lu Maypo ¢
COTpyIHUKaMU [66]. YKa3aHHbIE aBTOPBI MOMPOCTY BBIAEP>KUBAIN BOJHBIE PACTBOPHI
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Pa3IMYHBIX HYKICOTHA0B Npu Temmepatype 40-90° C 6e3 kakux-1bo KaTaau3aTopoB U
KOHJICHCHUPYIOIIKMX areHToB. B ombiTax ¢ mukimmdeckum 3°,5°-ryanoznamonodocdarom (3°,5°-
['M®) ObuTH TIOTyYEHBI OJIMTOMEPHI JUTMHOH 10 25 HyKIeoTH0B. HanbombImii BEIXO] TAKHX
onuromepoB noJiydeH mpu 85° C u koHueHtpanuu 1 mM. OnbIThl ¢ HUKIXYeCKuM 3°,5°-
aneno3nHMoHO(pocharom (3°,5°-AM®) B TeX k€ YCIOBUAX Jalld OJUTOMEPHI, COJIEpIKAIIUe
CBBIIIE CTa HYKJICOTUIOB. Peakuus moiIuKoHIeHCAIMH PE3KO 3aMEeJIAETCS C OHUKEHUEM
temneparypsl Huke 60 ° C. Bo3aM0XHO 110 3TOM IPUUYMHE OHA U HE Ha0Ir01a1ach
npeecTBYOIMME apTopamu. Kpome Toro, peakuus okazanach cieliuGUuHOM sl yKa3aHHbBIX
JIBYX THUIIOB HYKJICOTUJIOB. B aHAJOTMYHBIX ONBITaX C HUKINYECKUMHU MOHO(pocharamu 2°,5’-
AM® ObuTH MTOTYYEHBI JTUITL HEOOJBIITUE OJUTOMEPHI, 10 TeTpaMepa. Anukindeckne AM® u
['M® B peakuuu NOJIUKOHACHCAIIMH HE BCTynaoT. B onbitax ¢ 3°,5’-YM® u 3°,5’-LIM® 6bu1n
MOJIyYEHBI TOJILKO HEOOJIbIIINE OJTUTOMEPHI, HE YAJIUHSBIIUECS C TCYCHUEM BPEMEHH.

[Moxxainyii, HanOoJee yAUBUTEIbHBIE PE3YIIbTAThl ObUIN MOTYYEHBI IPU UCCIICIOBAaHUN
docdoaurdupHbIX CBsA3EH B CHHTE3UPOBAHHBIX oyinroMmepax. Kak okaszanocs, Bce 6e3
MCKJIIOYEHUS HYKJIEOTU bl HAXOATCS B «(KAaHOHMYECKOM» cousieHeHuH 3°-5°. Emé oqHo
YIUBHUTEIHHOE 00CTOSTENHCTBO, BCEISIOIIEE OMACEHUs, COCTOUT B TOM, UTO 3TH
CHOrCIIMOATENbHBIE PE3YIbTAThl M1OYEMY-TO ObUIM JPYKHO IPOUTHOPUPOBAHBI COOOILIECTBOM
po¢eCCHOHAIIOB.

Pestomupys pe3yabTaTbl MHOTOJIETHUX TOMCKOB YCIIOBUM, 00ECIIEUNBAIOIINX CTIOHTAHHYIO
nonumepusaruio PHK u JIHK, npuxoaurcs konctaTupoBaTh, 4To (hyHIaMEHTaIbHOE
3aTpyAHEHUE, COCTOSIIEE B TEPMOANHAMHYECKON HECTaOMIbHOCTH (PochoaudpupHON CBSI3H,
MOKa MPEO0JI0JICHO HE OBLIO.

Mampuunstii cunmes ogyxuenoueunsix noaunykieomuoos (template-directed synthesis). Ilpu
cunreze JIHK u PHK meronom momyuusiiem Ha3Banue template-directed synthesis
HOJIMHYKJIEOTH/ bl IBITAIOTCS MOJYYUTh 32 CUET 00pa30BaHMsI YOTCOH-KPUKOBCKUX T1ap,
BbIIEpKUBas mampuy)y — onHouenoyeunyro JJHK wim PHK — B pactBope cooTBeTCTBYIOIIMX
KOMIIJIEMEHTAPHBIX HYKJICOTHI0B HJIM KOPOTKUX OJIMTOMEPOB IPH JOCTATOYHO HU3KOM
TeMIiepaType (CrocoOCTBYyoOMIEH 00pa30BaHUIO0 YOTCOH-KPUKOBCKUX Tap). OOpa3oBaHue
KOMIUIEMEHTapPHBIX KOMIIJIEKCOB YaCTO COMPOBOKIAETCS IMTMPOBAHUEM HYKJIEOTUOB U
OJINTOMEPOB, KOTOPOE MOXKET IPOTEKaTh Oosiee nin MeHee A3P(HEeKTUBHO ¢ 0Opa3oBaHUEM Kak 3’-
5°, Tak u 2°-5’-¢pochoanspupHbIX COeAUHEHHH.

PaboTe1 B 1aHHOM 00J1aCTH UMEIOT CBOEH LIETBIO MOUCK YCIOBUH 3((HEKTUBHOTO CHHTE3A C
PEeUMYIIECTBEHHBIM 00pa30BaHUEM COeAMHEHUH 3°-5’ 11 Kak MOXHO 6oJiee IUPOKOro
Habopa MoAsIoKeK. XOTs caMy o ce0e 3TU IKCIIEPUMEHTHI, BUITUMO, HE UMEIOT MPSMOT0
OTHOILEHUS K MTPOSICHEHUIO IPOOIEMbI IPOUCX0XKJICHUS KU3HH, HAKOTUIEHHBIA B HUX OIBIT
MCIIOJIb30BaHUsl KOHICHCUPYIOLIUX areHTOB, KaTalu3aTOPOB U IPEAKTUBAIMM HYKICOTUIO0B U
PHOOHYKIIEOTHIOB MOKET OKa3aThCs MOJIE3HBIM U B TIOMBITKAX CUHTE3a HYKJIEOTUIOB JPYTUMHU
METOJIaMH, B YaCTHOCTHU B PEaKIIMH, 00CyX1aeMoil H1XkKe, B ri1aBe 4. bombIioe KkoinyecTBo
JTAHHBIX TI0 MATPUYHOMY CHHTE3Y C HCIOJIb30BaHUEM JI€30KCU-MATPUI] U PUOO- U JI€30KCH-
cybctpatoB 66110 oyueHo 3yu [1laGapoBoii ¢ coaBTopamu [67]. MaTpuU4HBINA CHHTE3 OJUTO-
pUOOHYKIIEOTHIOB HA pUOO- U JAe30KCHPHOO-MaTpHUIlax OMKCaH Takxke B 0030pax [68, 69,70].
Huxe npuBeeHb! JIMIIb HECKOJIBKO XapaKTEPHBIX IPUMEPOB MATPUYHOTI'O CUHTE3a, KOTOPbIE
MOHAA00sTCA HaM B JalibHEHIIEM TP 00CYKACHUU MPOOIEMbl XMPAITbHOCTH.

OnHol U3 nepBbIX HAWJEHHBIX 3(PPEKTUBHBIX peruocrnenuGuIHbIX peakiui
MOJIMKOH/ICHCAIIUH OB CHHTE3 OJIUTOI'YaHHJIOBOM KUCIOThI HA MOJIULIUTO3MHOBON MaTpHIIE C
HCIIOJIb30BaHUEM MPEaKTHBUPOBAHHBIX MOHOMEPOB I'yaHO3UH-5’-hochopumuaazonuaa (VI na
Puc. 3-2, ImpG). Peaxiust o6HapyxuBaeT HEOOBIUHYIO YYBCTBUTEILHOCTh K MOHAM
JIBYXBAJICHTHBIX METAJUIOB. B npucyrcrBun Mg2+ u Pb?* 00pa3yroTcs MOYTH UCKIIFOUUTEIIHHO
COeIMHEHHs 2°-5°, B TO BpeMst KaK B IpHCYTCTBIH HoHOB Mg?* 1 Zn?* npakrnuecku Bee
HYKJICOTH]IBI COCTMHEHBI B TTOJIOXKEHUH 3°-5°. Onuromepsl UMEIOT ITUHY OT 2 110 30
HyKi1eoTHI0B. B otcyrerBue Pb? i Zn** omuromepsi He 06pasyrorcs Bosce. Eciu uemons30BaTh
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2-METWJINMHUIA30JI BMECTO UMHIA30J1a JUI akTUBHpoBaHus HykiaeotuoB (IX na Puc. 3-2; 2-
MelmpG), To 17151 TpOTEeKaHUsT PEaKuy JOCTATOYHO HOHOB Mg2+ . OtHaKo, TaKUM CIIOCOOOM
MO>KHO TOJTYYHTh JIUIIH OJIUTO-TYaHO3WH Ha MOJIUIMTO3UHE. J[J1s1 IpyruX KOMOMHAIIHIA
A30THCTHIX OCHOBAHUM peakiusi 1100 He UIIET BOBCE, JIMOO MOJIYIArOTCSl OYeHb KOPOTKHE
osromepsl [9].

Ilpoonema xupanvnocmu (the homochirality problem) u cross-inhibition phenomena.
[Tomumo Tepmoaunamuueckoi HectabmnpbHOocTH PHK 1 JIHK 1o oTHOIIEHUIO K THAPOIIU3Y, €CTh
U JIpyTue 3aTpyIHEHHs IPUHLIMIHAIBLHOTO XapaKTepa, MPEMsTCTBYIOUINE UX a0MOT€HHOMY
cunTe3y. Hanbosee u3BecTHO# M3 HUX, HECOMHEHHO, sBistercst the homochirality problem.
CymiecTBoBaHUE IBYX 3HAaHTHOMOPGHBIX (popM prbo3bl, D 1 L, U3 KOTOPBIX TOJIBKO MepBast
BCcTpeuaercs B npupoanbix motiekyiax JJHK u PHK, B oTcyTcTBUE N3BECTHBIX MEXAHU3MOB,
CHOCOOHBIX 00ECIEUUTH CTOJb BBICOKYIO YHAHTUOCEIEKTUBHOCTD, TTOPOAMIIO TPAHIMO3HOE
KOJIMUECTBO CIEKYISIIUM U JoMbICIIOB. OOCYKIEHUE UX AaBHO BBIILIO 32 PAMKU HAyYHOU
JUCKYCCHH.

Ecmu cnoBocoueranue the homochirality problem mabpats B 1:060M IOMCKOBHKE, HAIIPUMEDP
Google, Ha 3KkpaHe, IPEXk/Ie BCETO, OABATCS AECATKN TEOJIOTUIECKUX CAWTOB, TOBECTBYIOLINX
BIIOJIHE HAYKOOOpa3HO 00 3HaHTHOMOPGU3ME, U O TOMOXUPAIBHOCTH COBEPIIUBIIEICS
00oIceCcmBeHHbIM KaKUM-mo u3vsasieHvem. ECTb U TpyIbl (PU3UKOB-TEOPETHKOB, B
HAyKOOOpa3uu HEe YCTYMAIIIUX «O0KECTBEHHBIMY, BBIBOISIINX TOMOXUPATBHOCTD U3 KAKUX-TO
MaJIO OHATHIX CBOMCTB 3HTPOINU HEPABHOBECHBIX OTKPBITBIX CUCTEM, HPeO KOUMU 8 CMYWEHUU
HukHem ym uenoseyeckuii. ECTb 1 TyMaHHO-QuII0CO(CKIE TOBECTBOBAHUS O TOMOXHUPAIbHOCTH
KakK (hopMe CyIIecTBOBaHUS BCEro *KUBOro. Kak eciu Ha miiaHeTe BAPYT COTBOPHUTCS JKU3HB, TO,
cKopee Bcero B (hopMe COeIMHEHUN YTIIIePOIHBIX, U YK KOHEYHO TOMOXUPATbHBIX.

bpuranckuii xumuk Bunbsm bornep nucan mo atomy nosoay: «l spent 25 years looking for
terrestrial mechanisms for homochirality and trying to experimentally investigate them and
didn’t find any supporting evidence.» Ou nanee numiet: «Terrestrial explanations are impotent
or nonviable.» Bnpouewm, B kauecTBe anbTepHAaTHBHOTO — extraterrestrial — mexanusma bonnep
HE MMeJl B BUJy HUYEro cBepxbecrecTBeHHOro. Ctandopackuii npodeccop Obl1 yOS K IEHHBIM
[pONaraHucTOM TEOPUH, OOBSICHSIBIIEH TOMOXUPATILHOCTh U30MPATENbHBIM PA3I0KEHHEM
OpraHMYECKUX MOJIEKYJ B JIy4ax yiabTpaduonera co chepuueckoil noaspu3anueil, mpuiemnx
B HYXXHBIIl MOMEHT Ha ctaguu popmupoBanu CoinHeuyHoM CHUCTEMBI OT HEKOEH
TUIIOTETUYECKON HEUTPOHHOMW 3BE3/bI.

B 2005r. nHa yckopurene LURE B Orsay, France, 6butn BBIOTHEHBI 3KCIIEPUMEHTHI 110
HYHAHTHUOCEJIIEKTUBHOMY (POTOPA3TIOKEHHUIO KPUCTAUNIMYECKOW aMUHOKHCIIOTHI JiekinHa B Y @
Jydax ¢ KpyroBo# mossipusatueit [71]. (J[ns HyKIenHOBBIX KUCIOT JaHHbBIC TOKA OTCYTCTBYIOT. )
PeanbnocTh 3 dexra Obl1a MOATBEPIKIEHA, OJTHAKO OH OKA3aJICA HE CTOJIb 3HAYUTEIIHHBIM.
bonee Toro, mockoJbKy MOJIEKYJIBI I10 Pa3HOMY pPEarupyroT Ha pa3Hble ydacTKu Y D cIriekTpa,
CyMMapHbI# 3¢ (deKT ObL1 OJIU30K K HYJIIO.

[Tpobaema xupabHOCTH MPUOOPETa HECKOIBKO HEOKHUIAHHOE, IpAMaTHUECKOe Pa3BUTHE B
cepeanne 1980-X IT. mpu MONBITKAX SKCIEPUMEHTATBHOTO MOJICITHPOBAHUS TIpoIIecca
cnonranHoi perukanuu PHK. Hannomuum, B reopun mupa PHK npeanonaraercs, uro
nepBoHavanibHas Mosiekyiaa PHK Bo3HMKIIA CIOHTAHHO B BOAHOM PAacTBOPE HYKJIECOTUIOB.
3areM, B CHIIy KaKUX-TO IIPUYUH, OHA MMOABEPIIIACH PEIUIMKALIUN, TEM CaAMbIM 3aIlyCTUB
MEXaHU3M J1I00HOJIOrMYECKOI 3BOTIOIIH.

OueBHIHO, paCTBOP HYKJIEOTHIOB, B KOTOPOM IPOTEKAIN CUHTE3 U PEIUIMKALUSA NCXOIHON
PHK, He mor 6b1Th roMOXupanbHbIM. Eciiu IpenonoxuTk, 4To npoiecc abMOreHHon
pEIUIMKALMY IPOSBIISAET S3HAHTUOCEIIEKTUBHOCTD, TO 3TUM B IIPUHIIAIIE MOKHO IOIBITATHCS
00BsACHUTH roMoxupaabHOCTh coBpeMeHHoM PHK. Ona, Hanpumep, Moria Obl BOSHUKHYTh
BCJIEJICTBHE MHOTOKPATHOTO KOHIICHTPUPOBAHUS HUCXOIHOM CMeCH cierka o0oraméHHoi oqHuM
U3 JIByX dHaHTHOMepoB pubo3bI (T.H. chiral amplification).
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B 1984 r. rpynmnoii u3 mectu OMOXUMHUKOB OBLJIO MPEATIOKEHO HCTIOIB30BaTh MPOIECC
MarpuuHoro cuate3a PHK B kauecTBe Mojenn €€ CHIOHTaHHOW peruIMKauu, [72]. ABTOpPBI
IIONBITAJIMCH OCYIECTBUTh MaTpuuHbii cuHTe3 PHK Ha romoxupaneHyro MaTpuny B
paleMHuecKoOM pacTBOpe HYKJIEOTHA0B. Eciiu 3TOT npoliecc oKaxeTcss SHAHTHOCETCKTUBHBIM,
TO, [10JIaraJid aBTOPBI, Pa3yMHO IPEAIIOI0KUTh JHAHTHOCEIEKTUBHOCTh CIIOHTAaHHOM
permnkanuu ucxoanord PHK. HeoxxumanubiM oOpa3oM, pe3ysibTaThl 3THX SKCIICPUMEHTOB
NPUBEIH K 0OHApyKeHUIO emé oaHoH pyHIaMeHTanpHOI mpobieMsl B Teopun mupa PHK.

Cxema OIbITOB MOBTOPSUIA OMMCAHHYIO BBIIIE MOJMKOHICHCAIIUIO TYaHO3UH 5°-2-
metuaumuasona (2-MelmpG) va poly(C)-marpuily ¢ eIMHCTBEHHBIM (CYIIICCTBEHHBIM)
OTIIM4YKMeM: BMecTo D-HyKkieoTu10B Oblia B3ATa paleMudeckas cmecb D- u L-nykieotunos. B
skcriepuMenTtax L-2-MelmpG aetictBurensHo coequnsiics ¢ poly(D-C) menee oxotHo, uem D-2-
MelmpG, Ho, coequHuBIIUCH ¢ MaTpulie, L-2-MelmpG OnokupoBait nanpHeHIee YIUTHHEHUE
osiromepa. B urore onuromepsl nojydanuck He JUIMHHEE 8 HYyKIeoTu10B (mpotus 30 npu
KOHJIEHCAIlui MOHOXHpanbHOTO D-2-MelmpG). SIBiaeHue 310, MOJIy4HuBIlee HA3BaHHE
enantiomeric cross-inhibition Obw10 TakKe MPOAEMOHCTPUPOBAHO HA TIPUMEPE KOHJICHCAIINU
ImpG Ha poly(D-C)-marpuitly KaTaau3upyeMoil HOHAMH Zn*", npuaém 3P PexT ObLT BEIPAKEH
naxe Oonee oTu€rnuBo. B cury enantiomeric cross-inhibition, conrannas perukanus PHK
OKa3bIBACTCSI HEBO3MOXKHOW MPH HATHYUU 00OMX YIHAHTHUOMEPOB B PACTBOPE, T.K. KOHJICHCAIIHS
OJIHOTO U3 YHAHTHOMEPOB UHTUOUPYETCSI B IPUCYTCTBUU APYroro.

Oo0mwsacHenune sBiIeHus enantiomeric cross-inhibition 6sut0 npemnoxkeno B pabore [73],
MOSIBUBLIEHCS yepe3 TpH roja Mmociie ero ooHapyxeHus. ABTOpPbI 00paTHUIM BHUMAHUE, 4To , D-
MOHOHYKJICOTHIbI B anti KoH(OpMaIuK CTPYKTYPHO TOMOJIOTHYHBI L-MOHOHYKJICOTHIaM B SYN
KOH(OPMALIUH, U 3TO JIOJHKHO MPUBOJUTH K 00Pa30BaHUIO KOMITJIEMEHTAPHBIX Map aHAIOTUYHBIX
YOTCOH-KpUKOBCkHUM, Puc. 3-5. Bnocnencreuu Jlxoiic [40] Ha3pIBa 3TO SBICHUE «IMKOBUHHBIM
BBIKPYTAacOM XMMHUH HYKJIICOTHI0BY (@ Strange twist of nucleotide chemistry). Astopsi [73]
1oJ1ararot, 4to L-ryano3un BcrpauBaercs B poly(D-C) ¢ o6pa3zoBaHueM KOMITJIEMEHTAPHOM
napsl. BerpanBanue L-HykiieoTuaa npenarcTByeT HopMalbHOMY cKpyunBanuio PHK B
JBOMHYIO CIIUPAIib, a 3TO OJOKHPYET JabHEHITYI0 KOHIEHCAIIHIO.
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L-anti L-anti L-5yn

Puc 3-5. O6bscHenue enantiomeric cross-inhibition npeonosicennoe asmopamu [13]: D-MoHOHYKIICOTH B! B anti
KOH(MOpMAIHK CTPYKTYPHO TOMOJIOTHYHBI L-MOHOHYKJIe0THAaM B SYN KoHbopmanuu. Beepxy: three successive
guanosine-cytosine pairs of the A-form of RNA projected onto a plane perpendicular to the diad axis. The middle
guanosine residue is enclosed in a dotted box. Atom coordinates are based on the crystal structure of A-RNA, [80].
Bnusy: the close structural homology between D-anti and L-syn guanosine mononucleotides when bound to a
complementary template. The D-anti form corresponds to the middle guanosine residue shown above. Imagine
reflecting this in a mirror to produce the L-anti form, which is rotated about its long axis to orient the base for
complementary pairing and finally rotated about the glycosidic bond to produce the L-syn form. 73 o630pa [40].

OoOHapysxenue siBIeHus enantiomeric cross-inhibition u ero mocneayroriee o0Cyx1eHUE
uMeno 00JIbIION pe30HaHC, Kak B HAYYHOU Cpeie, Tak U 3a e€ npenenaMu. boiasmuHcTBO
3aHATBIX B 9TOH 00JIaCTH OMOXWMHUKOB, Pa3yBEPHUBIIUCH B CAMON BO3MOXKHOCTH
camonpou3BosibHOro Bo3HUKHOBeHUs: PHK B npupose, 3ansimch Au3aifHOM U CHHTE30M JPYTuX,
0oJiee MPOCTHIX TeTEPOIIOIMMEPOB, KaK OHU ToJararoT, npeamectsoBapmux PHK Ha 6omee
pPaHHUX CTaAUAX JOOHOIOTHYecKoi 3Bomonnn. O0 3TUX UCCIENOBaHMIX e MOMIET peub
HIKe. «bokecTBEeHHBIEC» OJIOTepbl KOMMEHTHUPYIOT 00CYyK1aeMble 3/1ech paboThI [72,73] kak
«Kpax HeoJapBUHU3Ma» (OHHU, OKA3bIBAETCS, CIACIAT 3a MyOIMKAIUIMU B pedepupyemMbIx
n3nannsx). OauH aMepUKaHCKUI MUKPOOUOJIOT yKa3bIBaeT B CBOEM caiiTe Ha paboTy [72] kak Ha
NEPBONPUYNHY «ITOOYAMBIIYIO €0 MEPEHTH U3 aTEUCTOB B ICUCTHI».

B nocnenoBaBmix myoiukaiusx ¢pernomer enantiomeric cross-inhibition B riesom ObL1
NOATBEPXK/IEH, HO U ObUIM BHECEHBI KOppeKTHBBL. Hanbonee nmonHas kapTuHa BHIPUCOBBIBACTCS
U3 JIAHHBIX MPEJCTABICHHBIX B [74]. ABTOpBI 3TOI pabOTHI OCYIIECTBISUTN OJIMTOMepu3aluio D-,
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L- 1 parieMruecKoro ryaHo3uH-5’-(pochpo-2-MeTIMMHIa30J1a Ha MAaTPHUIIBI JUTMHOM B JIeCATh
HYKJIEOTUIOB cocTosmue u3 D- u L-ge3okcuuuruaunnara.

B oHO# cepur sKCriepuMeHTOB aBTOPHI BhiepkuBamu onuromepbl d(C,,) (ucmosnb3yembie B
KauyecTBe MaTpHIlbl) B pactBopax D-2-MelmpG, L-2-MelmpG u B 3KBUMOJIAPHON CMECH
D-2-MelmpG ¢ L-2-MelmpG . Pe3ynbraThl BIIOJIHE COOTBETCTBOBAIN OMIMCAHHBIM BBIIIE

JIaHHBIM pa0oThI [72].

OnHako KapTUHA U3MEHWIACH, KOTJIa, B IPYTOM CEPUU OIBITOB, aBTOPHI UCIIOJIb30BAIH
reTepoXrpalibHbIe OJIMTOHYKJICOTH bl B KAUYECTBE MATPUIIBI (B IPEIIIECTBOBABIINX UM paboTax
MCII0JIb30BaHbI ObUIH TOJBKO D-mMatpuiibl). OKa3anock, 4TO €CJIM 3aMEHUTh OJWH WIH JIBA

npumbikaromux dC unykieoruna B cepenune marpuisl d(C,) va L-dC, To onuromepusarms

D-2-MelmpG ocymecTBiasieTcs 1Mo BCEH JTTMHE MATPHIIBI, XOTS M C HEBBICOKHM BBIXOIOM.

[Tomemenue TpEX MPUMBIKAIOMIUX L- HYKJICOTHIOB B CEPEMHE MATPUIIBI OJIOKUPYET
onuromepuszanuio. [Ipy ncnoap30BaHUM MaTPULbI U3 Yepeayromuxcs D-u L- HyKIeoTH10B
OJINTOMEPU3ALIUN TOKE HE MPOUCXOIUT. ABTOPBI IPUILLIN K BBIBOAY, YTO BCTPAWBAHUE
otaenbHbIX L-HykieornaoB B JIHK wiu PHK, cocTosuryro npenmyiecTBeHHo U3 D-
HYKJICOTHU/I0B, TPUHUMUITNAIBHBIX 3aTPYAHEHUH 1JIs1 CIIOHTAHHOM pEITMKALMU HE CO3Aa€T.

[ToaBoxs utor, B cBeTe AaHHBIX paOOTHI [74] siBienue enantiomeric cross-inhibition ue
CO31a€T NPUHIMIHUAIBHBIX 3aTpyIHEHUN 1 cnoHTanHoU perunkauuu PHK, xorna n marpuna,
U PacTBOP CYLIECTBEHHO 00OrallleHbl OTHUM U3 0IUroMepoB. OHAKO MEXaHU3M,
oOecrneunBaroIINii BOSHUKHOBEHHE TaKUX cMecel, moka He HaiiieH. Tem cambim cunTe3 PHK u3
cMecel, coiepKaIux 00e SHAHTHOMEPHBIE (POPMBI HYKJICOTHUIOB B 3HAUUTEIbHBIX KOJIMYECTBAX,
MIPEACTABIISIETCS KpailHe 3aTpyIHUTEIbHBIM. OTMETUM, BCE 3TH BbIBOJIBI UMEIOT CMBICI JIUIIb B
MPEIITOJIOKEHHH, YTO MPOIIECC, MMEHYEMbIM MAaTPUYHBIM CHHTE30M, MOYKET OBITh HCITOJIb30BAH B
KaueCcTBE MOJIEJH MPoLecca CHOHTaHHOU pernkauuu pogoHadanbHoid PHK. Tem cambim,
o0cy»X1aeMbIe 3aTPyIHEHHSI, CBA3aHHBIC ¢ enantiomeric cross-inhibition, muis moka3pIBaiOT,
YTO MAaTPUYHBIA CUHTE3 HE MOJEIUPYET MHTEPECYIOIIETro HacC Impouecca.

B camom nene, npaBuibHas permkanusa PHK npennonaraer coequnenne
dbochoaudGUPHBIME CBSI3SIMU JIHILB TEX HYKJICOTHA0B, KOTOpbIe 00pa3oBalid yOTCOH-
KPHKOBCKHE Mapbl C HYKJIEOTHUIaMH MaTpuUllbl. Bce ocTanmbHbIe BO3MOYKHBIE MTAPBI HYKJICOTHUIOB
0TOpaKoBBIBaIOTCS. VCrob30BaHNEe MAaTPUYHOTO CHHTE3a B KAYECTBE MOJENIN CIOHTaHHOM
peruukaru PHK npennonaraet, uto npuHIMI OTOPAKOBKH gceyeio ONPEAEseTcsl TOMOJIOTHuel
BOJIOPOJIHBIN CBS3EM B YOTCOH-KPUKOBCKHUX Iapax, U OTCYTCTBUEM TaKOBOM BO BCEX OCTAJIBHBIX
napax HyKJIeoTu10B. HEeBO3MOKHOCTh OCYIIECTBICHUS MATPUYHOTO CUHTE3a U3 PALIEMUYECKUX
cMecel HYKJIEOTHIOB 03HAa4aeT MO3TOMY, UTO Npu cnioHTaHHoM pernkanuu PHK B npupoge, B
JIOTIOJTHEHHE K TOMOJIOTHH BOJIOPOJIHBIX CBsI3€H, JEMCTBOBAI KAKOW-TO €I€ MEXaHU3M 0TOO0paA.
VYcnemnas teopus [Ipoucxoxaenus o0si3aHa TaKOH MEXaHU3M MPEAbSIBUTb.

Mexanu3sm sienenusn enantiomeric cross-inhibition. Ipeanoxennoe B padote [73] oObsicHeHue,
COIIACHO KOTOPOMY 00CYK/1a€MO€ SIBJIEHUE €CTh PE3yJIbTaT BCTPaUBaHuUs L- HyKJI€OTHIOB B
JBOWHYIO CIIUpab ¢ 00pa30BaHHEM T'OMOJIOIMYHBIX Map, aHAJIOTHYHBIX YOTCOH-KPUKOBCKHM, B
KOTOPBIX L-MOHOHYKJICOTH B! B SYN KOH(POPMAIMK TOMOJIOTHYHBI D-MOHOHYKIeoTHaM B anti
KOH(OPMaLIUH, BOCIIPOU3BEIEHHOE B PsiZie COBPEMEHHBIX 0030pOB, B ACUCTBUTEIHLHOCTH
ABIIIETCS CyTry00 YMO3pUTEIbHBIM. B TO e BpeMs B TUTepaType UMEIOTCS] He3aBUCUMBIE
HKCIIEpUMEHTANIbHBIE JAHHBIE O CTPOCHUH TeTepoxupaibHbIX AByxuenoyeunbix JHK/JIHK- u
JIHK/PHK- onuromepoB, HaKOIJIEHHbIE B IPOIIECCE TOMCKOB HOBBIX METO/IOB TEPANIUU OMACHBIX
3a0oJeBaHMi, OCHOBaHHBIX Ha criocoOHocTH JIHK n3buparenbHO CBSI3bIBATHCS €
xomruiementapubsiMu eif PHK u JTHK (1.H. antisense therapy). B aTux uccienoBaHusX OJMH HIH
HECKOJIbKO HYKJICOTUIOB B ABYXIIEMOYEUHBIX D-onmuromepax 3aMeHsSIFOTCSI COOTBETCTBYIOIIUMHU
L->HanTHOMepamMu (¢ TeM, 4TOOBI MOBBICUTH YCTOMUYMBOCTh MOJIEKYJIBI K IEHCTBUIO HYKJIEA3).

I'erepoxupanpHble MOJMHYKJIEOTH/IBI BO BCEX TAKUX UCCIIETOBAHUAX MTOJIyYaOT 110 OAHOM
CXeMe: CHayajla CHHTE3UPYIOT JIBa KOMIIJIEMEHTAPHBIX OJIHOLIETIOYEYHBIX OJUTOMEPA, 3aTEM
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OJIMTOMEPBI CIIApUBAIOT, CMEIINBAsi SKBUBAJIEHTHBIE UX KOJIMYECTBA B BOJHOM pacTBOpE MpHU
JIOCTaTOYHO HU3KOM TeMrieparype. B mpocreimmx ciiyyasix, Korjaa ojJHa U3 enoueK
npezcTasisier coboi D-onmuromep, a Ipyras — KOMIJIEMEHTapHBIN €il L - onuromep, 06
00pa30BaHUM BOJAOPOAHBIX CBs3€ll (YOTCOH-KPUKOBCKUX I1ap) MOXKHO CYAUTh 10 TOMY, UIMEET JIU
MecTO criapuBaHue. B 6osee ClI0KHBIX 9KCIIEPUMEHTaX, KOrjaa 00e KOMIUIEMEHTapHbIE EOYKH
cozepkar L -u D-HyKJICOTHABI, IOIYYEHHbIE IPOAYKTHI HCCIAENYIOT MeTogamu Y @-
nenarypanuu (UV melting), ciektpockonuu kpyrosoro auxpousma (CD spectroscopy), AMP,
refp-31ekTpodopesa. B oTaenbHbIX Hccie0BaHusgX BBIBOBI O CTPYKTYpE CBsI3eH
MOJTBEPKICHBI U30MPATEIHHBIM Pa3I0KEHUEM MPOIYKTOB MO AeicTBUEM psiaa pepmenTtos. K
HACTOSIIEMY BPEMEHH UMEIOTCs JIUIIb 1Ba uccienosanus, [79] u [80], B koTophix MeTomamu

SIMP HaiéKHO YCTaHOBIEHO 00pa30BaHKe BOJOPOHBIX cBszei B mapax d(A/T, ) wmm

d(G,/C). B apyrux paboTax BHIBOJ O HAJTMYMHU TAKHX CBA3EH JETAETCS M0 aHAJIOTUH, Ha
OCHOBaHHMH CXOJICTBA KPUBBIX Y D-/IeHATYpAIUH, U CIIEKTPOCKOIUH KPYrOBOTO JUXPOU3MA.
Umeercs onna myoGnukanus, [81], B KOTOPOH, BBUIY OTCYTCTBHS TAKOTO CXOJICTBA, JEIAETCS
BBIBOZI 00 oTCyTcTBHM romonorun B mape d(A /T).

IIpu CoeMHEHNHE TOMOXUPATIBHBIX EMOYEK OOHAPYKUIOCh, YTO OIMTOMEDPBI «OTIHMYAKOT
JIHK ot PHK. Tak, romoxupaibHbiii rekcamep L - ne3okcoanenosuna, L-(dA),, casbiBaercs ¢

poly(U), no ue caseiBactes ¢ poly(A), poly(G), poly(C) wmu poly(dT), [75]. Anamorunuasiv
obpaszom, L-(U),, u L-(dU),, ceassiBatorcst ¢ poly(A) u ue ceasbiatotest ¢ poly(dA), [76].

3aKOHOMEPHOCTH 3Ta OTUETIIMBO IPOCMATPUBAETCS JIMIIB JJI OJIMTOMEPOB, COCTOSIINX U3
HyKJIeoTu10B ofHoro tumna. Ecnu L - JIHK onuromep coneput Bce yeTblpe HYyKICOTHAA, TO
ruOpHIU3aIiK He IPOUCXOAUT HH ¢ KoMmIiemeHnTapHoii emy JIHK — Hu ¢ koMIuieMeHTapHO#
PHK, Oyzap TO B mapasuiesibHOM OpUEHTALIMK UM B aHTHIIAPAIUICIIBHOM, [77].
I'uGpuau3anms, Kak IpaBuiIo, UMEET MECTO, €CITH B3STh JBA KOMIUIEMEHTApHBIX D-
OJIUTOMEpa U B OJJTHOM M3 HUX IIOMEHSATh OJMH WIH JBa MIPUMBIKAIOIIMX HYKJIEOTH A Ha
COOTBETCTBYMONIMI L - 3HanTHOMep. Hampumep, B pabote [78] ObLI1O MOKa3aHO, YTO
romoxupanshbie D- THK renramep 5'-d(CGTACGC)-3' u D-PHK renramep

5-(CGUACGC)-3', kaxnpiii, cesi3biBaercs kak ¢ 5-0(GCGT ACG)-3', tak u ¢
5-(GCGU,ACG)-3'". AnanornunsiM o6pasom B pabore [79] 61 monyuen JJHK-onuromep

d(GCGT,GCG)/d(CGCACGC). B pa6ore [80] komruiemenTapHbiii cede camomy JTHK-

nonekamep 5'-d(CGCGAATTCGCG)-3' ycnemHo CBI3bIBAJICS CO CIEAYIOIMUMH TISTHIO
reTepOXHPALHBIMU KOMHUSIMHU CaMOoro ceOs (B KaXKI0i U3 KON OJUH D- HyKJICOTH]] 3aMEHEH

Ha ananornunsii L- nykineorun): 5'-d(CGC GAATTCGCG)-3', 5'-d(CGCG, AATTCGCG)-3,
5-d(CGCGA ATTCGCG)-3', 5-d(CGCGAATTC, GCG)-3' u 5-d(CGCGAATTCG, CG)-3.
B nureparype BcTpeuaroTcst yoMiUHaHUS U 00Jiee CI0KHBIX SKCIIEPUMEHTOB, B KOTOPBIX
XUPATBHOCTh MEHSUIM HE TOJIBKO B OJJTHOM, HO U B JIBYX WJIM TPEX MPUMBIKAIOUINX HYKJIEOTHIAaX

onHoi nenu JIHK. Bricka3piBaloch MHEHHE, YTO CMEHA XHUPAJIbHOCTU B OJTHOM HJIU JIBYX
MPUMBIKAIOIIUX HYKJIEOTHIaX HE IPUBOJUT K CYIIECTBEHHBIM UCKaKEHUSM JBOMHOMN CIIMpaH,
OJIHAaKO 3aM€Ha TPEX CIEAYIOUINX MOAPSAA HYKIEOTHOB Ha COOTBETCTBYIOIINE L- 3HaHTHOMEpHI
COTIPOBOKAAETCS Pa3pbIBOM BOJIOPOIHBIX CBS3€H B YOTCOH-KPUKOBCKHUX Mapax. B oOmiem cioyuyae
TaKOW 3aKOHOMEPHOCTH, CKOpee Bcero, HeT. ABTopsI [81], HanprMep, PHUIIUTK K BEIBOAY, YTO B
HekoTophIx oiuromepax D-JIHK 3amena naxe omHoro Hykiieotua Ha ero L-aHaior (B
JTaHHOM citydae 370 Obita mapa d(A/T) ) compoBoXkIaeTcst pa3pbIBOM BOJOPOIHBIX CBS3CH.

B niennom crnocoOHOCTh TeTepoXUpaIbHOM Mapbl HYKIEOTHIOB K 00pa30BaHUIO YOTCOH-
KPUKOBCKOH Tapbl OIPEENIeTCs He TOJIbKO COCTAaBOM CaMOM Maphbl, HO U €€ OKpY>KEHUEM B
nBOMHOM cripany. Hanpumep, aBropsl [81] mpuiuim k 3aKiIF0YeHHUIO, YTO KaXKIbIH U3 IBYX

rerepoxupaibHbix ouromepos 5'-0(CGGCA AGCGC)-3' u 5'-d(CGGCAA GCGC)-3
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CBSI3BIBACTCS ¢ KOMILIeMeHTapHbIM (uM 060uM) ouromepom 3'-d(GCGCTTGCCG)-5 ¢
o6pazoBanueM TuMuHON crmpanu B-JJHK, Ho Bogoponusix cesseii B mapax d(A, /T) nu B

TOM, HU B JIPYrOM ciiyyae He BO3HHKaeT. [I0CKoIbKY CyIIeCTBOBaHHE OJIUTOMEPOB C
romostoruunbivu iapamu A(A/T, ) 6b110 N0Ka3aHO paHee, aBTOPHI JIENAKOT BHIBOI, YTO

rerepoxupanbas napa d(A, /T), Oyayuu BcTaBieHa B roMOXHPalbHBINA D-onuromep,

oTIMYaeTCs 110 cBouM cBolicTBam ot mapbl d(A/T ), sBsromeiics €€ 3epKanbHbIM

OTPaKEHUEM.
B tex ciyuasix, Kkorja nmpu BCTpauBaHUU FETEPOXUPATILHOM Napbl B JBOMHYIO LIEIOUKY
00pa3zoBaHue BOJOPOJIHBIX CBSI3€M UMEET MECTO, T€TEPOXUPATIbHBIE MTapbl OKA3bIBAIOTCS MEHEE
CTaOUIIBHBIMU, YEM WX TOMOXHpasbHble aHaIoru. CorjacHO JaHHBIM, ITOJYYE€HHBIM B
skcnepuMeHTax 1no Y® neHarypanunu, 3aMeHa XUpaJlbHOCTU OJHOTO U3 HYKJIEOTUIOB B JIBOMHBIX

CIUpaIsX TIOHWKACT TeMIlepaTypy aeHarypaimu ( T,,) Ha Heckonbko rpaaycos st JJHK-
osmmromepoB u Ha 10-15 rpamycos miis onuromepoB PHK, [78-82]. ([lanHbIe pa3HBIX aBTOPOB
aust JJHK cunbHo pasusites, Ho AT mukorga ve mpesbimiaet 10° C). Tem cambim,

reTePOXUPATBHOCTD IeCTAOMIM3UPYET CTPYKTYPY JIBOWHOM CIUpau, HO He3HAYUTEIbHO. Jlist
CpaBHEHUSI, IPU CTUHUYIHBIX HAPYIICHUSIX NPUHIMIIA KOMIIEMEHTAPHOCTH YOTCOH-KPUKOBCKUX
nap (t.H. mismaches) B nByxuenoueunsix onuromepax JJHK, remneparypa neHarypamuu
noHmxaercs bonee yem Ha 20°C, [83].

Pa3yMHO npennonoKuTh, YT0 HEKOTOpast 1eCTaOMITU3aLusl, IPHBHOCHMAsI
reTePOXUHUPATLHBIMUA YOTCOH-KPUKOBCKMMHU MapaMH U ObliIa IPUYUHOM SIBJICHUS, HA3BAHHOTO
enantiomeric cross-inhibition, B koTopom, HamOMHUM, BCTpanBaHue L- HyKI€0oTHaa
onokupoBasio Mmarpuunblii cuate3 D-PHK, [73,72,74]. B no0oMm ciydae, MeXaHH3M,
HPeIUIOKECHHbIH aBTopaMu [73] 1ist ero 0OBsICHEHHS ClleIyeT NPU3HATh OIIHMOOYHBIM.

Hanomuum, aBropsl [73] o0bsicHsm €nantiomeric cross-inhibition kak pesynbrart
BCTpauBaHUsl L- HYKJICOTHIOB B JABOWHYIO CIIHPajb ¢ 00pa30BaHHEM FOMOJIOTMYHBIX Hap,
AQHAJIOTUYHBIX YOTCOH-KPHKOBCKUM, B KOTOPBIX L-MOHOHYKJICOTHIBI B SYN KOH(OpMaruu
rOMOJIOTHYHBI D-MOHOHYKIICOTH/IBI B aNnti koH(popMmanuu. Takue napbl, moyiaraii aBTopbl,
JIOJDKHBI MPETISATCTBOBATH CKPYYHBAHHIO OJTUTOMEpPa B IBOWHYIO CIUpaib. JeTaibpHbie
CTIEKTPOCKOITMYECKHE MCCIIEA0BaHMs TIOKA3aJd, YTO B AEHCTBUTENLHOCTH BCTpauBaHue L-
HYKJICOTUIOB HUKO20d HE TIPETSATCTBYET 00Pa30BaHHIO TBOMHBIX CIIUpPAJICH: reTepOXUupaibHbIC
JHK/IHK kommuiekcel umerot ctpyktypy B-ZIHK, a PHK/IHK n PHK/PHK xommiekcs
Omu3Ku o cTpykrype k A-JIHK, [75-81].

Low anti

Puc 3-6. Structures of L-deoxyguanosine 5’-monophosphate with the anti (y = 135°+£30°, left) and low anti
(x = 180°+30°, right) glycosyl conformations. y is defined by a torsion angle of C4-N9- CI’-04’.
U3 pabomwr [80].

[Ipennonoxenue aBTopoB [73] 0 HEOOBIYHOM FOMOJIOTHH MEXy L- 1 D- MOHOHYKJICOTHAAMU
(cM. Puc. 3-5) Toxxe oka3piBaeTcst ommO0YHBIM. JleTanbHbIi aHamm3 ciiekTpoB IMP (Ha sapax
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'H ) nokasau, 4ro BctpauBanue L- nykineotuna B D- JIHK npuBoaut k 06pa3oBaHmo
KIIACCHYECKON YOTCOH-KPUKOBCKOM mapsbl, 6yab To st mapel d(A/T, ) wm d(G, /C), [79, 80].
B 06enx mapax L- HykieoTu oOHapyxeH B anti-koupopmaruu ¢ yriom y ~180°, Puc. 3-6.
(Yron y ompenessieTcsi Kak yroy IOBOPOTa BOKPYT TIIMKO3UIHOM CBS3H; 3TO YrOJ
C,-N,—C/-O, mns mypurossix Hykineotunos u yroi C,-N, —C/-O, w1 nupuMuInHOBBIX ).
Urata ¢ coaBTopamu, [80], Ha3biBatoT 3Ty HeoObIYHYIO KoHpopMarmto low anti glicosil
conformation. ABrops! mosarator, anti-kougopmanus L-nykieorua ¢ yriaom y ~180°
BO3HHUKAET BCIIC/ICTBUEC HEOOXOAMMOCTH YICPKHUBATH HA MAKCUMAIBHOM YIAJICHUN aTOMbI
kucnopona O, coceHUX HYKIICOTHIOB LEMIOYKHU TAK, YTOOBI IPH TOM COXPAHSIIACH TOMOJIOTUSI
A30THCTBIX OCHOBAHUH B YOTCOH-KPUKOBCKOH nape. Cxema ydacTka JBOMHON criupai,
coziepKaIiero yorcon-kpukoscekyto napy d(G, /C), nokaszannas na Puc. 3-7 (mocTpoeHHOM

aBTOpaMU Ha OCHOBaHWH JaHHBIX SIMP), naér HarisiiHOe mpeacTaBieHue 00 3TOi
KOH(purypamum.

Puc 3-7. ®parment aBoitaoi criupanu JJHK ¢ retepoxupanbHON yOTCOH-KPUKOBCKOH mapoit d( G L / C) .

(Model structure of L-4. Protons and the residues other than C3, L-G4, A5 are omitted for clarity. The
04’ atoms of the C3, L-G4, A5 residues are highlighted with a red sphere.) U3 pabomw: [80].

Bo Bcex mybnukanusax, o0Cyx 1EHHBIX Bbllle, rerepoxupanbablie onuromeps! JJHK u PHK
COJIEpIKAaJIU TeTepOXHUPaIbHBIC YOTCOH-KPUKOBCKHE mapel. B padotax [84,85] uccnenosan emé
OJVH THII reTepoxupaibHbIX oauromepoB JIHK — rerepoxupaiibHbie ciupaiu, COCTOSIINE
M3 TOMOXHPAJIBHBIX ITap HYKJICOTHIOB, Takue Kak d(C™GCGC, G, CGCG), (3aech CUMBOJIOM

™G 0603HAUECH 8-METHIITYaHHH). YKa3aHHEIMH aBTOPAMH OBLIH CHHTE3MPOBAHHBIE MOJIEKYJIBI
JIHK, cocrosiue u3 610Kk08 L-Hykneorunos d (C,_G,_ / G LCL), OKalMJIEHHBIX C (pIIaHTOB

TOMOXHpPATbHBIMU OJI0OKaMU, cocTosuMu u3 D-nHykieotnnoB. Takue MONTEKyIbl OKa3aduCh
BIIOJIHE CTaOUIIbHBL. TemnepaTypa JieHaTypaluu JIMIIb Ha 5 TpalycoB HUXKE TaKOBOH B
COOTBETCTBYIOIIUX TOMOXUPATBHBIX oJuromepax. [Ipu aToM nomyyaembie JBOMHBIE CIIUPATH
0OHapYXHBAIOT OOJIBIIIOE pa3HOOOpa3ue CTPYKTYP. YKa3aHHBIN BBIIIE OJIUTOMED, HAIIPUMED, B
pacTBOpe UMEET CTPYKTYPY JIEBO3aKPy4EHHOH cnupanu Z,-B-Z,, rae Z 0003Ha4aeT yOTCOH-
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KPUKOBCKYIO TIapy co cTpykrypoit Z-JIHK, a cumBosiom B* 03HaueHO 3epKallbHOE OTpaKEHUE
YOTCOH-KPUKOBCKOM mapsl co crpykrypoit B- JIHK. (Hamomuamnm, B HOpMe, TPy KCTIOJIL30BaHUH
Tonbko D-nykneorunos, Z-JIHK sBisiercs neBozakpyuennoit, a B- JIHK — nmpaBo3akpydeHHoiA. )
Cxonneiii omuromep d("CG"CGC, G, "CG"CG), mpu tex xe ycnosusax (0.1 M NaCl,

cumBosioM "'C 0003HAUEH 5-METHJI [IUTO3UH) CBOPAYMBAETCS B IPABO3aKPYUYEHHYIO Criupaib B-
JHK.

[TogBoast utor, BXOKAECHUE HYKJIEOTUIOB Pa3HON XUPATbHOCTH B OJIHY JIBYXLEIOYEUHYIO
monekyiy JJHK win PHK npuBoauT K HEKOTOPO# AecTa0MIn3aium, HO B IIEJIOM HE CO3/IaET
KaKuXx-1100 pyHIaMEeHTaIbHBIX IPo0JieM, IelaouX 00pa30BaHUE TAKOH MOJIEKYJIbI
IIPUHIUIINAIBHO HEOCYILECTBUMBIM. TPYIHOCTH € ITOJIy4YEHUEM T'€TEPOXHUPATIBbHBIX MOJIEKYJI B
npolieccax MaTPHYHOIO CHHTE3a (SIBJICHHUE, OTyYHBIlIee Ha3BaHUe enantiomeric cross-
inhibition) cBuaeTENBCTBYIOT JINIIIL, YTO MATPUYHBIA CHHTE3 HE MOXKET OBITh MOJICIBIO IIpOLIecca
a0MOTreHHOH PeITMKAUH MOJIUHYKICOTHI0B. IHaue roBopsi, rOMOJIOTUH BOJIOPOAHBIX CBSI3EH B
YOTCOH-KPHUKOBCKHX I1apax camMoi 10 cede He JOCTATOYHO JUIsl YCIEIHOI0 OCYIECTBICHUS
pernkauuu. TeM cambim, Teopust [IporcxoxaeHus 10mKHA NPEbIBUTD IPUHLIHIL,
JIEUCTBYIOIIMNA HAPSy C TOMOJIOTHEH YOTCOH-KPUKOBCKHX Tap, 00ECIIEYNBAIONINNA CUHTE3 U
PEIUIMKALIUIO TIOJMHYKJICOTH/IOB U3 PAlEMUUYECKUX CMECEU HYKJICOTHI0B.

Komounamopnutit é3puie. V13 Bcex NMpensTCTBUMA, C KOTOPHIMU CTAJIKUBAIOTCSI OMOXUMUKH B
HOIBITKAX OCYIIECTBUTh A0MOT€HHbIE CHHTE3 U PEIUIMKALUIO OJUHYKIEOTHI0B, Hanbosee
CJIOKHBIM IIPU3HAETCA 3aTPyIHEHUE, IPOUCTEKAIOIIEE OT CIOCOOHOCTU HYKJIEOTHU I0B
COEIMHATHCSA MHOT'MMU Pa3HbIMU CIIOCO0AMH MEX]ly cOOOM. 3aTpyAHEHUE 3TO ycyryossercs
emé 6oJiee BBUAY MPUCYTCTBHA B MIPOAYKTaX PEAKIIUH, IPH BCEX MBICIMMBIX MyTAX aOMOT€HHOTO
CHHTE3a HYKJICOTHI0B, 0OJIBIIOT0 KOJIMYECTBA IOCTOPOHHUX HYKJICOTUIONOJO0OHBIX MOJIEKY!II,
[9,15,40]. BHe 3aBUCMMOCTH OT METO/Ia MOJIyYCHHUsI pUO03, HAIPUMED, B MIPOJTYKTAX PCAKIIUH B
0O0JIBIINX KOJIMYECTBAX AOJKHBI IPUCYTCTBOBATh Pa3IMUHbIE TETPO3bl, IEHTO3bl U T€KCO3BI.
Hewns6exHo Taxxke 00pa3oBaHUE CI0XHON CMECH MOHO- U TTOJU(ochaToB HA CTAAUN
dochopunupoBanus. Ha craguy noJuMKoHeHCAMN aKTUBUPOBAHHBIX HYKJICOTHIOB
npou3BeIEHHOE (haHTACTUUYECKOE pa3HOOOpa3ue MOJOOHBIX HYKJICOTHIAM MOJIEKYJT HAUMHAIOT
COEIMHATHCS B CAMBIX Pa3HBIX cousieHeHus1X. OcTaéTcst HesCHBIM, Kak nepBo3aanHas PHK
Morja Obl BOSHUKHYTh U3 3TOTO Xa0ca, HE UMes «B YCIYXEHUN» HU (EepPMEHTOB (HIIn
prO03MMOB) — HM XMMUKOB-TIpoeccruonanos. [Ipuuém Bce HyKJICOTU B! TOJIKHBI ObITH
npejncTaBieHbl D-sHaHTHOMEpamu, Bce JOKHBI ObITh B-aHOMEpaMH U, YTO OCOOEHHO
YIUBUTENBHO, BCE TOJDKHBI OBITh OPUEHTHUPOBAHbI B OJHOM HampaBieHuu 3°—5’ 0e3 HHBEpCUU
(T.e. 6€3 cMeHBI OpHeHTaIMK Ha 5°—3’ ¢ oOpa3oBanneM cowieHeHud 3°-3” wim 5°-5°, cM.
HIDKE). YKa3aHHbIE TPYJHOCTH YCYT'YOJSOTCs emlé B O0JbIeii cTeneH! MpU CIIOHTaHHOM
pemmkannu PHK.

IToMHrMO yOTCOH-KPUKOBCKHUX Iap U3BeCTHO Oosiee 20-TH OTHOCUTENBHO YCTOWYMBBIX Hap
HYKJI€OTU0B, (Puc 4-4), HEeKOTOpBIE U3 KOTOPBIX OKAa3bIBAIOTCS TEPMOJIMHAMUYCCKH YCTOWYHNBEE
YOTCOH-KPHUKOBCKHUX. Y CTOIUMBBIE aphl ¢ (CTaHIAPTHBIMU) HYKJIEOTHIaMH 00pa3yloT U MHOTHE
MO (PUIIPOBAHHBIE HYKJICOTH b, HAIPUMED O-AHOMEPHI.

HO. H o

a-anomer f-anomer

Puc 3-8. Kondurypaius riimKo3uIHOM CBS3H B - U [J-aHOMEpax HYKJICO3HI0B.

I'muko3uHas cBSA3b B HYKJIEOTUAAX MOKET UMETh OAHY U3 ABYX KOHQUTypauui — o uin f3,
Puc. 3-8. Cpeau npupoJHbIX HYKJICOTHAO0B U HYKJICO3UI10B OOHAPYKUBAIOTCS TOJIBKO [3-
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anoMepbl. CHHTE3UpOBaHHbIE 0-aHOMEPBI OOHAPYKUBAIOT CIIOCOOHOCTH 00Pa30BHIBATH
TFOMOJIOTHYHBIE IIAphl KaK ¢ IPUPOAHBIMU J-aHOMEpPaMHU, TaK U ¢ CHHTETUYECKHMHU O.-aHOMEpaUM,
[537]. Cneun¢pudHOCTh TOMOJIOTUH YOTCOH-KPHUKOBCKUX T1ap MIPU 3TOM COXPAHSAETCs, HO O-f3
napbl UMEIOT NapauIeIbHYI0 OPUEHTALINIO, @ MTaphl 0-0. OPUEHTHPOBAHBI AaHTUIAPAIIIEIIBHO,
no00HO - YOTCOH-KPUKOBCKUM IapaM MPUPOJHBIX HYKJICOTHAOB. bpuin momy4yeHbl
OJIUTOMEPHI AByXIenoueuHbx nmonuuykiaecotuaoB JJHK B hopme a-p u B-B, [537], a Taxke
CMEIIIaHHBIC BYXIICTIOUYCYHbBIC OJIMTOMEPBI, COJepIKAIIUe aphl o-fB Hapsay ¢ B-B, [671,672].
3amMeHa 0IHOr0 -HyKJI€OTH/1a Ha €ro 0-aHOMEP COIIPOBOXKIAETCS MHBEPCHEH OPUEHTALIH
dochomurdupHoit csazu. Takue mapsl JOHKHBI ObUTH ObI 00PA30BBIBATHCS U TIPHU CIIOHTAHHOM
perIMKanuu nepBo3aanHoi mosiekynsl PHK.

B cTpyKType ABYXIIETIOUEUHBIX MOIMHYKJICOTHIOB, KaK XOPOIIIO U3BECTHO, BCE
dochonnrdupHble CBA3U OPUEHTUPOBAHBI B OJIHY CTOPOHY, BCE HAXOJATCS B KOHPUTypaluu
3’—5’, Bce HYKJICOTUIBI MPEICTABIAIOT COOOH B-aHOMEpEHI, BCe SABIAIOTCA D-sHaHTHOMEpaMH.
Octaércst HesACHBIM, KaKuM 00pa3oM IIPoLiecC CIIOHTAHHOM perIMKaly Mor Obl IPUBECTH K
BO3HMKHOBEHUIO TAKOH MOJIEKYJIBI B PaCTBOPE, COAEpIKaIieM o- u 3-anomepst D- u L-
SHAHTUOMEPOB HYKJICOTH/I0B.

Cyns o ToHy 60J1ee COBPEMEHHBIX CTaTei U 0030pOB, UMEHHO KOMOMHATOPHBIN B3PHIB
paccMaTpuBaeTcs CHelMaIMCTaMM B HAIllK JIHU Kak TJIaBHOE, COBEPIIEHHO HEMPEOo10JIMMOe
IpEnsTCTBUE 111 A0MOTeHHBIX cXeM cuHTe3a U perukauun PHK.

Anvmepnamuenvie cenemuyeckue cucmemsl. K cepenune 1980-x rr. mumib HECKOIBKO
UCCIIeIOBATENEH MPOIOIKAIM MOUCKU OCOOBIX YCIIOBUM, B KOTOPBIX MOTJIO OBbI IPOU30UTH
cnontanHoe BozHukHoBeHne PHK. [Tonassromiee OOMBIIMHCTBO CHEIUAIHUCTOB (CM. HAIIpUMED
[9,15,40]) nonaratot Takoe pa3BUTHE COOBITHI COBEPILICHHO HEBEPOSTHBIM B CHITY
MPUHIMITAATBHBIX 3aTPYIHCHUN U3JI0KEHHBIX BhIIE. Ha TIepBhIi MIIaH BBIIIIN IIOUCKH
reteponoianMepoB poacTBeHHbIX PHK, criocoOHBIX K caMOperukaium, HO COCTOSIINE U3
MOHOMEPOB, HE CIOCOOHBIX COEIUHATHCSI MHOTOPA3IMYHBIME criocobamu. B aTux
HCCJIEIOBAHMIX MOCTYNUpyeTcs, uTo ucxoanas monekyna PHK u mup PHK Bo3nukiu B
pe3yabTare J00UOIOTHIECKOM SBOTIONNN HEKOSH MOJIEKYIIBI-TTPEIIIeCTBEHHHIIBI, POJACTBEHHON
PHK, HO Gosiee mpocTo ycTpOSHHOM, BO3MOKHO aXHUPaJIbHOM.
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Puc 3-9. MH(popMalMoHHbIE TIOJMMEPHI, IPEIOKEHHBIE B KAYECTBE BO3MOXKHBIX npeamecTBennnkos PHK. The
structures of (A )RNA; (B ) p-RNA; (C) TNA; (D) GNA;(E ) PNA,; ( F) ANA; (G ) diaminotriazine-tagged (left)
and dioxo-5-aminopyrimidine-tagged (right) oligodipeptides; and (H ) tPNA. ANA contains a back-bone of
alternating D- and L-alanine subunits. The diaminotriazine tags are shown linked to a backbone of alternating L-
aspartate and L-g lutamate subunits; the dioxo-5-aminopyrimidine tags (shown unattached) can be linked similarly.
tPNA is shown with a backbone of alternating L-cysteine and L-glutamate subunits

B Hacrosiee BpeMs B JIMTepaType 00CYKTaeTCs HEIbIN Psl BO3MOKHBIX «IIPETCHICHTORBY
Ha posib npeniiectBeHHKOB PHK. CHavania OMOXUMHUKH UCCISIOBAINA aHATIOTH HYKJICHHOBBIX
KHCIIOT, B KOTOPBIX pr003a 3aMEHEHa Ha IPYroi caxap wid ke GypanozHas Gpopma pudo3bl
3aMCHEHa Ha MUPAHO3HYI0. 3aTeM MOSBIIKCH U MENTHIHYKICHHOBBIC KUCIIOTHI,
IaHWIHYKJIEMHOBBIE KUCIOTHI M MHOTHE Jipyrue, Puc. 3-9. HekoTopsie U3 onmucaHHbIX
reTepOoNoIUMEPOB OOHAPYKUBAIOT HHTEPECHBIC CBOMCTBA, B TOM YHUCIIE U CIIOCOOHOCTH K
00pa30BaHUIO TOMOJIOTMYECKHX T1ap, aHATOTUYHBIX YOTCOH-KPUKOBCKUM, U CIIOCOOHOCTH K
CaMOpEILIMKAILINH, U CIIOCOOHOCTh CKPYYHBAThLCSI B ABOMHBIC CIIUPaIH, Oosiee CTaOMIbHbBIC, YeM
JHK. O630p 3TuX uccieaoBanuii umeercs B [86].

3.3. Teopuu, oTBOASALME OCOOYIO PONb KpUCTanmnam.

ITomMuMoO nccrie0BaHUi, BBIMOJIHEHHBIX B paMKax npejacraBienuit o mupe PHK, 6bu1 Taoke
BBICKA3aH PsiJi BEPCHI, HE YKJIaJ[bIBAIOIIUXCS B MEHCTPUM, OOJIBIIMHCTBO U3 KOTOPBIX B TOU
WINM MHOM (popMe NOCTYIUPYET ydacTue KpUCTAUIMYECKHX (a3 B BOSHUKHOBEHUHU KU3HU. Pz
aBTOPOB M0JIaratoT BO3MOKHBIM IOSBIICHUE KU3HHU Ha TOBEPXHOCTU KPUCTAJUIOB MUHEPAJIOB.
[TepBbIM 3Ty TUIOTE3y BBICKA3aJl UPJIaHACKHiA uccnenoBatens J[x. beprnan B padote [197],
ory0nukoBanHOW B 1949 r. JlaHHBINM aBTOp Moarai, 4To UCXOIHbIE OMOOPraHMYECKUE
MOJIEKYJIbl, U3 KOTOPBIX BO3HUKJIA )KU3Hb, BEPOATHO, ObLIN aJICOPOUPOBAHbI HA YaCTUYKAX
[JIMHBI, TaK KaK MHaU€ OHU OBl paccesInuch B MUPOBOM OKEaHE M HE UMENH Obl IIAHCOB BCTYNMTh
B XMMUYECKHE B3aUMOJCHCTBUSA APYT ¢ ApyroM. Briocnencrsuu agcopOumst 6MoMOIeKyl
KpUCTAJIJIaMH UCCIIe10BaIach pa3IMuyHbIMU aBTOPAMHU B CBSI3U C MPOOIEMON IPOUCXOXKIECHUS
KHU3HH, KaK SKCIIEPUMEHTAIbHBIM ITyTEM, TaK U TEOPETHUECKUMH MeToaMu. 13 Hux
HauOOJIBIINK UHTEPEC MpeaCcTaBIsitoT padoThl [309] u [378], mocBseHHBIE aACOPOITUU
HYKJICOTH/I0B 1 aMUHOKHCIIOT THAPOKCUIIAIATUTOM, 00CYKIaeMble HIDKE B pa3Jienax,
COOTBETCTBEHHO, 6.3.8 11 6.3.7.1. O630p coBpemenHoro coctossaus (Ha 2006 T.) UCCIe10BaHUM,
OTBOJSIIMX IIEPBOCTENIEHHYIO POJIb IOBEPXHOCTH KPUCTAJUIOB B IPOMCXOKICHUY KU3HH,
umeercs B [627].

Oco6HsKOM cpean padoT, CBSA3BIBAIOLINX MPOUCXOXKIECHUE KU3HU ¢ KPUCTAJIAMH, CTOST
nyonukanuu D. Kocrenkoro [120,458]. DToT aBTOp Moaraet, 4to *HU3Hb BOSHUKIIA BHYTPH
KPHUCTAJJIOB anaThuTa (a He Ha MX MoBepxHocTH). O. KocTenukuii o0paTui BHUMaHUE Ha CXOJCTBO
B pacnojoxeHnu TeTpadpoB PO, B CTPYKType THAPOKCHIIATIATUATA C PACTIONOKEHHEM
docartabix rpynm B crpykrype Z-JIHK. C yncto reomeTpudeckoil TOuku 3peHus, 1BOoiHas
cnupains Z-JIHK mMosxeT ObITh BCTaBlIeHA B CTPYKTYpPY anaTuTa, Tak 4YTO OCh CIIUpalin
pacrosiaraeTcst BI0Jb F'eéKCaroHaJbHOW OCU CTPYKTYpBI KpUcTaiia, a pochaTHbIe TPYIIIbI
MOJMHYKJICOTH 1A 3aHUMAI0T TO3UIUH TeTpadapoB PO, kpuctamia. [Tpu aTom paccrostare OT
atoma P 10 ocu cniupanu okasbiBaercs 6auskuM k 9 A, kak B Z-JJHK. Ilar cnupanu, B Z-JJHK
paBHbIii 44.6 A unu 12 nap HyKJIeOTHI0B, COOTBETCTBYET BBICOTE 6 DIIeMEHTapHbIX fueek (43.3
A).

CornacHo npeacrasieHusM J. KocTenkoro, )Xn3Hb BO3HUKIIA B pE3YyJIbTaTE MHOTOKPAaTHOMN
NEePeKPUCTAITN3AIMH allaTUTA, 3aXBAaTHIBABIIETO MOJIEKYJIbl HYKJICOTHI0B U aMUHOKHUCIIOT.
B3aumopeiicTBue 3TUX MOJIEKYJ BHYTPH KpHUCTaslla KAKUM-TO 00pa3oM MPHUBEIIO K
BO3HMKHOBEHUIO OMOMOIIMMEPOB — OJIMHYKJICOTHIOB U MOJIUNENTHI0B. CaM KpHUCTaJLI B 3TOM
TUIOTETUYECKOM MPOLECCE MOCTENEHHO YTPATUIl TPAHCISIIMOHHBIN JaIbHUN TOPSAIO0K U
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nproOpEN OpUEHTAIIMOHHBIHN MOPSAIOK, XapaKTEPHBIHN ISl )KUAKOT0o Kpuctayuia. Teno «rBepaoe»
MEPEBOIIOTUIIOCH B «MSATKOE» U, B KOHEUHOM CUETE, B )KUBYIO KIIETKY.

Hu B oHOi#1 13 cBoux myOnukanmii . KocTenkuii He moscHSeT, KaKUM 00pa3oM ero
TUIIOTETUYECKHI Mpoliecc, MOMCTUHE HE UMEIOIIUI aHAJIOTOB B XUMUU TBEPJOTO TeJa U HKUAKUX
KPHUCTAJJIOB, MOT OBbI OCYIIECTBUTHCS. BEposITHO 10 3TO MpUYHMHE JaHHBIN aBTOD,
onyOnuKoBaBInii 3a 30 JIET cepuio cTaTel MOX0XKEro COACPIKAHUA, TaK U HE 00pEmn
nocienosareneil. [To kpaiineil Mepe, HEKOTOpBIE U3 OOHAPYKEHHBIX UM I'€OMETPHUECKUX
COOTBETCTBUIH pacrnoiokeHus TeTpa’apoB PO, B anatute ¢ pacnosoxeHueM GochaTHbIX rpym
B Z-JIHK mipencraBnsior co0oii He Oosee ueM ciiydaiiHoe coBnaaeHue. CrimpanbHas CTPYKTypa
JIHK, coryiacHo cOBpeMEeHHBIM IPEICTABICHUSAM, BOZHUKAET IIPU AKTUBHOM YYaCTUU MOJICKYIT
H,0 (cm. Huke, pazaen 10.4.2). [Tpu pusmonornyeckux ycaoBHsIX CTaOMIbHA
npaBo3akpydeHHas ABoiHas cnupaib B-JIHK. [Tpu BEICOKMX KOHIIEHTPALMSIX 3JIEKTPOJIUTOB
cTabmm3upyeTcs jJeBo3akpyueHHas Z-popma. OiHaKo B CTPYKType anarurta Mosekynsl HyO
OTCYTCTBYIOT BOBCE, a 0 cTpykType JJHK B Takux ycioBusx moka Huuero He u3BectHo. Tem He
MeHee, uaes J. Kocrenkoro o Bo3amoxxHocTu cootHecenus JuinH csizeit B JJHK (wim PHK) ¢
MEKaTOMHBIMU PACCTOSHUSIMU B allaTUTE MPEJICTABIISIETCS BaKHOU U MHTEPECHOM.

[IpencraBnenne o Tom, uto hocdarusie rpynmsr JHK (i PHK) u Terpasaper PO4 anatura
— 9TO MPAKTHYECKU OJHO U TO JKe, OOHapyKuBaeTcs yxe B padborax [116,117], BHIIOTHEHHBIX
6onee 40 net Hazax npu yyactuu Yuibsima u Mapraper Héiiman. CoBnageHue HeKOTOpbIX
xapaktepHbIx pacctossuuii B JIHK ¢ onpenenéHHbIMU T€OMETPUYECKUMU MTapaMeTpaMu PEeIETKU
araTuTa TakKe OTMEYalIoCh JPYrUMH aBTopamMu. Tem He MeHee, B pabotax O. Kocrenkoro
yCMaTpPUBAETCS HEUTO, OTCYTCTBYIOIIEE Y MPEAIECTBEHHUKOB, — IIPEIMOJIOKEHUE, UTO
HEKOTOpBIE JJIMHBI CBSI3€l B MOJIMHYKICOTUIAX, BOBMOXKHO, Hpedonpedeietbl KAKUMU-TO
FeOMETPUUECKUMHU CBOMCTBAMH CTPYKTYPBI allaTHTA. JTa €ro JI0TaaKa MpeICcTaBiIseT
HeCOMHEHHBIN nHTepec. Kpome toro, Kocreukuii, BEpOSITHO, MEPBBIM OCO3HAJ, YTO pa3rajika
TalHBI IPOUCXOXKACHUS KUZHU KPOETCs B BOZMOKHOCTH 3amelieHus: oprodocdar-anuona B
KpHucTaie Ha ¢pochaTHbIE TPYIIBI HYKJICOTHIOB, OJTHAKO OCHOBHAS €T0 Ues O BOSHUKHOBEHUH
JIHK (a Takxe ¥ MOJUNENTUI0B) BHYTPU allaTUTa CKOPEe MOKET ObITh OTHECEHA K JKaHPY
Hay4yHOU (paHTAaCTUKU ¢ PU3NKO-XMMHUYECKUM yKJIOHOM. (B HacTosmeit padore 6obIioe
BHUMaHME yJeJIeHO OJU30CTH MapaMeTpa C peréTky anaTura K JnHe pochoanspupHoii cBA3u
B B-/IHK, cm. paznenst 6.3.9 u 7.2, B pabotax Kocremkoro ykazanuii Ha 3T0 COBNaJicHUE HE
oOHapyKUBaeTcs.

3.4 BbiBoabl.

PaboTbI o 3KCnIEpUMEHTANTBHOMY MOAEIUPOBAHUIO MTPOLIECCOB, MOTEHIIMAIBHO CIIOCOOHBIX
NPUBECTH K BOSHUKHOBEHHUIO KHU3HHU, BBIITOJHEHHbIE B PAMKaX OBITYIOIUX MPEICTABICHUN O
mupe PHK, He Tonbko He nposicHUIN, Kak Morja Obl BOSHUKHYTh 5KU3Hb, HO M YOeIuIn
HKCIEPTHOE COOOIIECTBO B HEBO3MOXKHOCTH TaKoro mporecca. buoxuMuku cymenn HaiTu myTH
a0MOreHHOI'0 CUHTE3a HYKJICOTHU IOB, OHAKO MOMBITKY MOJYYUTh U3 HUX MOJUHYKICOTH IbI
JUITMHOU XOTsI OBl B THICSIYY HYKJIEOTHU/IOB U OCYIIIECTBUTH X PEIUIMKALIUIO O€3 IOMOIIH
OMOKaTaIN3aTOPOB HATAJIKUBAIOTCS HA 3aTPYJHEHUS MPUHIMIHAIBHOTO XapaKkTepa.

VYcunus, ucTpadeHHbIE B MOMCKAX YCIOBUHM, B KOTOPBIX MPOLECC COOPKH MOJMHYKICOTHI0B
13 MOHOHYKJIEOTHI0B MOT OBl IPOTEKATh CIIOHTAHHO, HE ObUTH HampacHbIMU. B riiybokux u
OOIIMPHBIX UCCIIEAOBAHUSIX, BHIITIOJHEHHBIX C LEJBIO0 HIKCIIEPUMEHTATBHOM IPOBEPKU TEOPUHU
mupa PHK, Obuin mosyueHs! JaHHbIE, TO3BOJISIONINE BBIIBUTH KPUTEPUH, KOTOPBIM IIPOLECC
BO3HMKHOBEHHs KU3HU JIOJKEH YAOBIETBOPATH. B cienqyromieil rinase caenana nomnbsTka Takue
KpuTepuu chopMylIMpoBaTh, a 3aTEM HAWTH U MPOIIECC, UM YIOBIETBOPSIOIINNI.
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4. CTeMNUHTr.

['nnoresa mupa PHK, ycrienHo o0bAcHAET MHOTHE OCOOEHHOCTH COBPEMEHHBIX JKUBBIX
cymecTB. OJIHaKO pa3BUTHE 3TOM TEOPUHU HATAJIKUBAETCS HA 3aTPYAHEHUS IPUHIIUIIHAIBHOTO
xapaxkrepa. [lepBoe 3aTpyaHeHHe, 00CyX1aBIIeecs B I71aBe 3, COCTOUT B OYEBUHOMN
HEBO3MOKHOCTH BO3ZHMKHOBEHHUs pojoHadanbHOU MoseKysbl PHK nmytém nonmkonaencanum
HYKJIEOTHI0B. BTOpO€, yrnoMuHaBIIEECs B IJ1aBE 2, COCTOUT B TOM, YTO POJOHAYaJIbHAsS
MOJIEKYJIa, 3allyCTHUBILAs [IPOLIECC MOJIEKYJIIPHON BOJIIOLIMU, IPEIIOJIAraeTCs CIOCOOHOM K
caMOpEIUIMKAllUHY, a CBOMCTBO 3TO (€C/IM Takas MOJeKyja BOOOIE BO3MOXKHA) MOXKET ObITh
IPUOOPETEHO JIUILb B XOJE€ SBOJIIOLUH.

B HacTosiel rinaBe npeuloKeH HEKU YMO3PUTENbHBIN IPOLECC, TO3BOJIIOIINN Pa3peluTh
o0a 3arpyaHeHus. Mbl nosaraem, 4YTo CUHTE3 POJAOHAYAIbHON MOJIEKYJIbI U €€ MOCiIeayIoIne
LMKJIbl PETUIMKALMNA OCYLIECTBIISIIMCH B OJJHOM M TOM K€ ITpoLiecce, MPUIEM caMa
permutiupyemast mosiekyina PHK He npennonaraercst obnangaromieit kakoil-nmbo cneruduieckon
KaTaJIUTHYECKON aKTUBHOCTBIO.

IIpouecc, criocoOHBIN B OHO U TO 7K€ BpeMsI PUBECTU K BOZHUKHOBEHUIO POJJOHAYAIbHOMN
MOJIEKYJIBI ¥ €€ MOCIeAYIONIEH PerINKaliu, T0JKEH YAOBIETBOPATE PSly OrpaHUYECHUH,
KOTOPbIE MOTYT OBITh BBISIBJICHBI HCXO/S U3 SKCIIEPUMEHTANIBHBIX JIaHHBIX O B3aUMOACHCTBUSIX
HYKJIEOTHJIOB, a TaK)Ke U3 001uX cooOpakeHuil. Takue orpanrueHusi chopMyIupOBaHbI B
CIIEIYIOIIEM pa3zelle.

4.1. NocTtaHOBKa 3apgauu.

... certum est, quia impossibile

(it is certain — because it is impossible)

Tertullian
Kak cinenyer u3 cka3aHHOrO BBILIE, IS PEIICHHS BOIPOCA O MPOUCXOKIACHUH KU3HHU HYXKHO,

Ipex/ie BCero, NACHTU(PHUIIMPOBATH MPOLIECC, UM HECKOIBKO MPOLECCOB CXOIHON MPUPOIDI,
CIOCOOHBIX B OZJHO M TO K€ BPEMsI OCYILIECTBUTh U CUHTE3 MOJUHYKICOTHIOB U3
MOHOHYKJIEOTHI0B, U perukanuto ogHouenodeuynoi JJHK nnmn PHK. Mckomslil npouece
JIOJKEH yIOBIIETBOPSATH LEIOMY PsIAY KECTKUX orpaHndeHui. Huxke cienyer ux Cmcoxk,
3aHYMEPOBAaHHBIN B IIEJIAX yA00CTBa, IS IUTUPOBAHUS B MOCIEAYIOIUX pa3ieiax.
(1) Pa3zymHO npeamnonoKuTh, 4TO CTIKUHT U BOJIOPOJHBIE CBSI3H B YOTCOH-KPHUKOBCKHX

napax — BBaHMOHCﬁCTBHH, YHaCTBYIOIIUEC B YACPKAHUHN ABYXICIIOYCUHBIX MMOJIUHYKICOTHIOB B
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BUJIE €IMHOTO IIEJIOTO B COBPEMEHHBIX OpraHU3Max — JOJKHBI ObITh KaK-TO 3aJIeHiCTBOBAHbI B
MPOLIECCEe CUHTE3A.

(2) W3BecTHBIN QaKT CXOACTBA FTEOMETPHUECKHUX MTapaMEeTPOB KOMIUIEMEHTAPHBIX Map
HYKJICOTHJIOB, COCTOSIINN B TOM, 4TO jJuytnHA mapel C—G paBHa qmuHe A—T, u 00€ mapsl UMEIOT
OJIMHAKOBYIO IIMPUHY (CM. puc 5-37), H0JKEH BOSHUKATh KaK CIIEJICTBHE MU KaK HEOOXO0JUMOE
yciioBue (PYHKIIMOHUPOBAHUS HCKOMOTO MpoIiecca.

(3) besycnemnocte nonsiTok MarpuuHoro cunre3a JJHK u PHK, ycyrybnsemas takxe
HAJIMYUEM JIBYX SHAHTHOMOP(HBIX (OpM HYKICOTHIOB B UICXOJHOM CMECH, yKa3bIBaeT Ha
HEO00XOIUMOCTh KaKOT0-TO JIOTIOTHUTEILHOTO MEXaHu3Ma 0TOOpa, IEHCTBYIONIErO MapauieIbHO
TOMOJIOTMH BOJIOPOJIHBIX CBSI3€H B YOTCOH-KPUKOBCKHX Mapax HYKJICOTHU]IOB, BCIEACTBHE
KOTOPOI'0 YOTCOH-KPUKOBCKHUE IMAPhI MOTYYaIOT MPEUMYIIECTBO HaJl BCEMH OCTAJIbHBIMU NTapamMu
HYyKJ1€0TH10B. O HEOOXOAUMOCTH TaKOTO JOMOJHUTEIHHOIO MEXaHU3Ma 0TOOpa TOBOPUT U
(beHOMEH KoMOUHaAmopHo2o 83pviéa. VICKOMBII Mpo1iece J0KEeH 00eCeunTh 00pa3oBaHue
YOTCOH-KPUKOBCKHX Tap U TOJIBKO UX U3 CMECH, COJIepIKAILEeHi MHOTUE THICSYH
HYKJICOTHIOTIOTOOHBIX COCTMHEHUH, CIIOCOOHBIX COSAMHSITHCSI B MHOTOOOPa3HBIX COUWICHECHUSX.
CxomHBIM 00pa3oM, HCKOMBIH MpoIiecc JOKEeH 00ecredyrnBaTh 0TOOP MOJIEKY, PU KOTOPOM
TOJIEKO HYKJICOTHJIBI COSAMHSIOTCS PochoaudPUpHBIME CBSI3IMH, & THICSIYU APYTUX MOTOOHBIX
COEIMHEHUH, CIIOCOOHBIX K 00Pa30BaHMIO AaHATIOTUYHOM CBSI3U, OTOPAKOBBIBAIOTCS.

4) VYcnenrnas nepeaada Mpu3HAKOB MO HACTEACTBY HEBO3MOXKHA 0€3 10CTaTOUYHO
CTPOTOro COOIOACHUS MIPUHIIUITA KOMIIEMEHTAPHOCTH HYKJICOTHUIOB BO BPEMSI PEIUIMKAIIUU U
tpanckpunuuu. Crenens cootBerctBus (fidelity) mpuHIumy KoMIIeMEHTapHOCTH 3aBHCHT,
KOHEYHO, OT MeXaHu3Ma perinkanuu. Hanpumep, pykoTBOpHBI prb0o3uM, MOKa3aHHbIH Ha Puc.
2-1, ciocOOHBIN K PeIUTUKANN HEOOIBIINX OJIATOMEPOB, 00JIa1aeT CTEIICHBIO COOTBETCTBUS,
COBEPIICHHO HEJAOCTATOYHOMU I MOAJEPKaHUS KU3HH B NIOOBIX €€ Gpopmax. OueBHIHO,
MCXOJIHBIN MEXaHU3M PEIUIMKAIIMN U TPAHCKPHUIIIIUU HE MOT UMETh CHCTEMbI UCIIPaBJICHUS
ommbok (proofreading) xak y coBpemennbix JJHK-monmumepas. CienoBaTeabHO, J0CTATOYHO
BBICOKAsI CTENIEHb COOTBETCTBHS MPUHITUITY KOMIUIEMEHTAPHOCTH JIOJKHA OBITh TIPHUCYIIA
HMCKOMOMY TpOIlecCy, BO3HUKATh KaK OJHO U3 MPOSBICHUI 3a/1eiCTBOBAHHOIO MEXaHU3Ma.

(5) HckoMblii MexaHU3M J0JKEH 001a/1aTh peruocnenuGuIHOCThI0, TapaHTHPYOIIEn
COETMHEHHUE BCEX HYKJICOTHI0B (hOCPOIUIPUPHBIMU CBI3IMHU B COWICHEHUU 3°-5° U HU OJTHOTO
B 2’°-5’. Boiee Toro, mporecc JOKEH Co37aTh MPEANOCHUIKH Il COSAMHEHUS HYKJICOTHIOB B
nonoxkeHuu 3’—5’; a He 5°—3’, mpu TOM, 4TO, COTTIACHO KaJIOPUMETPUUYECKUM JaHHBIM (CM.
nanee, paznen 10.1.2) ykazaHHbIe COUJICHEHUS SHEPTETUUECKH HEPa3IMUUMbIl. B momonHenue k
CKa3aHHOMY, UCKOMBII MEXaHHU3M JIOJKEH CO3/1aBaTh MPEANOCHUIKU Al 00heTMHEHUS
aHOMEPOB HYKJIEOTHIOB B OJIHY MOJIEKYJTY, TaK YTOOBI MOJTHMHYKJIEOTH] COCTOS TJIABHBIM
00pa3oM U3 0-aHOMEPOB HJIH INIaBHBIM 00pa3om u3 -anomepos (Puc 3-8), naxe eciu oba
aHOMepa MOHOHYKJICOTH/IOB MTPUCYTCTBYIOT B pPaBHBIX KOJIMYECTBAX B PACTBOPE.

(6) [Ipoueccel cunTe3a u perumkanuu JJHK nomkHb! mpuBOAUTHE K 00pa30BaHUIO TBOMHBIX
CIIUPATIEU C AaHMUNOIAAPHOU OPUEHTANEN KOMIUIEMEHTAPHBIX LIENEH.
(7) Hckomblii MexaHU3M J0KEH 001a/1aTh JHAHTUOCENIEKTUBHOCTBIO, CO3/IatoIIen

IIPEANOCHUIKY K IOCIeAyomeMy Bo3HUKHOBeHHs romoxupanbHbeix PHK u JIHK coBpemenHbIX
opranu3MoB (rocpencteoM T.H. chiral amplification uinu kak-to emi€). DHaHTHOCEIEKTUBHOCTh
JIOJDKHA YJIOBJIETBOPSITH Cpa3y JABYM KputepusMm. C 0THOH CTOPOHBI, STOT MEXaHHU3M JOJDKESH

3 PEKTUBHO MPEMATCTBOBATH 00Pa30BaHHIO I'ETEPOXUPATBEHBIX YOTCOH-KPUKOBCKHX map. C
JPYTro#, TOJDKHA UMETh MECTO SHAHTHOCEIICKTHBHOCT, B I[EJIOM CITOCOOCTBYIOIAS KOH/ICHCAITUH
HYKJICOTUIOB OJAMHAKOBOH XHPaJbHOCTH B OJTHY MAKPOMOJICKYITY.

(8) HckoMblii poriecc CHHTE3a MOJIMHYKICOTHI0OB J0JIKEH MPOTEKATh YCIEIIHO JaXKe MPU
OYEHBb HU3KHX COJIEPKAHUIX HYKJICOTHIOB B UCXOJHOM CMECH, KOJIb CKOPO BBICOKUE X
KOHIICHTPAIIMH KpaiHe MaJOBEPOSTHBI.

9) Bo Bcex CKOJIBKO-HUOY/Ib YCIEUIHBIX MOMBITKAX a0MOTEHHOTO CHHTE3a
OJIMTOHYKJICOTH/IOB M UX PEIUIMKAIIMKA OOHAPYKUBACTCS BEChbMa CYIIECTBEHHAS 3aBHCUMOCTD
BBIXO/Ia PEAKIMH OT THUIA a30TUCTOTO OCHOBaHUs. OTHMM U3 HEPEMEHHBIX yCIOBUIMA
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YCIICIIHOTO 3apO>KACHUS )KU3HHU SBJSIETCS OTCYTCTBHE TAaKOW 3aBUCUMOCTH, KaK IIPH CUHTE3E,
TaK U IpU PEIUIMKALNY MOJUHYKJICOTHI0B. MeXaHU3M CHHTE3a UCXOAHON MOJIEKYJIbl JOJIKEeH
OBITh TAaKUM, YTOOBI BCE MOCIEI0BATEILHOCTH HYKJICOTHIOB UMENIN IIPUMEPHO PABHbIE IIAHCHI
Ha BO3HUKHOBeHHE. CXOAHBIM 00pa30M, PEIIMKAUs U TPAHCKPHUIILIHS TOJIKHBI
OCYILECTBIISATHCS] OAMHAKOBO YCIICIIHO BHE 3aBUCUMOCTH OT IOCIIEA0BATEIbHOCTH HYKJICOTH/IOB.
(10) dochonudrpupHbIE CBA3M B OJUHYKICOTHIAX JOJKHBI ObITH TEPMOIUHAMUYECKH
CTaOMIJIbHBI 10 OTHOILIEHHIO K THAPOJIN3Y BO BpeMsi cuHTe3a. K 3ToMy BBIBOJYy IPUBOJAT U
HEYyJlauM BCEX MOIBITOK CHHTE3a MOJUHYKICOTHIOB U3 TPEAKTUBUPOBAHHBIX MOHOHYKJICOTH/IOB,
U CIUILIKOM BBICOKAA (C TEOXMMHUYECKON TOUKH 3PEHHsI) CKOPOCTh TUAPOIN3a GochoaudpupHbIX
CBs3€H B HUX.

(11) Perunkanust 1 TpaHCKPHIILIKS, OCYIIECTBIIsIEMbIE B HCKOMOM IIPOLIECCE, JOJDKHBI UMETh
HEKUW BCTPOEHHBIN W3bAH, KOTOPBIA HUKAK HEJIb3s YCTPAHUTh MYTEM MHOT'OCTAIUITHOTO
MOCTETNIEHHOT0 yiyulieHusi. B camom fene, B 0TcyTcTBUE MOAOOHBIX U3BsHOB [lpupoze He
MPUILIOCH Obl U3MEHATh MEXaHU3MbI TPAHCKPUIIIIUHU KapAWHAIBHBIM 00pa3oM, U OHH
neiicTBOBaM ObI U TIOHBIHE.

4.2. NpepBapuTtenbHOe peLlueHune.

Hwxe onucan runmoteTndecKuii abMOTEHHBIN MPOIIeCC, KOTOPBIN MBI OYJIeM Ha3bIBAaTh
CMeMnuH2oM, OCYILIECTBIISIFOIINI CUHTE3 JBYXLIETIOYEYHBIX OJMHYKICOTHIOB U3
MOHOHYKJICOTHIOB, YOBJICTBOPSIONINI NEPEUNCICHHBIM BbIIIIE OrpaHuYeHUsIM. [1pn
HE3HAYUTEIbHOM U3MEHEHHH TOT KE MPOIIECC MOKET OBITh UCIIOIB30BaH JJISl PEITMKALIUU U
TPAHCKPUIILIUU UM 0OpaTHOM TPAHCKPHUIIIIUU MTOTHUHYKICOTHIOB.

MpI1 nonaraem, 4To B Ha4aJIbHbIA MOMEHT PACTBOP, COJIEPKAILIUI MOHOHYKJIEOTH/IbI,
HAXOJUTCS B KOHTAKTE C TPaHbIO KPHCTaIa HEKOTOPOro oprodocdara. Xopomo U3BECTHO, YTO
B CTAIlIOHAPHBIX YCIOBUSAX I'PAHU KPUCTAILIOB (WJIM UX YYaCTKH) OOBIYHO MPUOOPETAIOT BUJL
ATOMHO-TJI/IKMX IUIOCKOCTEH, BO3MOXKHO C T.H. CTyHeHsIMH pocTa. COCTaBIISIIOIINE KPUCTAILIT
aTOMBI PacoJIaraloTcs B 3THX IJIOCKOCTSIX MapajlieIbHbIMU psiiaMu. MBI IIpeAnoaaraem, 4To Ha
MOBEPXHOCTh IPAHM BBIXOJST MapajuieNbHbIE Psiibl TETPadipoB POy, BO3MOKHO
MPOTOHUPOBaHHBIX. M301upoBanHbie TeTpasipsl PO4, HAMOMHUM, COCTaBISIOT XapaKTEPHBIM
AIIEMEHT KPUCTALNTNYECKON CTPYKTYphI opTodocdaros. [ToBepXHOCTH rpaHu C BBRIXOASAIIMMH Ha
He€ psagamu TeTpadipoB POy OyaeT MIMEHOBATHCS OCHOBOL.

Coopka 0gyxuyenoueunvlx ROJTUHYKIIEOMUO08 U3 MOHOHYK1eomudoe. 11pouecc
OCYIIIECTBIISIETCS B HECKOJIbKO cTaauid. CHavasna 1Ba KOMIIJIEMEHTApHBIX HYKJIEOTHIAa B pPacTBOPE
COEIMHAIOTCS C 00pa30BaHNEM YOTCOH-KPUKOBCKOM Maphl. CpeHee BpeMs *KU3HH TaKOH Mapbl B
pacTBOpE HEBEJIMKO Jake IPU HU3KOM TeMIeparype, TeM He MeHee, ITpH JIto0oi TeMmneparype (B
00J1aCTH CYIIECTBOBAHUS JKUAKOW BOJIbI) HEKOTOpAst OISl HYKJIEOTHIOB B pacTBOpE 00bEAMHEHA
B YOTCOH-KpUKOBCKHeE napsl, Puc. 4-1 (A).

3areM yOTCOH-KPHKOBCKasl Iapa UCTIBITHIBAET XeMOCOPOIUIO, TPH KOTOPO# dochaTHbIE
IPYNIbI HYKJIEOTHI0B OMEIIAIOTCS B O3UIMH TeTpadpoB PO4 OCHOBBI, BHITECHSSI B pacTBOP
nBa (pocdaTHBIX OcTaTKa OCHOBBL. MBI MOCTYJIHUPYEM, YTO aJICOPOLIUS OCYIIECTBISAETCS MOIbKO
pu pazMenieHnH 0o6enx GocdaTHbIX TPy Napbl B COOTBETCTBYIONMINX MO3ULIUAX TETpadipa
PO, ocuoBsl. [Tonananus oaHOM U3 ABYX rpymn B no3unuio PO4 HeZOCTaTOuHO /Ui a1cOpOLUN.
OauHOYHBIE HYKJIEOTH IBI (HE BXOJSIINE B COCTAB Maphbl), UMes JIHIIb 0JHY QochaTHyo rpymniy,
TaKXe He MOTYT OBITh ajicopOupoBanbl. Cpa3y OTMETHM, B CUITY J€TIA€MOT0 MPEION0KEHHUS,
napa HyKJIEOTHI0B MOKET ObITh NPUTAHYTa (hOCHATHBIMU TPYIIIIaMU K OCHOBE, TOJILKO €CIIU
paccrosnue P-P (Mexny nentpamu ¢ochaTHBIX IPYII) B Iape HYKJICOTHAO0B OJIU3KO K
PacCTOSIHUIO MEXKIY IIeHTpamMu TeTpadapoB PO, B coceqnux psaaax ocHoBbl, (Puc. 4-2). Takum
00pa3oM, OCYIIECTBUMOCTh IaHHOHM CTaMM Mpoliecca MpeonpeieieHa AByMs (pakTopaMu:
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TOMOJIOTHEH CTPYKTYPBI BOLOPOIHBIX CBS3€M B KOMIUIEMEHTAPHBIX HYKJIEOTUIAX U CXOICTBOM
paccrossauii P—P B yOTCOH-KPUMKOBCKOM Mape U B KpUCTAJLIE.
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Puc 4-1 (A-T'). CunTe3 ABYXIEMOYEUHOTO MOJMHYKIEOTH A CTEMIIMHIOM I'paHu Kpuctania oprodocdara. (A):
Ncxonnas xoHpUTypaius. PacTBop HyKII€OTHIOB IPHUBEAEH B CONPUKOCHOBEHHE C TPAaHBIO KPHUCTALIA
oprodocdara, comepkarieii psiabl TeTpadapudeckux rpymnn PO, HekoTopbie yacTh HYKJICOTHIOB B PACTBOPE
CIIOHTAHHO OOBEJMHSETCS B YOTCOH-KPUKOBCKHUE ITapHI.
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(b): XemocopO1us mapbl HYKJIEOTHAOB TpaHbio; (pochaTHbIe TPYNIBI HYKJICOTHIOB BBITECHSIOT B PACTBOP OCTATKH
opTo(hoCHOPHOI KUCITOTHI, 3aHUMASI X TTO3UIUH B CTPYKTYpE.
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(B): B3aumHoe nputshkeHUe afcopOUpOBAHHBIX Map 32 CYET CTIKUHTA NPUAAET XeMOCOPOIMY XapaKTep
KOOIIEPATHBHOT'O SIBJICHHSI, MAPhl O0BEAMHSAIOTCS B CTPOYKH, BBITSHYTHIC BAOJb ABOHHBIX PSIOB U3 TeTpadapoB PO,
Ha IMOBEPXHOCTH COPOUPYIOIIEH TpaHu.
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(I'): CoennHeHme COCEAHNUX HYKIICOTHAOB B CTPOUKe (pocoamd GupHEIMA CBA3SIMHU.

MBpI nosaraem, 4to acopOMpOBaHHbIE Aapbl HYKIEOTHIOB CIIOCOOHBI B3aMMOI€HCTBOBATh
MEXIy COOOM MOCPEICTBOM CTIKMHTA, Kak TO uMeeT MecTo B aByxienoueynbix JJHK u PHK.
CTOKMHT IPUBOAMT K B3aUMHOMY NPUTSKEHUIO ApPOMATHYECKUX KOJIEL] OCHOBAHHUM COCEIHUX
nap HyKJI€OTHI0B, BCIEICTBUE YETO YOTCOH-KPUKOBCKHE Mapbl 0OHAPYKUBAIOT TEHACHIINIO
pacronaraTeCs ps0M, apaieNbHo IpYT APYTY B mpoliecce aacopOuuu. Benencreue
CTaOUITM3UPYIOLIETr0 BO3JAEHCTBYSI CTIKUHTA, aJICOPOIIHS Map HYKJIECOTHIOB MPUOOPETAET YePThI
KOOIIEPATUBHOTO SIBJIEHUS, TO €CTh CPOACTBO HYKJICOTHAA K IOBEPXHOCTHU B IPYIIIE BBILIE, YEM Y
M30JIMPOBAHHBIX HYKJI€oTU0B. [1o Mepe yBennueHus ymcia ajacopOupoBaHHbIX Map
HYKJICOTHUIOB ITPOUCXOIUT MOCTEIIEHHOE 3aMOIIEHUE ITIOBEPXHOCTU OCHOBBI CTPOUKAMU U3
MPUMBIKAIOIIUX Map KOMIVIEMEHTAPHBIX HYKJIEOTH10B. YeM Oosbllie Tap HyKJI€OTHI0B
pAacIoyIo’KEeHO Ha OCHOBE BIUIOTHYIO, OJIMH 32 IPYTMM, TeM O0JIblie BEPOSATHOCTh
IIPUCOEIMHEHHMS €€ OJHOM Mapsl K JTAaHHOM IpymIe cupasa wix ciaesa. [Ipu 3ToM B
3aBUCUMOCTHU OT '€OMETPHUU OCHOBBI, CTOKHUHT MOXKET OCYLIECTBIATLCSA ABYMS
aNbTepHATUBHBIMU CIIOCOOAMHU: BO3MOKHO HEMOCPEJICTBEHHOE B3aUMOIEHCTBUE MEXTY
COCEICTBYIOIIMMHU IapaMH HYKJIEOTUOB, €CIIU PACCTOSHUE MEXKY a30TUCTBIMU OCHOBAHUAMU
0Ka3aJIoCch OJIM3KUM K XapaKTEPHOMY PacCTOSHUIO CTIKMHTA, CM. BepxHee n3o0pakeHue Ha Puc
4-2. TTapel HYKJIEOTUIOB MOTYT TAaK)K€ B3aUMOJICHCTBOBATh ONOCPEAOBAaHHO, Yepes
WHTEPKAIMPYIOIINM areHT, €CJIM PACCTOSTHUE MEXAY COCETHUMU a30TUCTBIMU OCHOBAaHUSIMU
BJIBOE OOJIbIIIE XapaKTEPHOTO PACCTOSIHUS CTIKHMHTIA, KaK MMOKa3aHO Ha HUYKHEM M300paXKeHUN
Puc. 4-2. [locnenusist cxema mpeanoaraeT Halndre HHTEPKaIUPYIOIIETo areHTa B pactBope. B
IPUPOJIE B ’TOM KauyecTBEe MOT ObI OBITh 33€HCTBOBAH a/ICHUH UJIM JPYroe apoMaTudecKoe
COEIMHEHHUE PACTBOPUMOE B BOJIE, a B JIa0OPATOPUHU MOTYT OBITh UCIIOJIB30BaHBI CIIEIIUAIIBHO
pa3paboTaHHbIe HHTEPKATUPYIOIINE ar€HTHI.
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Puc 4-2. JBa crioco6a pacroyioKeHus] KOHJICHCUPYEMbIX HYKJICOTHIOB B OCHOBE M COOTBETCTBYIOIINE UM THIIBI
T€OMETPHUYECKOI'0 COOTBETCTBHS MEX/y MEKaTOMHBIMHU PAaCCTOSTHUSMHU OCHOBBI M JUIMHAMM CBSI3eH B
MOJIMHYKJIe0THAaX. B cBepXy. A30THCTBIE OCHOBAHUS HYKJICOTHIOB U MOJIEKYJIBl HHTEPKATUPYIOIINX ar€HTOB
[OKa3aHsbl nosiockamu. BBEPXY: HenocpeACTBEHHOE IPUTSKEHUE a30TUCTBIX OCHOBAHUM COCEIHUX HYKJIEOTUOB
B IIETIOYKE 32 CUET CTIKUHTA. Y OTCOH-KPHKOBCKHE TIaphl OPHEHTHUPOBAHBI 1T0J{ OCTPHIM YIJIOM K CTpOUKe (0CH
YIUTMHEHUS] MOJIEKYJIBl OJIMHYKIIEOTHA).

BHHU3Y: CT3KMHT OCYIIECTBISETCS IPU NOCPEAHUYECTBE UHTEPKAIUPYIOIIETO areHTa. Y OTCOH-KPUKOBCKUE Naphbl
OPHEHTHPOBaHBI O0JIee WM MEHEee MEPICHNKYIISIPHO CTPOUKe. MOJIEKYIbl HHTEPKATUPYIOIIETO areHTa 3aHUMaloT
MPOMEXKYTKU MEXy HYKJIEOTHIaMH Yepe3 OJJHOTO, B COOTBETCTBUH ¢ T.H. Neighbor-excluding rule.

Hakonen, MblI ojaraeM, 4To Ha 3aKJIFOUUTENBHOMN CTaIUU IPOLIECCA COCETHUE HYKIIEOTHIbI B
OJIHOM PsITy OCHOBBI COEUHSIOTCS hocPoaudpupHbIMU CcBsI3siMU. Pazymeercs, 3To
IperonaraeT paBeHCTBO paccTossHus P—P B psny TerpasapoB PO, ocHOBBI AnuHe
dochonndbupHOIL CBA3M (B COOTBETCTBYIOIINX YCIOBHSAX ), Puc 4-2.

B pe3ynbrare onMcaHHOro BhIIIE MPOLecca, KOTOPbIH MbI Oy/1eM Ha3bIBaTh CIMeMNUHIOM,
o0pa3yeTcs KOMIUIEKC, COCTOSIINN U3 IBYXLENOYEYHOI0 HYKJIE0TH/1a, PAa3BEPHYTOI0
«JIECEHKOI», M KpUCTANINYECKON OCHOBBI. BriocneacTBiM, NP MOAXOASIIUX U3MEHEHUSX B
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COCTaBe PacTBOPA, MOJIUHYKICOTU MOKET OBITh yJalIEH C OCHOBBI TOCPEICTBOM JI€COpOLIUU
(amroMpoBaHuA) WK MyTEM pacTBOpeHHsl kpuctaia. Oka3aBIIUCh B pacTBOPE, MOJIEKyIia
CaMOIIPOU3BOJIBHO CBOPAUYMUBAETCS B CIIUPATIb.

Konupoeanue nonunykneomuooé cmemnunzom. I1peanonoxum, rpaib KpUcTauia, KOTOpou
HaJJIEKUT CTaTh OCHOBOM, ITPUBE/ICHA B KOHTAKT C PaCTBOPOM, COJEPKALIUM OJHOLICTIOYECYHBIE
MOJIMHYKJICOTUABL. [Ipeanonoxum s onpenenéHHoCTH, 4To 310 MoieKyibl PHK,
oOpa3oBaBLIMECs, HAIIPUMED, TYTEM JIeHaTypallui paHee CUHTE3UPOBAHHBIX JIBYXLEMOYEUHBIX
MoJekya. Mbl nonaraem, 4to ¢gocdarnsie rpynnsl PHK BerpanBaioTcs B mo3umuu TeTpasipoB
PO, 0CHOBBI, BBITECHSS B PACTBOP HAXOAIIMECS TaM OCTaTKU opTodochopHoi kucnotel, Puc. 4-
3(A). Pazymeercst, 11t 3T0ro He00X0MMO, YTOOB! ITHHA (hochoan’bupHO CBA3M ObLIA IETBIM
KpaTHbIM paccTosHusi P—P B cooTBeTcTBYyIOMEM psiny TeTpasapos PO4 OCHOBBIL.
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Puc 4-3(A-T'). Perumukariust mOJMHYKICOTHAA CTEMIIMHIOM OpTO(QOChHATHOI OCHOBBI.
A: AncopOuusi 0HOIETIOYEYHOT0 MOJIMHYKIIEOTHAA C 00pa30BaHUEM OJJMHAPHON CTPOYKH U BHITECHEHUEM B
PAcTBOP HKBUBAJIICHTHOI'O KOJIMYECTBA OCTATKOB OPTO(OCHOPHOH KHCIOTHL.
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B: Kpucrat npuBeiéH B KOHTAKT C paCTBOPOM, COZEPKalliM MOHOHYKJICOTH/IBL.
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B: MOHOHyKJ'ICOTI/IZ[BI HUCIIBITBIBAOT XeMOCOp6I_[I/IIO, 06pa3y;{ YOTCOH-KPHUKOBCKHUC ITApPbl C a30TUCTBIMHA

OCHOBaHHSMH paHee aICOPOUPOBAHHOTO OJTHOLEIIOYEYHOTO MOJIUHYKIICOTH 1A, BBITECHSSA B PACTBOP YKBUBAJICHTHOE
KoJIM4ecTBO opTodocdara.
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I': Coennuaenue agcopOUpPOBaHHBIX MOHOHYKIICOTHAOB (ochOIMd(PUPHBIME CBA3SIMHU.
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3arem 00pa30BaBIIUICS KOMIUIEKC, COCTOAIIMN U3 ogHoenodeyHoit PHK, ykopenénnoii B
OCHOBE, TIOMEIIAETCS B PACTBOP, COACpIKaITUi MOHOHYKIIeoTHAbI, Puc 4-3 (B). YcnoBus omnbita
MEHSFOTCS TaKUM 00pa3oM, 4To Terneps GochaTHbIE TPYIIBI MOHOHYKICOTUIOB CTPEMSITCS
pa3MecTUThCs B mo3uLUsIX PO4 OCHOBBI, OJTHAKO YCTOMYUBBIN KOMILJIEKC 00pa3yoT JUIIb T€
HYKJICOTH/IbI, KOTOPBIE IIOMECTHIIN CBOU (hocaTHbIE TPYIIIBI TOYHO HAITPOTHB
KOMIUIEMEHTapHbIX UM Hyki1eoTHa0B nenouku PHK u o6pa3zoBanu ¢ HUMU BOJOpOIHbIE CBSI3H,
Puc. 4-3 (B). A30oTHCTblE OCHOBaHMS HYKJIEOTHI0B HCIIBITHIBAIOT B3aUMHOE IPUTSKEHUE B
HarpaBieHuu ocu yauimHeHus: PHK 3a cu€r crakunra. [Ipu 3ToM, Kak 1 Bblllle, B 3aBUCUMOCTU OT
reOMETPUYECKUX OCOOCHHOCTEH OCHOBBI, BO3MOKEH JTMOO HEMTOCPEICTBEHHBIH CTAKHUHT
MPUMBIKAIOIINX HYKJICOTHUIOB, TMOO OHU B3aMMOJECHCTBYIOT IIPU IMOCPETHUIECTBE
WHTEPKAIMPYIOILET0 areHTa, pa3MeIEHHOIO TOYHO IIOCEPEIUHE MEXKIY COCEAHUMU ITapaMu
HYKJICOTH10B, Puc 4-2. B 000ux ciay4asx CTIKUHT NPUAAET IPOLECCY XEMOCOPOIINH
MOHOHYKJICOTUIOB KOOIIEpAaTUBHBINA Xapakrep. MHaue roBopsi, MOHOHYKJICOTH/IbI, IOMECTUBIINE
cBoM (ocdarHbie rPYNIbl B COCETHUE MO3UIUU TeTpasapoB POy, mpouHee CBA3BIBAIOTCS C
OCHOBOH M YIEP>KMBAIOTCS B 9THX MO3ULUAX B TeUEHHE 00JIee JTUTETHHOTO BPEMEHH.

Ha 3aBepiaromeit ctaauu mporecca NpoucXoIuT COSTUHEHHE aICOPOUPOBAHHBIX
MOHOHYKJICOTHIOB (pochoaudpUpHBIMU CBSI3IMH MTOT00HO TOMY, KaK 3TO UMENI0 MECTO TPH
CUHTE3€ JIBYXIIETIOYEUHBIX MOJUHYKIICOTHIOB, ontucaHHOM BbiIiie, Puc 4-3 (I'). B pesynbrare,
IIOCJIE OTACIICHHsI OT OCHOBBI U JieHaTypauuu, nosrydaercss PHK-pernuka nexonnon PHK-
MaTpuUllbl. SICHO, 4TO MpU ABYKPATHOM MOBTOPEHHUH STOTO mporiecca odpasyercsa Monekyia PHK,
AQHAJIOTMYHAas UCXOIHOM. MBI ITos1araeM, 4T0 UMEHHO TaK OCYIIECTBISAIACh PEIUIMKALUS
pononavasnibHoit PHK B nmpupose.

[Momumo permukarn PHK, onucsiBaemblil mporiecc MOKeT ObITh UCTIONB30BaH IS
permnkauuu JJHK. [{ns storo nyxxHo ogHouenouyeuynyto JJHK pacnpaButes Ha ocHOBe, 3aT€EM
IIPUBECTHU ITOBEPXHOCTh OCHOBBI B KOHTAKT C PACTBOPOM, COJEPKAIIUM MOHOMEPBI
Ne30KCUpUOOHYKICOTUI0B. Ecin jke B kauecTBe MaTpHIIbl HCIIOIB30BaHA OJHOLICTIOYEYHAS
PHK, a pacTtBOp coaepKUT 1€30KCUPUOOHYKIICOTH IbI, TO MOXYYUTCa Xxumepa u3 uenouku PHK u
nenouku JIHK, 1.e. Oyznet umets mecto oOpatHas tpanckpurnius (cunre3 JJHK mo PHK-
MmaTpulie). Hakonen, ams ocyiiecTBiIeHs] TPAHCKPUIIIMK JOCTaTOUYHO PaclpaBUTh
onHouenoyeunyro JIHK Ha ocHOBe 1 TOMECTUTH €€ B pacTBOpP pUOOHYKIICOTHIOB.

B nocnenyromem U310K€HAN psibl U3 HYKJIEOTHIOB WM YOTCOH-KPHUKOBCKUX ITap,
a/1cOpOMPOBAHHBIX OCHOBOM, T.€. HOMECTUBIIUX CBOU (ochaTHbIE TPYMIIBI B MO3UIUH
TeTpa’apoB PO4 0CHOBBI, OyIIyT KIMEHOBATHCS cmpoukamu (COOTBETCTBEHHO, OOUHAPHbIMU UITA
0BOUHBLIMUL).

4.3. NpepBapuTtenbHoe obcyxaeHue.

[TockonbKy ONMKCAaHHBIN B MPEALIECTBYIONIEM Pa3/ieiie MPOLECC CTEMIIMHTA ABIISETCS YUCTO
YMO3PHUTEIbHBIM, B OTCYTCTBUE KaKUX-TMOO JaHHBIX, Y HAC HET MIOKAa BO3MOXXHOCTH CYJIUTh O
ero ocymecTBUMOCTH. OJHAKO J1aXe U3 00IIEro ONMMCaHus ICHO, YTO IIPOLECC YAOBIETBOPSIET
MHOTMM OTPaHUUYEHUSAM U3 HAILIEro CIUCKa B paszzene 4.1.

IIpexne Bcero, ooparaet Ha ce0s BHUMaHUE OCOOCHHOCTh CTEMITUHTa, KOTOPYIO MOXHO
Ha3BaTb ceoMempuieckou ceiexyueti. Y IOpsaJOU€HHOE pacrojoxeHue rerpa3apos PO, B
OCHOBE IIPUBOJUT K AaHAJIOTUYHOMY TOPSIJIKY B PACTIOIOKEHUH 3aHUMAIOIINUX MX (HochaTHBIX
IpyII HYKJIEOTHA0B. BeneacTBue 3Toro MmHbI 00pa3yromuXxcst IpU CTEMITMHTE CBSA3EH
JIOJI’KHBI OBITH COTJIACOBAHBI C IBYMSI XapaKTEPHBIMU pacCTOSIHUSAMU P—P B cTpyKType 0CHOBBI
(BIIOJIE CTPOYKH U TOTIEPEK). M3 3TOr0 HEMOCPEACTBEHHO CIIEeyeT yIOBIECTBOPEHNE HAIIIETO
orpaHuueHus (2): 06e yoTCOH-KPUKOBCKHE Tapbl UMEIOT OAMHAKOBYIO ITUPUHY U OJIMHAKOBYIO
JUIMHY, TIOCKOJIBKY NP YKa3aHHOM MeXaHHU3Me aJcopOIiy JUIMHA U IIMPHHA Taphl 3aaHa
reOMEeTPUUYECKUMHU CBOICTBaMH OCHOBBI. boiiee Toro, reomeTpuyeckas CeleKIus — 3TO U eCTh
JIOTIOJTHUTEIBHBIN KpUuTepuil 0T00pa, peryaupyromuii, Hapsly ¢ TOMOJIOTHEH BOJOPOIHBIX
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CBsi3ell B mapax, o0pa3oBaHKe MOJIMHYKICOTHIOB, OTOBOPEHHBINH B myHKTE (3). B camom nerne,
yCIIEIIHas XeMOCcOopOILHs (IIPU CUHTE3€ ABYLIENOYEYHBIX MOJUHYKICOTH/IOB) OCYILECTBIIAETCS
TOJILKO MPH HAIWYHMH Napsl (HOc(aTHBIX TPYIIL, PACIOIOKEHHBIX HA PACCTOSIHUU, PABHOM
COOTBETCTBYIOIIEMY MEKaTOMHOMY PacCTOSIHUIO B OCHOBE. I a30TUCTBIX OCHOBaHUM
HYKJICOTHI0B U3BECTHO Oosiee 20 pa3iauyuHBIX TOMOJIOTHYHBIX Map. K coxxanenuto, MHE He
M3BECTHBI XapaKTEPHBIE paccTOsHUA P—P 11 COOTBETCTBYIOINX Map HYKIEOTHIOB, HO, KaK
BuAHO U3 Puc. 4-4 (cMm. Taxoke Puc. 5-37), mapbl XapakTepu3yrOTCs pa3InYHbIM B3aHMHBIM
pacroI0KEeHUEM HYKICOTHIOB, U TI03TOMY paccTosiHus P—P B HUX, BeposTHO, pa3inynbl. Tem
CaMbIM, TOJIbKO YOTCOH-KPUKOBCKHE IIapbl HYKJIEOTHUIOB BOUIYT B COCTaB CTPOUYKH, a IAPbl BCEX
OCTaJIbHBIX TUIIOB OyJyT OTTOPTHYTHI.
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symmetric symmetric onty
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Puc 4-4. VI3BeCcTHBIE COWIEHEHHS IBYX A30TUCTHIX OCHOBAHUI HYKJIEOTHUIOB JIBYMS MJI TPEMS BOIAOPOIHBIMU
CBSI3SIMH. U3 nexyuu [87].

o

ToT ke MPUHIIUIT TEOMETPHUYECKON CEJICKIIUN rapaHTHPYET BHICOKYIO CTEITEHb COOTBETCTBUS
npuHiny komruieMenTapHoctu (fidelity) mpu Bcex mporieccax cTeMIuHra, BKIFOYAs
PEITHKAIMIO W TPAHCKPHITIIHIO, OTOBOPEHHYIO B MYHKTE (4): IOCTOSIHCTBO JUTHHBI TIAPBI
HYKJICOTHJIOB TIPEIOJIAraeT, YTO OJJHO U3 JIBYX COCAMHSIOIIUXCS OCHOBAHUMN OyIIET MypUHOBBIM,
a Ipyroe — MAPUMHIAHOBBIM. DTO OrpaHHUYEHHUE, JOMOIHsAEMOE (MEHEe CTPOTUM) TpeOOBaHHEM
TOMOJIOTHH BOJIOPOJIHBIX CBSI3€H B Mapax OCHOBAHHA, U 00ECIIEUNIIO BOCIIPOU3BEICHUE
HACJIeJICTBEHHOM HH(POPMAIMU B MPOIECcCe JOOMOIOTHYESCKOI IBOJIOINH.

KomOuHupoBaHHe MPUHITUITA TEOMETPHUECKON CEJIEKIIUU ¢ TPEOOBAHUEM FOMOJIOTHH
BOJIOPOJIHBIX CBSI3CH B mapax HE TOJBKO 00eCIeYrBaeT COOII0ICHIE TIPUHIIHUITA
KOMILUIEMEHTAPHOCTH, HO ¥ MO3BOJISET N30€KaTh KOMOMHATOPHOTO B3phIBa. [Ipenonokum, B
pacTBOpe MPUCYTCTBYIOT MHOTOPA3IUYHBIC HYKJICOTHI0TOJ00HBIC COSTUHECHHUS, CIIOCOOHBIC
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00pa30BBIBATH TOMOJIOTHYHBIC Maphl. T€ U3 HUX, YTO HE UMEIOT Poc(aTHBIX TPYII, HE CMOTYT
OBITH aJICOPOUPOBAHBI M TIOTOMY OynyT oTTOpraroTcs. Eciu xe docdaTHbIe rpymimbl
MPHUCYTCTBYIOT, aICOPOUPOBATHCS CMOTYT JIUIIb T€, pacCTOSTHUS P—P B KOTOpPBIX paBHBI
COOTBETCTBYIOILIEMY PACCTOSIHUIO /ISl YOTCOH-KPUKOBCKUX Map. MI3MEeHEeHUs B CTPYKTYpe
A30TUCTBHIX OCHOBAHMI, 3aMEHBI pUO03bI Ha IPYTroi caxap win GochopuIrpoBaHUe caxapa B
OTJIMYHOM MO3UIIMH — BCE C BHICOKOW BEPOATHOCTHIO MPUBEAYT K M3MEHEHHUIO B paccTosiHuu P—P,
B pe3ylIbTaTe KOTOPOTO aIcopOLMs CTaHET HEBO3MOXKHOM. Jlanee, ecnu cpeau MULITHOHOB
HYKJIEOTHI0IOTOOHBIX COETMHEHUI HEKOTOPbIE CMOTYT OObEIUHUTHLCS B Maphl ¢ MOIXOAAIIEH
BEJIMYMHON paccTosinus P—P, mo3Bositomeit M agcopoupoBaThCsi OCHOBOM, OHH, CKOPEEe BCETO,
He cMOTyT o0pa3oBath GochoaudpupHbIX cBszei. OTHU — B CHITY CTPYKTYPHBIX OCOOCHHOCTEH
MOJIEKYJIbI, HE OCTABJIAIOIINX BO3MOKHOCTEN I TAKOH CBSI3U, APYTUE — NOTOMY YTO
cooTBeTcTBYOMmas hochonusdupHas cBsi3b He OyAeT UMETh NOAXOAIIEH ATMHBL. 3aMeHa
prOO03bI Ha TETPO3Y WM T€KCO3Y, HAIIpUMED, IPUBEIET, COOTBETCTBEHHO, K YKOPOUEHUIO WU
yanuHeHuto hochoaudpupHbIX cBs3eil. B ntore cuHTe3upyeMblii OJTUMEDP OKa3bIBACTCS
COCTOSIIIMM TOJIBKO U3 HYKJICOTHIOB, O0BETUHEHHBIX B YOTCOH-KPUKOBCKHE MAPhl U HUKAKUE
IpyTHe.

W3 npunnmna reoMeTpruiecKoi CeNEKIINN BHITEKAET TAKKE OTOBOPEHHOE B IMMYHKTE (5)
HAJIMYUE PEeruocnenu(UIHOCTH, CIIOCOOCTBYIOIIEH COSIMHEHUIO HYKJICOTHI0B B COUICHEHUN
3’-5’ (ame 2°-5). TouHee, U3 3TOrO NPUHIUIIA CIEAYET CAUHOOOPA3UE COWICHEHUS pruO03 B
nernovke hochoandpUpPHBIMUA CBA3SIMH, TaK KaK 3aMeHa, CKaKeM, cowsieHeHus 3°-5" Ha 2°-5’
MPHUBEAET K U3MEHEHUIO JUTHHBI pochoamdPpupHOii CBSI3U.

Janee, u3 00I1IE€T0 OMMCAHUS CTEMITMHTA CTAHOBUTCS SCHBIM, KAKUM 00Pa30M MPH CUHTE3€
MIEPBOHAYAILHON MOJICKYJIBI TOJIMHYKJICOTHAA OBLIT IPEOI0NIEH enié ouH (HakTop
KOMOMHATOPHOT'O B3phIBa — COCYILIECTBOBAHUE O- U 3-aHOMEPOB B UCXO/IHOM cMecu. Kak
YKa3bIBaJIOCh BBIILIE, B pa3jene 3.2, B 1a00paTOPHBIX YCIOBUSIX MOTYT ObITh CHHTE3UPOBAHbI
JBYXIIEMOYCYHBIE TTOJTUHYKICOTH IbI, B KOTOPBIX J-aHOMEPHI B CTAHJAPTHOM OpHeHTanuu 3’ —5’
YepenyrTcs ¢ 0-aHOMEpPaMH B OpUeHTaluu 5°—3 . B Takux MOJMHYKICOTHIAX COXPAHIETCA
TOMOJIOTHSI BOJJOPOJIHBIX CBSI3€H, KaK B CTAHJAPTHBIX YOTCOH-KPUKOBCKHX [-f mapax, Tak 4To B
OJIHOM MOJIEKyJI€ IBYXIIETIOYEUHOT0 MOJINHYKIEOTH 1A COCYILIECTBYIOT -, -0t mapsl B
aHTHUNapaslieIbHOW OpUEHTAINH U O-3 Tapbl B MapaieIbHONU opueHTaun. s pacTBOPEHHOTO
B BOJIE MTOJIMHYKJIEOTHIA YyepeoBaHue nap -, 0-o B aHTUNIApauIeTbHOM OpUEHTAIUH C TapaMu
o-p B mapanienbHONH OpUEHTAINH, HEU30€KHO COMMPOBOXK/IAIOIIEECs] BOSHUKHOBEHUEM
dbochoamdGupHbIX cBs3ell B kKoHpurypauuu 3°-3 u 5°-5’, He co31a€T KaKuX-I100 3aTPyAHEHUH.
OO0pa3oBaHue ABYXIIEMOYEUYHOTO MOJMHYKICOTH 1A TyTEM CHapUBaHUS TAaKUX IIETIOYEK B
pacTBOpE TOXKE HE BBI3bIBACT 3aTPYAHEHUN, TOCKOIbKY TEPMOJMHAMHYECKHUE CBOICTBA Map 0.-0l,
B-p u o-P 6mm3ku wm copnanaroT. OQHAKO MPH CUHTE3€ MOIWHYKICOTHI0B CTEMITMHTOM
OCHOBBI CUTYAITUsI MEHSIETCS.

Kak Buano u3 Puc 4-5, cienoBanue a-aHomepa 3a 3-aHOMEPOM B OJHOIEIIOUEYHOM
MOJINHYKJIEOTH/IE€ YKOPEHEHHOM B OCHOBY, 00513aT€IbHO COMPOBOXKIAEMOE HHBEPCUEN
OpHMEHTAluH (B JaHHOM cily4ae ¢ 3’—5’ Ha 5°—3’), IpUBOAUT K TOMY, 4TO KUCIOpOAbI O,
COCEJCTBYIOIIUX prb03 OKa3bIBatOTCs HA Oojiee OJIM3KOM paccTosiHMM. B pacTBope paccTosHue
MEXy 3TUMHU aTOMaMH JIETKO MOXET OBITh YBEIMUYEHO 32 CUET U3MEHEHHsI KOH(popMarmu
¢bypaHo3HOTO KOJIbIIa 0€3 U3MEHEHHU JUIUH CBsA3ei. OHaKO KOJBbI0 pUOO03bI, IPUTSHYTOE K
MOBEPXHOCTHU ABYMs (hochaTHBIMU TPYIIIAMU, TAKOH BO3MOXKHOCTU He uMeeT. CiocoOHOCTh
(bypaHO3HOTO KOJIbIIAa U3MEHUTH Sugar pucker orpannumnBaercs crepudecku. [loaTromy
HYKJICOTH/IbI B OJTHOM LEMOYKE MIPEUMYIIECTBEHHO JOJIKHBI OPUEHTUPOBATHCS B OJTHOM
HaMpaBJICHUY JUIsl YBEIMYECHUS PACCTOSHUA MEXIy UX KuciaopogamMu O, U yMEHbIICHHS

MPOUCXOSIIEH OT 3TOTO SHEPTUU IIEKTPOCTATHUECKOT0 OTTanKKuBaHuA. (O HEOOXOAUMOCTH
YJIEPKUBATh HA MAKCMMAJILHOM yIaleHUU aToMbl Kuciopoaa O, cocemHux HyKI€OTHI0B
LIEMTOYKHU CBUJIETEILCTBYIOT JAHHBIE O CTPYKTYPE ABYXLEMOYECUHBIX IIOJUHYKIEOTHUIOB C
reTepOXUPATLHBIMH YOTCOH-KPUKOBCKHUMH TTapamu, Puc 3-7.)
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-anomer B-anomer a-anomer B-anomer

Puc 4-5. Ilpu cnepoBanum a-aHOMEpa HYKJICOTHAA 32 -aHOMEPOM B OIHOIETIOUEYHOM MOJIMHYKICOTHIE,
00pa3yroIieM CTpOYKy OCHOBBI, HHBEPCHS OPHUCHTAINH (B TaHHOM ciydae ¢ 3°—5’ Ha 5°—3”), IpUBOIUT K TOMY,

aro kucnopoas O, cocecTByIOUIX pHGO3 OKa3bIBAIOTCS Ha GOJIee GIM3KOM PACCTOSHMH, YeM IPH CIICA0BAHHN

OAMHAKOBBIX aHOMCPOB (Hpez[rlonara}ou_[eM OTCYTCTBHC I/IHBepCI/II/I).

BpIBOI 0 TOM, 4TO HYKJIEOTH/IBI OJTHOM LENOYKH, COCTABISAIONIEH YaCTh CHHTE3UPOBAHHOTO
CTEMIIMHIOM JIBYXLIEIIOYEYHOT'O MTOJIMHYKJICOTU A, JOJKHBI IPEUMYILIECTBEHHO COCTOSTh U3
OJIHOTO aHOMEpPA U HAXOAUTHCS B OJMHAKOBOW OpUEHTAIIMH, OCTABIISET ABE BOSMOXHOCTHU: JIBE
LEMOYKH JIOJDKHBI (IPEUMYIIECTBEHHO) HaXOAUTHCS B aHTUIApaJIIeIbHOH OPUEHTALNHY, U B
ITOM ciy4ae 00e IIETOYKH COCTOAT U3 aHOMEPOB OAHOTO TUMa (B-f MK 0-01), MK 5K TeTIOUKH
IPEUMYLIECTBEHHO COCTOAT U3 Map 0-f U UMEIOT NapajiesibHy0 opueHTanuo. OTHUM U3
(baxTOpOB, CIIOCOOHBIX MOBIHUATH HA B3AaUMHYIO OPHEHTAIIIO CHHTE3UPYEMBIX IIETI0YEK U TEM
CaMbIM ONPEIETUTh, OY/AET JIN CHHTE3UPYEMBbIH IBYX1IEIIOYEUHbIN OIMHYKIEOTH]] COCTOSTh U3
AHOMEpPOB OJHOT0 WJIM JIBYX THIIOB, SIBJIIETCS JIOKaJbHAsl CUMMETPHS OCHOBBI. Eciin nokanbHas
CUMMETpUS I'PaHU KPUCTAIUIA, BHICTYIIAOLIEH B KAUECTBE OCHOBBI, TAKOBA, YTO JIBa TETPAdAPa
PO, B pemérke, coorBeTcTBYIOMME (hochaTHBIM TPyIIaM OJHOW YOTCOH-KPHKOBCKOH ITaphl,
CBsI3aHbI LICHTPOM MHBEPCUH WM IEHCTBUEM IOBOPOTHOM OCH BTOPOTO MOPSAIKA, TO
BO3HHUKAIOIask KOH(UTYpalusl CiocoOOCTBYET aHTUIapaJJIEIbHOW OPUEHTAIMH 1IETT0YEK
cuHTe3upyemoro nonuHykineoruaa (B-p win a-a). Korna rpymmna ciMMeTpun COEpKUT
IJIOCKOCTh CUMMETPHUH, IPOXOISALIYIO TOCEPEUHE CTPOUYEK TaK, YTO OJUH psf TeTpadipoB PO,
OKa3bIBAETCsl 3epKaTbHBIM OTPAXKEHUEM JPYroro, To 60s1ee BEpOsITHO BOSHUKHOBEHHUE
napauIeNbHBIX 1enouek (o-f). Eciu xke TeTpa’apbl CBA3aHbl IPYTUMH JIEMEHTAMUA CUMMETPHU
PEIIETKH, TPAHCIALUEN HalPUMEDP, CUTYalUsl OKa3bIBAETCS HEONPEACIEHHOM.

N3 ob1ero onucanus mpouecca CTEMIIMHIAa BUIHO TaK)Ke, YTO OH JIOJDKEH 00J1a/1aTh
aHOMAJIbHOM YHAHTHUOCETIEKTUBHOCTHIO, OTOBOPEHHOM! B IyHKTE (7). CuTyanus, B KOTOpOil 1Ba
CIIEIYIOIIUX JAPYT 32 APYTrOM HYKJIEOTHIa OJJHOU ENOYKH UMEIOT OJIMHAKOBYIO XUPAJIbHOCTD,
HHEPreTUUECKH MIPEANIOUTUTENBHEE CUTYAllMH, KOTJla UX XUPAJIbHOCTh pa3ianydHa. B camoM gerne,
¢bypaHO3HBIE KOJIbIIAa HYKJIEOTHIOB HE UMEIOT TUNIOCKOCTEW CUMMETPUH, B YACTHOCTU OHH HE
ABJIIOTCS CHMMETPUYHBIMHU 10 OTHOLLIEHUH K INIOCKOCTHU KoJblia. B3anmozeiicTBie Kombua ¢
KPUCTAJIJIOM-COPOEHTOM 3aBUCHUT OT TOT'0, KAKOW CTOPOHOM — MPaBOM MJIH JIEBOM — KOJIBLIO
IIPUMBIKAET K €r0 IOBEPXHOCTH.
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Puc 4-6. T'unoteTnyeckuii poIecc aacopoOIui HyKJICOTHIOB OCHOBOM, B KOTOPOM (hypaHO3HOE KOJIBIO MPUMBIKACT
K MTOBEPXHOCTH JIUIIB OJJHOM CTOpOHOH. Bee n300paskeHHbIe HYKJICOTHIBI 38 UCKITFOUeHHeM oHoro (L-nnTo3uHa)
sBistOTCsl D-sHAHTHOMEpaMH.

Ha Puc. 4-6 n300pax&n (yMO3pUTEIBHBIN) MPOIIecc aJcOpOITuu HYKIICOTHIOB OCHOBOH, B
KOTOPOM (pypaHO3HOE KOJBIIO MPUMBIKAET JIUIIIb OJHON CTOPOHOM K MMOBEPXHOCTH KPUCTAILIA.
Kak MO>XHO BHJIETh, B 3TUX YCIOBHUAX U3 ABYX IIPUMBIKAIOIINX HYKICOTHIOB PA3IUIHON
XUPATBHOCTH B IIEMOYKE JIUIITH OJJUH UMEET IIIaHChl 00pa30BaTh YOTCOH-KPUKOBCKYIO mapy. B
peastbHOCTH (PypaHO3HBIE KOJIbIIAa pr003, HABEPHOE, MOTYT IPUMBIKATh 00EUMHU CTOPOHAMH K
KPUCTAILTY, HO B3aMMOJICHCTBUE UX C KPUCTAJIIOM MPHU 3TOM OyeT OTIUYHBIM, OJHA U3 IBYX
KOH(uUrypamnuii OyaeT SHepreTHIeCKH 00Jiee BBITOIHOM, M 9TUM CO3/Ia0TCS TIPEAMOCHUIKH JIJIs
HHAHTHOCEJIEKTUBHOCTH TPOIlecca, CTPEMSIIEHCS K TOMOXUPATLHOCTHA HYKJIEOTHIO0B OJTHOM
[IETTOYKH.
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Janee, mpeuMyIecTBEHHAs! TOMOXUPATLHOCTD KAKIOW U3 IBYX IEMOYEK 03HAYAET, 4TO 00€
LENOYKH JOJIKHBI COCTOSITh MPEUMYIIIECTBEHHO U3 OJIHOTO M TOTO )K€ SHAaHTHOMEpPA. ITO
CJIETyeT U3 JaHHBIX O CTAOUIBLHOCTH JABYXIICTIOYCUHBIX TE€TEPOXUPATBHBIX MOJUHYKICOTH/IOB,
U3JI0’KEHHBIX BBIIIE, B pazjene 3.2 npu 00cyXIeHuu NpodaeMbl XUpaabHOCTU. TaM ObL10
YKa3aHO, 4TO MPH OOJIBIIOM KOJIHYECTBE TeTEPOXUPATHHBIX YOTCOH-KPUKOBCKHUX ITap,
coJiepXkamux HykJIeoTHabl Becex 4eThipéx TumoB (A, T, G u C), nByx1ienodeyHblit
MOJIMHYKJICOTH]T PACIIaJaeTCs Ha JIBE IIETIOYKHU, TO €CTh TOMOJIOTHS BOJIOPOJIHBIX CBSI3€H B mapax
Hapymaercs. [lostomy, eciu ofiHa 11enoyKa OyAeT COCTOSATh IPEUMYILIECTBEHHO U3 HYKJICOTH OB
OJIHOM XUPAITLHOCTH, TO KOMIUIEMEHTapHAsI el [[eNnoyka, 00pa3yromascs Mpu CTEMITHHTE,
JOJI’KHA UMETh IPEUMYILIECTBEHHO TY K€ XUpalIbHOCTh. bojee Toro, Beilie ObLIO YKa3aHo, 4TO
BCTaBKa OT/CTHHBIX HYKJICOTHIOB OTIIMYHON XUPATHFHOCTH B TOMOXUPAIBHBIN JIBYXIICITOYCTHBIN
MOJIMHYKJICOTH]T (C 00pa30BaHUEM I'eTePOXUPATBHBIX YOTCOH-KPUKOBCKHX Tap) MOXKET OBbITh
OCYILIECTBIICHA, €CJTH YMCJIO TAKHUX Map HEBEIHMKO, IIOCPEACTBOM 00pa3oBanus T.H. low anti
KOH(OPMAaIUHU TIIMKO3UIHOM CBsI3H, Prc 3-6, 3-7). [TomoOHas koH(pOpMAaIUs TOCTUTaeTCs 3a
cuét 0Opa3zoBaHMs HEOOBIYHOTO SUgar pucker ¢pypanosHnoro konbia HykiaeoTHaa. OJHAKO TaKOU
sugar pucker (kak y L-G4 na Puc. 3-7) He MOKET BO3HUKHYTb, €CJIi ()ypaHO3HOE KOJIBIIO PUOO3BI
a71copOUPOBAHO TOBEPXHOCTHIO OCHOBEI. TeM caMbIM BOZHUKHOBEHHE T€TEPOXUPATHLHBIX
YOTCOH-KPUKOBCKHX Tap MPH CTEMIIMHTE MaJoBepOsTHO. M3 cka3zaHHOTO clieqyeT, uTo
JBYXIEMOYCYHBIN TTOJTUHYKIICOTH] T, 00pa3yeMbIil PU CTEMITHHTE, OyIeT MPEUMYIIEeCTBEHHO
COCTOSITh M3 HYKJICOTUIOB OJJHOU XHPATbHOCTH.

W3 onucanwms nporiecca CTEMITHHATA SICHO TAKXKE, YTO OH IMO3BOJISET YCICIIHO CHHTE3UPOBATh
MOJIMHYKJICOTH/IBI, TAXKE €CITH UCXOJIHBIX PACTBOP COJIEPKUT MOHOMEPHI HYKJICOTHIOB B
HUYTOXKHBIX KOHIICHTPAILIUSIX, KaK OTOBOPEHO B MyHKTE (8). B camoMm pene, mporiecc
OCYIIIECTBIISICTCS Ha MOBEPXHOCTH OAHOM U3 TpaHell (MAaKpOCKOIMYECKOT0) Kpucramia. J{is
3aM0JIHEHHUS J1aXK€ BCET0 MOHOCJIOS Ha 3TOM MOBEPXHOCTH OOJIBIIOTO KOJUYECTBA HYKJICOTHUIOB
He MoTpedyeTcs yUUThIBasi, YTO KPUCTAILTBI OpTodocdaToB, 3a peIyallliuMu UCKITIOUSHUSIMU,
KPYIHBIX CKOIUIEHUH B IPUPOJI€ HE 00Pa3yIoT).

Janee, B myHkTe (9) HAaMH OrOBOPEHO, YTO yCIIEX WM HEYCIEX CUHTEe3a MOJIMHYKICOTUIOB U3
MOHOHYKJICOTHJIOB HE JIOJDKEH 3aBUCETh OT THIA HYKJICOTHIO0B. Bonpoc o Hammuuu Takoro
CBOIICTBa y Mpollecca CTEMITUHTA U3 OOILEro OMUCaHUs PEIIEH, KOHEYHO, OBITh HE MOXKET.
OpnHako UMEHHO TaKoe pa3BUTHE COOBITUI MpeCTaBIIsAeTCs Hauboiee NpaBao0o100HbIM,
MOCKOJIbKY YaCTH HYKJICOTH]IOB, HETIOCPECTBEHHO KOHTAKTUPYIOIIHE ¢ OCHOBON — (hocaTHbIe
TPYNIBI U pUOO03BI —MICHTUIHBI BO BCEX YETHIPEX HYKICOTHIAX.

B nmynkte (10) Hamero crnucka oroBapuBaeTcs, 4To B TeueHue mnporecca hocoaudrpupHas
CBSI3b JIOJDKHA OBITh TEPMOJIMHAMHYECKH CTAOMIBHON 1O OTHOIICHUIO K TUAPOIu3y. Pazymeercs,
U3 OMHCAHUSI CaMOT0 1O cebe HUKAK HeNb3sl CJIENaTh BBIBOJI O CIIPABEATUBOCTH UITU
OomMO0YHOCTH ATOTO AomyiieHus. OTHaKO U3 001X COOOPAKEHUI CaMO ITO JOMYIIEHNE
MO3KeT ObITh yTouHeHO. OKa3bIBaeTCsl, U3JI0KEHHAsI KApTUHA SBIICHUS, HA3BAHHOTO HAMU
CTEMIIMHIOM, MIPEATNOoNaraeT, 4ro pochoaudrpupHas cBA3b J0JKHA ObITh CTA0OMIIbHA, HO HE
ciumkoM. CBOOOAHASI SHEPTHUS THIPOIN3a ITOM CBSI3U B YCIOBHSIX CIIOHTAHHOTO OOPa30BaHUS
POIOHAYATHFHON MOJICKYITBI B TIPUPO/IE IOJDKHA OBITH OJTM3Ka K HYITIO.

B camom fniene, mpoliecc cTeMIMHra MpeCTaBlsIeT COOO0M MPOSIBIICHNE YeTHIPEX TUTIOB
B3aMMOJICHCTBHI: HOHHBIC CHIIBI, PUTATHBAIOIIHE (POChaTHBIC TPYIIITHI HYKJICOTH]IOB K
KaTHOHAM OCHOBBI, BOJIOPO/IHBIE CBSI3U U CTIKHHT a30THCTHIX OCHOBAHUIN HYKIICOTH]IOB H,
HaKOHeIl, KoBaJIeHTHbIE pocoaudPpupHbIe cBsi3u. B3anMoaelcTBrs 3TH UMEIOT pa3HyIo
MPUPOJY, HO JIJISl YCIEITHOTO CUHTE3a MOJMHYKIEOTH 1A B TIPUPOJIE HEOOXOAUMO, YTOOBI BCE ITH
B3aUMOJICUCTBUS ObLTH CIa0bIMU. [IpruéMm Tak, 4TOOBI KOMITJIEKC, COCTOSIIIUNA U3
JBYXI[EMOYEYHOTO MOJMHYKICOTH/Ia U OCHOBBI, 00peTall TEpPMOAMHAMHUYECKYIO CTaOUILHOCTD
MOJIbKO €CJIA BCE YEThIPE B3aUMOJICHCTBHUSA 3aIeMCTBOBAHBI HaIIekammumM oopa3zom. CBoOOIHOM
SHEPTrUH, BBIACIAEMON MPU 00pa30BaHUU JTIOOBIX TPEX U3 YKA3aHHBIX THUIIOB CBSA3EH, TOMKHO
OBITH HEJOCTATOYHO JJIs CTAOMIN3aIuU. B 3THX M TOJEKO 3THX YCIOBHSX OTKJIOHEHUS OT
PETYIAPHOCTH CTPOYKH, TAKHE KaK 00pa30BaHKE Mapbl HYKJICOTHIOB, HE SBIISIOMIEHCS YOTCOH-
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KPUKOBCKOH, IPHCOEIMHEHNE HYKIJICOTH/1a HETIOAXO IS XUPATbHOCTH WM BCTABKA B CTPOUKY
COEIMHEHUS, HE SBIISIONIEr0Cs HyKJICOTUIOM, IPUBEAET K JIOKAJIbHOW AecTa0nin3anun
KOMIIJIEKCA, €r0 IMCCOLUUAINH U, B KOHEYHOM UTOTe, aICOPOLINU TOIXOAAIIETO HYKJICOTHAA C
yCTpaHEHUeM JedeKTa.

W3 n310KEeHHOT0 B MpebIAyIIeM aparpade BeIBOIATCS Ba ciueacTeus. [lepsoe
3aKJII0YAETCsl B TOM, YTO BEJIMYMHA CBOOOAHOM 3Heprus rujiponusa pochoanspupHoil cBa3u
JOJKHA OBITh O5M3Ka K HyIO. JlaHHBIH (haKT MOXKET OBITh MPOBEPEH IKCIEPUMEHTAIBHO.
bau3ocTh 3T0M BeNMUYMHBI K HYJIIO ObLIa OBl ApIYMEHTOM B I10JIb3Y Pa3BUBAEMBbIX MOJIOKEHHH.
(Bompocsl TepMOAMHAMUKY TOJIMHYKJICOTHIOB JIeTaIbHO 00CyxaatoTcs B rinase 10. 3aberas
BIepén, cBOOOIHAs SHEPrus ruapoimsa GochoaudGpupHoi CBsI3U, COMIACHO HOBEHIINM
3aMepaM, IeHCTBUTEIHHO OYEHb OJIM3KA K HYJIIO.)

Bo-BTOpBIX, 0:1M30CTh CBOOOAHOM 3HEPrUM IIpOIiecca CTEMIIMHTA K HYJIIO 03HAYaeT, YTO
CIIOHTaHHOE BO3HUKHOBeHME ByxuenodeyHo PHK B 3ToM mpouecce, cocTosimem u3 HUKIOB
aIcopOLMK U TUCCOLUALINU, BO3MOXKHO, TOJIBKO €CJIM CHCTeMa JUINTENIbHOE BpeMs IPeObIBaeT B
COCTOSIHUH, OJIM3KOM K COCTOSIHUIO TEPMOJUHAMUYECKOTO paBHOBecHs. Takue mpoueccsl, Kak
U3BECTHO, POTEKAIOT C OU€Hb HU3KOM cKopocThio. O6pazoBanue nepsbix Mosiekyn PHK,
3aIyCTUBLINX MPOLECC TOOUOIOTHUECKON IBOIIOIMH, MOTJIO UIUTHCSI COTHU JIET HITH JTAXKe
JIECATKH ThICAY JIET. A TOTOMY BCEOOBEMITIONIAS MMUTALMS 3TOrO Ipoliecca B 1ab0paTOPHbBIX
YCIIOBHSX HE MPECTABISETCS BO3MOXKHON. Peub MOXKET MIITH JIUIIb O CHHTE3€
HOJUHYKJIEOTH]IOB U3 PACTBOPOB MOHOHYKJIEOTH/IOB (a HE U3 cMeceil, coepKaluX ThICIIH
CXO/IHBIX MOJIEKYI), M JJIsl 3aBEPIICHHS MIpoIiecca 3a MpUeMiIeMoe BpeMsi HE0OX0IMMO C/IeIaTh
dochonnrdupHyro CBA3b TEPMOIUHAMHUYECKH OoJiee cTaOminbHOM. MHaue ropopst, IpakTu4eckoe
BOIUIOIICHUE CTEMITHHTA B JJAOOPATOPHBIX YCIOBHAX BO3MOXKHO TOJIBKO, €CIIH Oy/eT OOHapy)eH
napaMeTp paBHOBECHS, MEHSS1 KOTOPBIM Mbl MOTJIM ObI pEryJIupoOBaTh CTENEHb
TEPMOJIMHAMHYECKON CTaOMIBHOCTH (ochHoaudPUPHON CBSA3U MOIMHYKICOTHIOB IO CBOEMY
yemotpenuto. (ITapamerp paBHOBecHs, TO3BOJISIOIIMNA PErYIUPOBATH CTENIEHb
TEPMOIMHAMHYECKON cTabmm3anuu GpochoandGpupHoi CBSI3U MOIMHYKICOTHIOB, IPEIBSIBICH B
pasznene 10.5.5.)

[Tocnennee TpeboBanue u3 cnucka B pazzaene 4.1 (momenménHoe nojx Homepom 11),
3aKJIF0YAETCs B YKa3aHUU HEKMX HEJIOCTAaTKOB, IPUCYIIMX MPOLECCY PEIUIMKALUU U
TPAaHCKPHIILINH, IEHCTBOBABIIEMY /10 BOSHUKHOBEHHUS ITOJIMMEPA3, B OTCYTCTBHE KOTOPOTO B
HoJMMepa3ax U He BO3HUKIIO Obl HE00X0IMMOCTH. TaKOBBIX HU3bSHOB y CTEMIIMHTA
oOHapy>KHUBaeTcs HE MEHBIIE ABYX. Bo-TiepBhIX, epeaada Haciue1yeMoi nHpopManum
CTEMITMHTOM TpearnoaraeT (pu3nyeckuii KOHTaKT OpraHu3Ma ¢ rpaHbio (pochaTHOro KpUcTaia.
Tem cambIM, )KHU3HB, B €€ apXandHoi popme, MOTJIa CyIIECTBOBATH JIUIIH HA TIOBEPXHOCTH
KPHUCTAJJIOB HEKOTOPOT'O BIIOJIHE OIPEIEIEHHOI0 MUHEpaJIa.

ITo mepe coBepiieHCTBOBaHUSI MEMOpAHBI M, B 0COOEHHOCTH, IOCJIE BOZHUKHOBEHUS
MOJIEKYJISIPHBIX HACOCOB, Y IPEBHUX OPraHU3MOB J0JKHA ObljIa BEIPaOOTaThCs CIOCOOHOCTh
yCHENHO (PYHKIIMOHUPOBATh, KOHIIEHTPHUPYsI pochaThl MOA0OHO COBPEMEHHBIM OpraHU3MaM,
npu (GOHOBBIX KOHIIEHTpauusax ocdopa B cpee. ITo OTKpbLIO Obl A1 HUX 0e30peKHbIe
IIPOCTOPHI OKEaHa ¢ MX HEHCYEePIaeMbIMH PECYPCaMH, €CITU ObI TOJBKO JIPEBHUE OPTraHU3MBbI
ObUIM B COCTOSIHUM OCYIIECTBIISTh PEIUIMKAIMIO U TPAHCKPUIIIIMIO BHE TOBEPXHOCTH
dbocdaTHOTO KpUCTaIIA.

B npunnune, onn Morau Obl 00pecTy cBOOOAY HAYUMBIIMCH BBIPAIIMBATh KPUCTAILIBI
HeoOxoaumoro docdara BHyTpU cedst caMux. OHAKO KPUCTAIUTBI, B OTIUYHE OT
MaKpOMOJIEKYJI, HeJIb3sl cMaTbiBaTh B OyxThl. Monekyna JIHK 6akrepun Escherichia coli,

HanpumMep, conepxkut 4.64x10° map mykneornos. {1 pETIMKAINN TaKOi MOJIEKYJIBI, TIONAras
6A Ha HYKJICOTH/]I, TOHAA00MIICS OBl KpUCTAIUT JUTMHOM 2.8 MM. 3aTpyaHEHHUS MO IBUKHOTO
MHUKPOOPIraHu3Ma, HECYIIero B ce0e KpUCTall TAKUX pa3MEpPOB, BIIOJIHE OYEBUIHBIL. T€M caMbIM,
NEePBBINA U3BSH PEIIMKALMU 10 MEXAaHU3MY CTEMIIMHTA 3aKJII0YaeTCsl B €r0 TPOMO3IKOCTH.
BTopoii n3bsaH permMKanuy, OCyIeCTBIIEMON CTEMIIMHIOM, IPOUCTEKAET U3 €IIE OJHOTO
CBOICTBa MpHUCyLIEro KpuctamuiaM — fedexram. JlepekTsl, Takue Kak JUCIOKalluu, Halpumep,
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BCErJia MPUCYTCTBYIOT B KPUCTAILIAX, U 3TO JIOJDKHO OBLIO MPUBOAUTH K MIEPEPHIBAM B
KOMUPYEMBIX T€HaX UM K OLIMOKaM KOTIMPOBAHMS.

3akaHuyMBas MpeBapUTEIbHOE 00CYKIECHUE MTPOLIECCOB CHHTE3a MOJMHYKICOTH IOB
CTEMIIMHIOM, OTMETHM OJHY UX OCOOCHHOCTh, KaCAIOIIYIOCs CTENEHH eIMHO00pa3us
HYKJICOTHJIOB, BOLLIEIINX B OJIHY KOHKPETHYIO MOJIEKYJIY CHHTE3UPOBAHHOTO JBYLEIIOYEYHOIO
noyMHykieotuaa. M3 onvcanus npouecca iCHO, 4TO IPOLECC CTEMITMHTA JOJIKEH IPUBOAUTH K
MPEBATUPOBAHUIO OJTHOM XUPAJIBbHOCTHA U OJHOTO TUIIA aHOMEPOB B KaXJ0M KOHKPETHOMN
MOJIEKYJI€, OJTHAKO 3TO MPEeBATUPOBAHUE HE MOXKET OBITh TOTaIbHBIM. OUeBUIHO, TAKOIl Mpoliece
HE MOT, JIa ¥ HE JJOJDKEH OBLI MPUBOANTH K CTOMPOIICHTHOMY MTPEBATMPOBAHHIO [3-D-
HYKJICOTHI0B, HAOJII0JaeMOMY B COBPEMEHHBIX Opranu3max. Eiié oluH acreKkT creMnuHra
COCTOMUT B TOM, YTO IPEBAIMPOBAHUE KAKOTO-TO OJHOI0O TUIIa aHOMEPA U SJHAHTUOMEPA B
KaKJI0OM OTJIEIbHON MOJIEKYJIE CUHTE3UPYEMOTO JIBYXLEIMOYEYHOT O TOJIMHYKIIEOTU A SBIISETCA
CJIEICTBHEM CTEPUUYECKUX OTPAHUYCHHM, IPUCYIIHUX MMPOLUECCY CTEMIIMHTA, HO HE CITYKHUT
YCIIOBHEM YCIIEIIHOCTH €TI0 NPOTEKaHUSI.

4.4 TlonbITKA KOHKPETU3ALNH.

Ko:b ckopo npolieccsl CTeMIUHTA, TOKA YUCTO YMO3PUTENIbHbIE, IEHCTBUTEIBHO
00HapyKUBAIOT YHUKAJIbHbIE 0COOEHHOCTH, HE00X0AUMO MIPUCYIIHE MTPOLIECCY, B KOTOPOM
MorJia Obl BOSHUKHYTb JKH3Hb (110 KpaifHel Mepe, HEKOTOPBIE U3 ATHX 0COOCHHOCTEI),
YMECTHBIM MPEACTABISIETCS U BOIPOC O BO3MOKHOCTH MPAKTUYECKOT0 BOILUIOIEHHS 3TUX
npoleccoB. B kadecTBe nepBoro mara B JaHHOM HAIIPaBJICHUH, B HACTOSIIEM pa3iele CAeIaHa
HOIBITKA UACHTU(PHUIMPOBATH MUHEPAJ, IPaHb KPUCTAJLIa KOTOPOIr'O MOIJIa Obl HOCTYKHUTh
OCHOBOI1 IpY BO3HUKHOBEHHUH JKU3HU Ha 3€MJIE, UCIOJIb3YSl MUHEPAIOr0-reOXUMHUYECKUE U
KPUCTANIOXUMHUYECKIE KPUTEPUH.

TI'eoxumuueckue kpumepuu. Munepas, ciocOOHBIN BBIITOJIHUTH POJIb OCHOBBI B IIpoIiecce
CTEMIIMHTa, HE MOT OBITh pekuM. [lociie BOSHUKHOBEHUS KU3HH, KPUCTAIIIIBI ATOTO XKe
MUHEpaJa UCIOIb30BAINCH APEBHENIIMMHI OPraHU3MaMU I TPAHCKPUIILUY U PEIIMKALUU Ha
MNPOTSKEHUH MUJUTMOHOB JIET, [TOKa HE ObUIN CO3/1aHbl MOJIMMEPa3bl. 3HAYUT, KPUCTAIIIIBI ATOTO
MHUHepaJla MOKHO OblJI0 0OHApYKUTh Ha IOBEPXHOCTH 3€MJIM WJIM HA JHE OKeaHa B IOCTaTOYHBIX
KOJIMYECTBAX.

CymectByeT aub oJuH (hocdar, B MOITHOM Mepe yOBIETBOPSIIOIUN KPUTEPUIO
pacrpocTpan€HHOCTH — anaTut, Ca,(PO,),(Cl,F,OH) , aBasionmuiics THIIMYHBIM aKLIECCOPHBIM

MHUHEpAJIOM OOJIBITMHCTBA MarMaTHYECKUX U METaMOP(PHUECKUX MTOPOJI, B TOM YHCIIE
apxeiickoro Bo3pacta. OctanbHble MUHEpPaAIbI U3 IPYNIbl PochaToB OTHOCATCS K pazpsay
PENKHX WU UCKITIOYUTEIBHO PEIKHX.

K coxanenuto, pacpocTpaHEHHOCTH caMoil o ce0e TSt HACHTH(PUKAIIMN MIHEPaia-OCHOBBI
HE/I0CTaTOYHO, NOO MBI CIUIIKOM MHOTOI'O HE 3HaeM O T€OXMMHHM paHHero apxes. B yacTHocTH,
HIMPOKAast PacIpoOCTPaHEHHOCTh Kelle3ucThiX KBapiuToB (banded iron formation) B ocagounbix
opoJax apXxeHcKoro M MPOTEPO30MCKOro BO3pacTa, BOZMOXKHO, CBHJIETENBCTBYET O BBICOKOH
KOHI[CHTpAalMd HOHa Fe’’ B MOpCKOH Boje B Te BpeMeHa. B TakuX YCIOBHSX BEpOSTHO
OTJIOKEHHE IKene3ocoaepkammx ¢ocparoB monoOHbx BuBHaHUTY (Fe3(PO.)z:4H,0) u
anammanty (CapFe(PO4),-4H,0), BcTpeuarommxcsi B MEHEe JPEBHHX CEAMMEHTOTCHHBIX
KeNe30pyIHBIX MecTopoxkIeHusX. OJHaKo YMOMHMHAHUM O Keyezocoiepkaumx QocdaTtax B
apXeMCKHUX 0Ca/JIKax MHE HAWTH HE yIaI0Ch.

Ectb emé ogHa oOmmpHast, HO MaJIOM3y4YeHHas Tpymna ypaHmi-hocdaToB co cIOUCTON
CTPYKTYpOii, T.H. ypAaHOBBIE CITFOJIKH, HCKITIOYUTEIHHO PEIKHE B HAIIIK JTHU, TPECTABUTEIN
KOTOPOH, B IPUHITUIIE, MOTJIM UMETh OoJiee IHUPOKOe paclpocTpaHeHue B apxee. B camom nere,
BCE KPYITHbIC YPaHOBBIE MECTOPOXKICHHS 00pa30BaICh B apxee Win mpoTepo3oe. Ha
3HaMEHUTOM MecTopoxaeHun Bursarepcpany B FOxHoi Adpuke pa3padbaTeiBatoTcs
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KOHIJTIOMEPATHI C OKaTaHHBIMU 3¢pHaMu ypaHuHuTa ( U,O, ). O4eBHIHO yPaHHHUTOBBIN IIECOK B

POTEPO30€ MOT OTJIAraThCsl B POCCHIIX 10 Oeperam pek. CToJIb BHICOKHE KOHIIEHTPAIIUK ypaHa
MOTrJIH OBl IIPUBECTH U K HAKOIUIEHHUIO ypaHuiI-()oc(aToB, TAKUX, HAIPUMED, KAK OTCHHUT
(Ca(U0,)2(PO4)2-H20) unu topoepuut (Cu(UO2)2(PO4)2-12H,0). Kakux-1mub0 CBHIETEILCTB
HOIOOHBIX IIPOLIECCOB OIKUCAHO HE OBLIO, HO 3TO MOXKET OBITH CBA3aHO C (PParMEHTAPHOCTHIO
HAIMX 3HAHUH 00 0CaKOHAKOIICHUH B apXee.

Kpucmannoxumuueckue kpumepuu. Heo6x01MMOCTb COCTBIKOBKH IOJIMHYKJIEOTUA,
CUHTE3UPYEMOT0 CTEMITMHIOM, C IPaHbl0 KpHUcTauia opTodocdara mpeanosaraloT HajJu4ue y
KPUCTAIJIOB HCKOMOTO (ocara onpeaenéHHbIX TpaHe, paconoxerne TeTpadapos PO, B
KOTOPBIX CXOIHO ¢ pacnojioxkeHueM docdatubix rpymni B PHK (pacnpasnennoii kak Ha Puc 4-
2). [Ipu GnmxaiieM pacCMOTPEHHH KPUCTAJUTUUECKON CTPYKTYPBI allaTUTa B HEH
JNEHCTBUTENHEHO OOHAPYKUBAIOTCS Y3JI0BbIE INIOCKOCTH, B KOTOPHIE MOKHO «BCTABUTH)
monekyny JJHK wim PHK.

HanomuuMm, anaTUT KpUCTAIIIU3YETCS B FTeKCaroHaIbHOW CUHTOHUU, IPOCTPAHCTBEHHAS
rpymmna P63/m . Tlapamerpsl peméTku Hanbosiee pacipocTpaHEHHBIX Pa3HOBUIHOCTEH —
TUAPOKCHUIIANaTUTa, (PTopanaTuTa v XJI0panaTuTa, IpUBEIEHBI B CIEeIyIOIIeH Tabaule.

Tabauna 4-1. CocTaB 1 mapaMeTpsl KPUCTALTHYCSCKON SIUCHKHA OCHOBHBIX PA3HOBHIHOCTEH araTuTa.
End-Member

Hydroxyapatite Fluorapatite Chlorapatite
Formula

Ca5 (PO4) 3OH Ca5 (PO4) 3F Ca5 (PO4) 3Cl

Z

2 2 2

Cell Parameters
a
9.424 9.367 9.628

c
6.879 6.884 6.764

XUMHYECKHE CBOMCTBA allaTUTA, UX BaApUAIMH U COOTBETCTBYIOIINE UM U3MEHEHUS
KPUCTANTNYECKOM CTPYKTYpBbI OBUTH THIATEIBHO U3y4YEeHbI BBULY OOJIBIIOTO MPOMBIIIIEHHOTO
3Hau€HUsl MUHepasa, ero MHOTOUMCIIEHHBIX U Pa3HOOOPA3HbIX IPUMEHEHU (OCHOBHOM
UCTOYHUK (pocaToB, COPOEHT, KaTaaU3aTop, IENO3UTaApUN PaIUOAKTUBHBIX OTXOIOB,
MOTJIOTUTEIND TPUMECEN, UCTIOIB3YEMBIH JI1 OUMCTKU I'PYHTOBBIX BOJ, MaTepual,
MCIIOJIb3YEMBIN JJI1 N3TOTOBJICHUS BXKUBIIIEMbIX IPOTE30B KOCTEH 1 3y0O0B, TIOMUHOGDOD;
CHUHTETUYECKHNE MOHOKPHUCTAJIBI HEKOTOPBIX Pa3HOBUAHOCTEN UCIIONIB3YIOTCS Kak pabodne Tena
Ja3€pOB U KaK UCKYCCTBEHHBIE JJParolieHHbIe KaMHH).

[TpuBenéunbie B Tabnuie 4-1 1aHHBIE COOTBETCTBYIOT TPEM KOHEUHBIM WIEHAM CEpPUU
TBEPABIX pacTBopoB. [IpupoaHbIi anaTUT, Kak MpaBuIIo, MPEACTaBIISET OO0 cMech ¢
npeo0i1ajaHueM OJTHOTO U3 ATUX KOMIOHEHTOB. Kak BUAHO U3 TaOIUIIbI, TapaMeTphl PeIETKH
BCEX TPEX Pa3HOBHUAHOCTEH anaTuTa o4eHb Onu3Ku. [IpupoHble anaTuThl B Macce CBOEH UMEIOT
MIOYTH OJJMHAKOBBIE 3HAUEHHS] MEKATOMHBIX PaCCTOSHUM.

HeoOxonumo oTmeTHTh, uto npuBeaéHHble B Tabnuie 4-1 napameTpsl peméTku Obliu
MIOJIyYEHBI TOCPEJCTBOM SKCTPAMOJISALUH JaHHBIX O TapaMeTpax MPUPOJHBIX allaTUTOB
CMEIIIaHHOTO COCTaBa. B XMMHUYECKH YUCTHIX CTEXHOMETPUUECKUX XJIOPAMATUTE U
THPOKCHIIANIATUTE CUMMETPHS IOHMKASTCS 10 MOHOKJIMHHOM, Tpynma P2;/b, BcnencTue
(a3oBOro npeBpaleHus THITA TOPI0K-0ecopsaaoK. [Ipu 3TOM TpaHCISIIMOHHBIN BeKTOp D
BJIOJIb OJTHOM M3 TOPU3OHTAIBHBIX OCEH YBEIMUMBACTCS B [1Ba pa3a: h=2a. dropamaTut Takoro
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MPEBPAICHHSI HE UCTIBITHIBACT U OCTAETCS TEKCATOHAILHBIM IPHU BCEX TEMIIEPaTypax BILIOTH JI0
KOMHATHOM.

[Tonmumopduoe dazoBoe MpeBpaleHUE B aaTUTE, COITPOBOXKIAIOIIEECS ITOHUKCHHEM
CUMMETPHHU, MOXKET CTaTh MPENSATCTBUEM K HCITOJIL30BAHHUIO ATOTO MHHEpajia B KAUYeCTBE
OCHOBBI. O0pa3yOMUIACS IPH MOBBIIIEHHON TEMIIEpAType KPUCTAIUT allaTUTA JIOJIKEH HMETh
TeKCaroHaJIbHYI0 CHMMETPUIO, ¥ MIOHKEHHE CUMMETPUH JI0 MOHOKIIMHHOMH MTOCIIE OXJIAXKICHHS
MOJKET MPUBECTU K TAKUM SIBIICHUSM, KaK JBOMHUKOBAHHUE, BOSHUKHOBEHHUE IOMCHOB U
MO3aMYHOCTh KpUCTaJUIa. BaskHO 1TO3TOMY OTMETUTH HEOOBIUHYIO 0COOCHHOCTh MHHEpAJIa,
3aKJTFOYAOIIYIOCS B €T0 CIIOCOOHOCTH COXPaHATh TeKCAarOHATbHYI0 CHMMETPHIO U
NPUHAUICKHOCTh K TPOCTPAHCTBEHHOM rpymie P63/M npu Hamuuuu npuMecei Wi BakKaHCHiA B
MO3UIUSX KATHOHOB. XOTS XUMUYECKU YHUCTHIC, CTEXHUOMETPUYHBIC XJIOPATIATHT U
THJIPOKCUITATIATHT SIBJISIFOTCS MOHOKJIMHHBIMU (TIPH KOMHATHOM TeMmIieparype),
TU(GPaAKTOrpaMMbI OOJIBITMHCTBA TPUPOTHBIX 00PA3IOB XJIOPANATUTA ¥ THAPOKCUIIAIATUTA
BITOJIHE YIOBJIETBOPSIOT (FE€KCAroHaabHOM) rpymie cuMMeTpun P6s/m. Hebobioro koandecTsa
nprMecel WM BaKaHCHA, OOBIYHBIX B IPUPOIHBIX 00pa3iax, JOCTATOYHO I CTaOUIU3aluN
rekcaronajabHoi (aspl. ([1o 3Toii ke MpUUYUHE, IPH MOMBITKAX HU3KOTEMIIEPATyPHOTO CHHTE3a
CTEXHOMETPUIHOTO THIPOKCHIIANIATUTA HITH XJIOpaaTuTa 00BIYHO MOTYYa0T CMECh ABYX (a3
NPAKTHYECKH HEOTIHYUMBIX 110 COCTaBY, HO pa3Ho# cummMeTpuH, [88].)

Kpucrannuueckasi cTpykTypa anatuTa JI0CTaTOYHO CIIOXKHA ISl 3pUTEIBHOTO BOCIPUSATHUSA,
Puc 4-7. TlogpobHoe € onucanwue (C pa3InIHBIX MO3UINN) MOXXHO HAUTH B H3BECTHOU
monorpaduu [ToBapennsix [89], B ctathe [Jx. Dnuotra [90], a Takxke B O0siee COBpEMEHHBIX
nyonukanusx [91-94].

Puc 4-7. Kpucrammdeckast CTpykTypa (TopanaTura, CIpoeIupoBaHHas Ha 0a3UCHYIO TUIOCKOCTh 3JIeMEHTapHOU
staetikn (0001); pocdatHbie TeTpasapbl H300paKEHBI B IBYX BapHAHTAX: IIAPhl COSTNHEHHBIC CTEPKHAMU U
TPEYTOJIFHUKH; JIMJIOBBIC Iaphl — HOHBI KaNBIH, 3eJIEHBIe — HOHBI (pTopa; mudpaMu yKa3aHbl OTHOCHTEIHHEIC
KOOPJIMHATHI Y3JI0B BIOJb BEPTUKAIBHOTO HATPABJICHUS Z. U3 o630pa [93].

B cTpykType anaruta uMeroTCs IBe KpUCTALIOrpadhuIecKu-HEIKBUBAICHTHBIEC TTO3UIIHN
atromoB kanbiust, Calu Ca2, u Tpu nosuruu atomoB O. Terpasapsl PO4 B CTpyKTYype CBS3aHBI
BMecTe KosioHkamu HOHOB Cal. Atombl Ca2 o0beIMHSIOTCS B KAHAJBI, BRITSIHYTHIE BJIOJTb OCH Z,
B KOTOPBIX PACIOJIAraloTcs MO3HUIUH T.H. «Majoro» annona — F, Cl wim OH. Ynomunasmeecs
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BBIIIC MOHUKCHUEC CUMMCTPUH XJIOparaTuTa U THAPOKCUIIANIATUT 10 MOHOKJIMHHOH CBSI3aHO C
teM, uto HoHbl Cl 1 OH 3akoHOMEpHBIM 00pa30M CMEIAIOTCS BIOJIb OCH KaHAJIOB.

Bo3mostcnocmu coomnecenun cmpykmyp anamuma u PHK (/[HK). CocTbIKOBKa CTPYKTYP
NOJIMHYKJIEOTH/Ia U allaTUTa IIPeIoJiaracT paBEHCTBO HEKOTOPBIX MEKATOMHBIX PACCTOSHUMN
P—P B kpucTaiie COOTBETCTBYIOIEMY PACCTOSHUIO MEXAY LIEHTpaMu (oc(aTHBIX rpym
MOJIeKyJbl. Eciiy B3SITh 32 OCHOBY XapaKTepHBIE pACCTOSIHHUS MeX1y (pochaTHBIMH IpyIamMH B
B-/IHK, nonmyueHHbie B peHTTeHOrpa@rueCcKUX UCCIEIOBAHUIX KPUCTAIUTMUECKUX OJTUTOMEPOB
JHK, To paccTosnue Mex1y ONMmKaiIuMy MO3ULUAMYI aTOMOB P B Lienoyke OKa3bIBaeTCs
omm3kuM K 6.7 A. J{ns amopdubix Bonokon B-JJTHK paccrosiaue P—P ams dochoauddupHoit
CBSI3U OKa3bIBaeTCA MeHbIIeE, B cpeaneM 6A. Jlanee, paccTosHue MexkIy aToMamu Gpocdopa B
YOTCOH-KPUKOBCKOH Tape J0KHO ObITh 61m3Ko K 18A, kak B nBoitHoit cimpamu B-JIHK. Kpome
TOT0, a30TUCTHIE OCHOBaHUS B nenouke JJHK He 1omKHBI pacnonaratecsi CIMIIKOM OJIH3KO JpyT
K IPYTY, TaK KaK 3TO MPUBEIET K 3HAYUTEIIbHOMY NEPEKPHITHIO T-OpOuTael apoMaTHIeCKUX
KOJIEIL.

VYkazanble Pl NPEACTABIAIOT cO00H ycpenHEHHBIE XapakTepucTHku. ComnocTaBieHne
JTAaHHBIX, ITOJIyYE€HHBIX IPU PEHTTEHOCTPYKTYPHOM HCCIIEJOBAHUHA MOHOKPUCTAJIJIOB OJIMTOMEPOB
JHK u PHK, nokassiBaeT, 4To MX Fr€OMETPUUYECKHE ITAPAMETPhl MEHSIOTCA B IIUPOKUX
npezaenax. Tak, paccTosiHue MEXIy COCETHUMHU a30TUCTHIMU OCHOBAHUSIMU (OTHOM 1IETIH)
u3Mensiercs ot 3 10 4 A, [95]. Paccrosuue mexay pocdaTHBIMHE IPYHIAMHU B LIENHU
oOHapy>KuBaeT eni¢ OObIINe BapHalni, B 3aBUCUMOCTH OT CIIoco0a roprupoBaHus
(bypaHO3HBIX KOJIEL.

3 2
i‘ 7& 4 Aﬁ 7 4
I
2 3
0 s a s
(b)

i 3
4 ! 4
1
3 2
(un (1v)
5 5

Puc 4-8. Koudopmanuu dpypanosusix koserr (sugar puckers): (1) C; -endo;

(1) C;-endo; (111) C,-exo; (IV) C}-exo. U3 pabome: [96].

dypaHo3HbIE KOJIbIIA B HYKJICHHOBBIX KUCIOTAX (T.€. KOJIbIla pUOO3bI HIIH JI€30KCHPUOO3bI)
HE SBJISAIOTCS MIIOCKUMU. [IpH peHTreHorpaguueckoM Uccie0BaHUH KPUCTAIIIOB
MOHOHYKJIEOTH/I0B U HYKJICO3U OB OBLJIO BBISIBJIEHO YETHIPE OCHOBHBIX KOH(OpMaluu (T.H.

sugar pucker), C;-endo, C;-endo, C;-ex0 u C!-eX0, cMOTpsi 110 TOMY, KOTODBIif U3 BYX
atomos, C; umm C!, Gonee ymanén ot miockocty, poxossmeit gvepes C/, Of u C; B
HanpasieHuu C; (endo) miam nmpoTUBOIIOIO0KHOM (€X0), Puc 4-8.
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Puc 4-9. PaccrosHne Mexy OmmxaimmmMu atomamu dochopa B
nenouke JJHK mMoxeT BappUpOBaTh B IIMPOKUX MpEAenax B
3aBHCHUMOCTH OT KOH(popMariu GpypaHO3HOTO KOJIbLA PUOO3bL.
Figure 34 U3 nexyuu [87].

B 3aBucumocTn ot sugar puckers, pacctossHue MeXAy IByMsl Omxaimumu GocaTHbIMU
IpynnamMu B 1eNnoydKe NojuHykieotna mensiercs 5.9A s C.-endo no 7.0A s C,-endo -
KoH(popmanuii, Puc. 4-9.

Puc 4-10. Kondopmaryy 4eTBepHbIX COSAMHEHNH. A
diagram showing the overall structural features of the two
junction conformations. (a) The stacked-X conformation;
(b), the crossed conformation. The continuous strands are
indicated by gold lines and the crossover strands by blue
lines. U3 pabomuwr [97].

B oTnenpHBIX ciiydasx paccTossHHE Mexay GochaTHBIME rpynnamMu B IETMOYKaX
MOJIMHYKJICOTH IOB MOKET MEHSTHLCS M B O0Jiee IMUPOKUX mpeenax. Hampumep, Takue Bapuarmn
ObUTM OOHApYIKEHBI B T.H. YSTBEPHBIX coenuHeHusx (four-way junctions), T.e. KOMILIEKCOB,
cocroamux u3 AByx Hure JJHK u nByx aureit PHK wim n3 weteipéx nurent JTHK, ¢
KoH(popManmeit mokazanHou Ha Puc. 4-10.
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PaccrosHus (ycTaHOBJICHHbBIE PEHTICHOTpa@UUecKl) MEXIy aToMamMu (pocdopa B cerMmeHTe
nenouku JJHK HenocpeacTBeHHO MPUHUMAIOIIEM yJacTHE B YETBEPHOM COCTMHEHUH MEHSIOTCS
oT 4.96 A 110 6.92 A, cm. nannbie B Tabmaume 2.

Tabnmna 4-2. Paccrosaus Mexay GpochaTHEIMU TPYIIIIAMH B CETMEHTE IICTIOYKH HYKJICOTHIOB U3 YSTBEPHOTO

coenunenus (four-way junction). U3 pabomer [97]
Nucleotide pairs +55° junction —80° junction
A30-G31 6.31 5.69
G31-G32 6.60 6.72
G32-C33 4,96 6.45
G31-Al45 6.83 15.11
G32-C146 6.24 6.18
G144-A145 6.92 6.65
Al45-Cl46 6.65 6.92
C146-T147 5.09 581

Distances are in A; those shorter than 5.5 A are shown in

bold.

JlnuHa yOTCOH-KPUKOBCKHUX I1ap, HABEPHOE, TOXKE MOXKET MEHATHCS; K COKAIECHUIO, B MOEM
pacnopsiKEeHUH HET JaHHBIX, O3BOJIAIOLIUX CYIUTh O Mpeesax 3TUX Bapuauuil. B mobom
cilyuae, y)Ke BbIBICHHbIE ITPHJIENbI Baprauuu pacctosiHust P-P u paccrosiHus mexay
A30TUCTBHIMU OCHOBAHUSIMHU COCEJHUX HYKJICOTHUJIOB B LIETIOYKE HACTOJIBKO LIUPOKHU, YTO
HO3BOJISIIOT «BCTaBUThY pacipasieHHyto JJHK B kpucrann npaktudecku jiro6oro oprodocdara.

[IpaBuiIbHOE PACTIONOKEHUE TTONIUHYKICOTHAOB HA OCHOBE, ITPH KOTOPOM HX (ochaTHbIe
IPYMIIBI pa3MeleHbl B Mo3uLusaX TeTpa’apoB POa, a pypaHo3HBIE KOJIbIIA OPUEHTHPOBAHBI
napauieIbHO OCHOBE, BEPOSITHO HE OCTaBJISIET CBOOOIBI JIJIsl U3BMEHEHHIA B SUgar puckers.
Bcnencrsue nHTeHCHBHOTIO BaH-/ep-BaanbcoBoro B3anmoseiicTBus (hypaHO3HBIX KoJiel] puoo3 ¢
OCHOBOH, HX Sugar pucker Oymer, ckopee Bcero, GUKCUPOBAH, a IOTOMY U PACCTOSTHHE MEXKITY
¢dochaTHBIMU rpyNIIaMu HYKJICOTHIOB OyJIeT UMeTh (puKkcupoBaHHOE 3HaueHue. Ho Ham noka
M3BECTHO JIUIIb, YTO OHO JIGKUT B Hpesienax mexay 4.96 A u 7.0A.

Ecnu opueHTHpOBaTLCS HAa YCPEIHEHHBIE XapaKTEPUCTUKH, paccTosHue P-P B nemoukax
KPHCTAILTMYECKUX OJIMroMepoB kpucTamiudeckoit B-JIHK (6.7 A) okaspiBaeTcst GIM3KMM K
BENMUMHE Tapamerpa C = 6.76A snemenTapHoii sueiiku xaopanatuta. Ecim 3T0 coBnajieHue He
Clly4aifHoe, TOT/a IB€ COCeNHUX (oc(aTHBIX IPYNIbI B EMOYKE NOJUHYKIEOTHA,
YKOPEHEHHOT'O B OCHOBY, COOTHOCATCS ¢ IByMs TeTpa’ipamMu PO, B CTpyKType anatura,
CBSI3aHHBIMU €IMHUYHON TPAHCISALMEHN BIOJIb BEKTOpa €. TeM caMbIM MaKkpoMoOJIeKyJja
OKa3bIBAETCsI BBITSIHYTOM BJIOJIb OCHU Z, T.€. OCHOBA NPEJICTaBIIsAeT cO00I HEKOTOPYIO TpaHb
reKCaroHaJIbHOW MPU3MBIL.

OrpaHnymBasicb TPU3MAaTUUYECKUMU TPAHAMHU C IPOCTBIMU MHJIEKCAMH, HECKOJIBKO CIOCOOOB
pasmemenus JJHK ycMaTpuBaercs HENOCPEICTBEHHO Ha IPaHAX (1010), (12§0) u (1150).

COOTBGTCTBYIOHII/IG TCOMETPHUUCCKUE MMapaMETPhI (BI)I‘II/ICJ'IGHHI)IC B MPCATIOJIOKCHNH, YTO OCHOBA
UMeeT IMapaMeTphl PemIETKH KaJbI[MeBOr0 XJIOpamaTuTa) MpejacTaBieHbl B Tabnuue 4-3.
(PaCCTOSIHI/IH MCIy COCEAHMMU a30TUCTBIMU OCHOBAaHHUSAMU MOTYT B CTPOUYKaxX HE MOI'YT OLITH
TOYHO BBIYMCIICHBI U3 I'€OMETPUYECKUX CBOMCTB OCHOBBI, IOTOMY YTO 3Ta BEIUYMHA 3aBUCHUT
TaK¥X€E OT KOH(l)OpMaIII/II/I FJ'II/IKO?;I/I}IHOfI CBA3U. PaCCTOHHI/ISI, MMpEaACTAaBJICHHBIC B HOCHG}IHeﬁ
KOJIOHKE TaOJuIlbl, MPEACTaBISAIOT COO0OW BEpXHIOI OIEeHKY.) M300pakeHuss rpaHu (11?0)

arnarTuTa, MPOCTPOUYCHHON JABYXIICTIOUYECYHBIMHA MTOJIMHYKIICOTHIAMH, TIPECTaBIeHbI Ha Puc. 7-3 u
7-4.
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Tabmuna 4-3. T'eomeTpruieckue XapaKTepUCTUKN HECKOJIBKUX CIIOCOOO0B YKIaIKH
MOJIMHYKJICOTHIOB HA FPAHSX XJIOPAMATUTA.

Ne  TI'panp Paccrostane P—P Paccrossnue P—P B Paccrosinue mexnay azo-
KpHCTalUla B IETIOYKE YOTCOH-KPHKOBCKOf [TApe  THCTHIMH OCHOBAHHMSIMH
/6 - 6.7A B B-JTHK/ /18A mnst B-JTHK/ /~3 A B B-JTHK,

~6 A ipu Hanuuun
WHTEepKaysTa /

1 (10@) 6.76A 17.66 A 55A
2 (1250) - - 183 A <26A
3 (1150) - 18.0 A 6.3 A
4 (1150) - 17.1A <41A
5 (1120) - 18.0 A <3.7A

"B ciygae 0CTpOTo yriia MeXIy OChIO yITHHEHHS YOTCOH-KPHKOBCKOM Maphl H OCIO yTHHEHHS
MONMHYKJIEOTHAA TOJIBKO BEPXHSS IPAaHHIA PACCTOSHNSA MOKET OBITH OLICHEHA M3 MTapaMEeTPOB PEIIETKA

JIErkocTh, € KOTOPOIl HAMU OBLIIM OOHAPYKEHBI TPAHU allaTUTA, CIOCOOHBIE BBICTYIHUTH B
KAaueCTBE OCHOBBI MIPU CTEMITMHIE, TPOU3BOAUT IBOMCTBEHHOE BrieyarieHue. C 0qHOU CTOPOHHI,
yKa3aHbl TPaHU, PACOI0KEeHNE POCHATHBIX TPYII B KOTOPHIX COTJIACYETCS C TEOMETPHUECKUMHU
xapaktepuctukamu kpucramumueckoit B-JIHK. [Ipuuém Bce ynomunaemsie B Tabmune 4-3
rpaHu JACHCTBUTEIILHO HAOIIOIAINCH B OTPAaHKE MIPUPOIHBIX KpUCTAILUIOB anaruta, [98]. C
JIPYTroi, BOSHUKAET OUIYIIEHHE, YTO OOHAPYKEHHE MOT0OHBIX Y3JIOBBIX IIJIOCKOCTEH B IIEJIOM HE
COCTABJISICT MPOOJIEMBI 111 MHOTHX M MHOTHX KPHCTATMUECKUX CTPYKTYp opTodocdaros.
WNHbIiMU ci0BamMH, BO3MO>KHOCTb UCIIOJIb30BAHUSI TPAaHU KPUCTALJIa allaTUTa B KAUE€CTBE OCHOBBI,
YCMOTpEHHAS U3 TEOMETPHUECKUX COOOpaKEHUI, HE TOKA3bIBAET, YTO B KAUECTBE OCHOBBI ITPH
CUHTe3e poaoHavanbHO Mosiekyinbl PHK ObL1 Hcionp30BaH IMEHHO KalbIMEBBIN allaTuT, a He
KaKoW-1100 HHON MUHEpasT U3 rpynmsl GocgaTos.

[TogBoast UTOr, KadbLMEBBIN alaTUT JAEUCTBUTENIBHO YIOBIETBOPSET KPUTEPUSIM, KOTOPbIE
MOTYT OBITH C(OPMYITHPOBAHBI UCXOAS U3 TEOXUMUYECKUX U KPUCTANIOXUMHYECKHIX
co00pakeHH, HO ATO el€ He MO3BOJISIET C YBEPEHHOCTBIO YTBEPXK/1aTh, YTO PEIUIMKALIUSA
ponoHauvansHOM PHK ocymecTBisiack CTEMIIMHIOM T'paHel KIMEHHO 3TOT0 MUHEPAJIA.
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5. JanbHenwasn KOHKpeTu3auus. cepaeTternibCctBa LLUTOJIOrN4EeCKHne,
naneobuonormnyeckue, reHeTu4eckKue.

IIpoueccel cuHTE3a NOJUHYKIEOTHIOB, OCYILIECTBIISIEMbIE CTEMIIMHIOM MUHEPAIbHON
OCHOBBI, IIPH BCEM UX MPaBIONOA00UH, OCTAIOTCS MOKa (PEHOMEHOM Cyry00 YMO3PHUTEIbHBIMH.
Kpowme Toro, njaxke B ciyyae €ciy Hallla THIIOTE3a O BOSHUKHOBEHUHU U HAYAJIbHOM 3TaIrle
SBOJIIOIIMH BEpHA, OCTaeTCsA HEe UACHTU(PUIUPOBAHHBIM OpTO(dochaTHBI MUHEPAT OCHOBBI.
['e0XMMHUYECKUM U KPUCTAJUIOXUMHUYECKUM KPUTEPUSM, U3JI0)KEHHBIM B paszzene 4.4
MPEIIEeCTBYIOIEH IJIaBbl, yIOBIETBOPSIOT MHOTHE PocdaThl, XOTA anaTUT, OECCIIOPHO, CIETyeT
OTHECTH K HanboJiee nMepcreKTUBHBIM. B 3THX 00CTOATENBCTBAX MPECTABISIETCS Pa3yMHBIM
00paTUTHCS K UMEIOIIMMCS JaHHBIM 00 3BOJIOLMOHHON UCTOPHUH KUBBIX CylecTB. Eciu
IPOIIECCHl CTEMITMHTAa UMENTM MECTO, OHU JIOJDKHBI OBLTH ONpeeNEHHBIM 00pa3oM NOBIUATH Ha
00JIMK ApeBHEHUIINX OPraHU3MOB M OCTaBUTH CJIE/l B TEHOME OPTaHU3MOB COBPEMEHHBIX.
DoccHITU3NPOBAaHHBIE OCTATKA OPTaHU3MOB, UCTIONB3YIOUINX KPUCTAILTHUECKHE OpTodocdaTs
JUTSL CTEMITUHTA, MOTJIM COXPAHUTHCS B IPEBHEHIINX MOPOJaX, U UX aHAJIU3 MOXKET OBbITh
UCTIOJIB30BaH /7Sl HACHTU(UKAIIMN MUHEPAJIa OCHOBBI.

[lepBoHayanbHO, 11€7h HAMMMCAHUS JAHHOW TJIaBbl COCTOSJIA B OTHICKAHUH MTPU3HAKOB
CTEMITMHTa B COBPEMEHHBIX OpraHu3Max u B (HOCCHIM3HPOBAHHBIX OCTATKaX JPEBHEUIIINX
JKUBBIX cyliecTB. M3 Halllero mpeanoioKeHus: O CTEMIIMHTE allaTUTOBOM OCHOBBI KaK O
MeXaHU3Me T0OMOJIOTHYECKON IBOJIOIIMHA MOKHO BBIBECTH PSJ 3AKIIOUSHHIA O MOCIIEIYIOIEM
pa3Butuu coOpiTuii. ComocTaBieHue MpeIcKa3aHuil ¢ TeM, YTO HaOII01aeTCsl B peaIbHOCTH,
MOJKET CIIY>KUTb apT'yMEHTOM «3a» WIH «IIPOTHUBY IIpejaraéMoi Moieu 100M0J0THYeCKOn
spomonuu. [Ipu peanuzanuu ykazanHoi mporpammsl Bce 0oJiee Wil MeHee KOHKPETHbBIE
IpeJICKa3aHusl, KOTOPbIE MOKHO ObLIO U3MBICIUTD, 1EHCTBUTENBHO NOATBEPAMINCH. OHAKO B
nporecce paboTel 0OHAPYKUIOCH U HeuTo Oonbliee. [Ipenckasanus Teopun Mo3BOIUIN
Pa3bACHUTH NPUPOY Psia SABJIEHUI, 10 3TOr0 HE HaXOAUBLINX 00bsicHeHus. Kpome Toro,
MPOSICHUIMCH U HEKOTOPBIE aCMEKThI MPAKTUYECKOTO OCYIIECTBICHUS PEeaKIIHii MOJIMMEepH3aluu
HYKJIEOTHIOB CTEMIIMHIOM araruTa. B urore Marepuan HacTOAIIEH I1aBbl ObUT 3HAUUTEIBHO
pacIupeH.

5.1. CteMnuHr Ha PaHHUX cTagunsax MoneKynﬂpHon JBonounu.

MBI OCTYIHpyeM, 9TO B ONIPEIEIIEHHBIA MOMEHT BPEMEHH Ha 3eMJIe UMEITUCH YCIIOBHS JUIsI
CHHTE3a U PEIUIMKAIIUH MTOJUHYKIICOTHIOB ITYyTEM CTEMITHHTA TPaHei KPUCTAJUIOB araTHTA.
Craauu nporiecca CTEeMIIMHTA OMUCAHBI BhIIE, B pa3zaene 4.2. /g ux ocylecTBIeHUs
HE00X0IMMO HAJIMYHE KPHCTAIJIA allaTHTa B KOHTAKTE C PACTBOPOM, KOTOPBIN CITYKHUIT
UCXOJIHBIM pe3epByapoM HyKJIeoTH10B. HykHa Takke TuHaMUyecKas CMeHa yCJIOBHM, B
pe3ynbTare KOTOPO MMEET MECTO LIMKJIMYECKOE YepeJOBaHUEe CIAEAYIOUIUX CTaANM: afcopOIus
OJTHOLIETIOYEYHOTO MOJMHYKIe0TH 13, (Puc 4-3 A), ancopbuns MOHOMEPOB HYKJICOTHIOB,
00pa3yromux yoTCOH-KPUKOBCKHE TIaphl ¢ HykiIeoTuaamu noiaumepa (Puc 4-3 B), coequnenue
a/1cOpOMPOBAHHBIX MOHOHYKJICOTU OB (ochoanspupubivu cBsazsamu (Puc 4-3 T'), ynanenue
00pa30BaBIIETOCs TAKUM 00pa30M JABYXIICTIOUYEYHOTO IMOJIMHYKICOTHIA C TIOBEPXHOCTH
KpHUCTalJia IyTEéM AIIIOMPOBAHUS UITH ITyTEM pacTBOPEHUS KpUCTalIa, TeHATypaius
MOJIMHYKJICOTH 1A ¢ 00pa30BaHUEM JIBYX IIETIOUEK U, HAKOHEII, pACCESTHUE IBYX 00Pa30BaBIIIHXCS
IIEMOYEK B pacTBOpE.

MBI nostaraeM Takke, 9T0O Ha 3eMiie ObUTH CO3/IaHbl YCIOBUS JIJIsl MOJIEKYJISIPHOHM SBOJTIOIINH.
[Tocnennee BkitOYaeT B ce0st HATMUKE B paCTBOPE KaKUX-TO MOJIEKYJI, OOHAPYKHBAIOIIUX
CPOJICTBO K aIlaTUuTy, COPOMPYEMBIX €ro rpaHsIMu, 00JagaroNuX CeUPUICCKUMA
AKTUBHOCTSIMH, BCJIEJICTBHE YETO OHU MOT'YT OBITh UCIIOJIb30BaHbl HOBOOOPa30BaHHBIMU
pubo3umMamMu B KauecTBe KoakTopoB. [Iporiecc MoNeKyIsIpHOI SBOIIOIINH, OUYEBUIHO, HE MOT
ObI OBITH 3aITyIIeH MPU HATMYUK U30BITKA allaTUTOBBIX KPUCTAJUIOB — €CJIM KaXKJ1ash MOJIEKYJIa
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MOJIyYaeT AOCTYI K OCHOBE M PEIUTUIIUPYETCS, TO PEIUTUKAIIMH TPOTEKAET KaK LEeMHas peaKius,
C B3pPBIBOM, M 3TO MPUBOJUT K MTHOBEHHOMY HCTOLIEHUIO HCXOJAHOTO pe3epByapa HyKJICOTHI0B
0e3 Kakoi-1100 SBOIIOIUH.

B uenom, u3 o0mux coodpaxeHuit T0BOJLHO TPYAHO IMPEICKa3aTh, KAKUE B TOYHOCTH
YCJIOBHS IOJDKHBI OBITH CO3/IaHbI JJIs 3aIycKa Mpoliecca MOJICKYJIIpHOM 3Botoiuu. He sicna u
POJIb CIIy4allHOCTH B UCXOJI€ SKCIIEPUMEHTA: BCET/a JIM CO3/IaHre aHAJIIOTUYHBIX YCIOBUN OyIeT
COIIPOBOKIATHCS MOJIEKYJISIPHOM BOJIOIMEH. DTH BOIPOCHI HE MOT'YT OBITh Pa3bsCHEHBI 03
CHEIHMAalIbHBIX UCCIIEIOBAHUM, IKCIIEPUMEHTAIbHBIX U TEOPETHUECKUX. IHTYUTUBHO, IO Mepe
MCUEpIIaHus HCXOJHOTO pe3epByapa, Cyab0a TOi Uil HHOM MOJIEKYJIbl TIOJTHHYKJICOTH A B
JKCIIEPUMEHTE, BKIIFOUYAIOILIEM CTEMITUHT, Oy/IeT B IEPBYIO OUepeib OMPEIENIIThCS CKOPOCThIO, C
KOTOpPO# oHa peruiupyet cedst. [loaTomy nporecc ordbopa Ha paHHUX CTAIUSIX BOJIOIHMU OBLI,
BEpOSTHO, HalleJIeH Ha BIPaOoTKy Mosiekysbl PHK, konupyromieit pu6o3um, criocoOCTBYOIIHMA
CKopeiiiemMy ocymiecTBieH!I0 creMnunra. [1o1o0ub1i prubo3um, pasymeercs, CiocoOCTBOBAI
peruukanuu écex PHK, ancopOupoBaHHBIX KpUCTAIIIOM. MOJIEKYJIbl, CAMU HE SIBJISIBILIAECS
pr0Oo3MMaMu, HO OKa3aBIIUECsS BOJIM3H, TOXKE MOTIIN OBITh PETUTUIIMPOBAHBI B OOJIBIIIEM
KoJMuecTBe Konuit. OHaKo, mocie 1ecopOIuu U JeHaTypalui, BHOBb 00pa30BaHHbBIE
MaKpOMOJIEKYJIbl PACCEHBAIINCH, IEPEMEIIAINCH Ha Apyrue Kpuctayuibl. [Ipu 3ToM pubo3uMer B
OuepeHOM pa3 OKa3bIBAIKCH B IPEUMYIIIECTBE, & OCTAIbHBIE MOJIEKYIIbI YCKOPUTH CBOIO
PEIUTMKAINIO YK€ HE MOTJIH. B yClI0BHsAX, KOT/Ia CKOPOCTh PETUTUKAIIMH CTAHOBUTCS BEAYIIIUM
dakTopom oTOOpa, MpeACTaBISAETCS 1eNeCO00pa3HbIM CKOHIICHTPUPOBATHCSA HA TPYIHOCTSIX,
KOTOPBIE MOJIMHYKIICOTH/IbI TOJDKHBI OBLIH MTPEOI0JIEBATh MPH CTEMITHHTE.

5.1.1. TpynHocTH, BO3HMKAIOLIMeE IIPH OCYIIECTBJICHNH PelIMKALMHU IIyTéM CTEeMIIMHIA.

N3 o0mux cooOpaxkeHni, MOJIMHYKICOTH IbI, PEIUTULUPYIOIINECS CTEMIIMHIOM allaTUTOBOM
OCHOBBI, TOJIKHBI OBbUIM [TPE0JI0JIEBATh TPYAHOCTH TPEX TUNOB. [lepBas Tpy1HOCTH COCTOUT B
HE00XO0/IMMOCTH MPaBUIILHOTO YKOPEHEHUs! OHOLIETIOU€YHO MaTpHULIbl (KOJUPYOIEH
MIOCJIEI0BATEIbHOCTH) B OCHOBE. XapakTep 3aTpyIHEHUI, BOSHUKAIOIIUX B 3TOM CBS3H,
HEMOCPEACTBEHHO YCMaTPUBACTCS U3 PACCMOTPEHMSI IBYX YKOPEHEHHBIX B OCHOBY II€TIOUEK,
noka3aHHbIX Ha Puc 5-1. JleBas nenouka ykopeHeHa NpaBUIIbHO, IpaBasi — C HAPYIICHUSMHU.
[TpencraBisieTcs BecbMa BEPOSATHBIM, YTO MOJIEKYJISIpHAs 3BOIONMSA JOKHA Obljla MPUBECTH K
HOSBICHUIO pHO03UMa, CIIOCOOHOT0 PAaCIPaBIIATh MOJIEKYJTY OJHOLIEIOYEYHOTO
MOJMHYKJIEOTH/ A B LIEIOYKE OCHOBBI, YCTPAHSIOIIET0 U3THObl YKOPEHSIOIIENH S MOJIEKYIIbI
HOJUHYKJIEOTHIA.

Bropoe oueBumHOe 3arTpyaHeHue, Bo3HuKarouiee npu permmkanuu PHK  cremmnuzrom,
COCTOMT B HEOOXOJMMOCTH KaTaJIW3HpoBaTh oOpa3oBaHue GocPoaudrpupHoi cBs3u. ITa
peakuus, CcocTosIas B COEIUHEHHE [JBYX HYKICOTHAOB (HochoandGUpHBIM MOCTHKOM,
OTHOCHUTCS K TpyIIE peakluid, MIMEHYEMbIX peaklusIMU nepeHoca (ocdara, caMbIXx MeIJICHHBIX
B Onoxumuu. B kieTkax peakuuu mnepeHoca (ocdara OCYIIECTBISIOTCS IMpPH IOCPEACTBE
(bepMeHTOB, SBIAIOMIUXCS Hanbonee 3(PPEKTUBHBIMM U3 BCEX M3BECTHBIX KaTaIU3aTOPOB.
CriocobHOCTh  pubO3uMa  KaTalu3upoBaTh oOpazoBaHue QochoaudUpHOH CBA3M  MpHU
CTEMIIMHIe, HECOMHEHHO, JJOJKHA Oblla CTaTh OJHUM U3 BaXKHEHIINX (AKTOPOB MOJIEKYJISIPHOTO
otbopa.

Emé onHo mpensTCTBHE K MPaBUIBHOW pEIJIMKALUMU MpPU CTEMIIMHIE yCMaTpHUBaeTcs B
BO3MOXHOH Je(PEeKTHOCTH KpHUCTaia OCHOBBL. Hanmnune neeKkToB KpUCTAUIMYECKOH perméTku
Ha YYacTKe YKOPEHEHHUS MOXET MPHUBECTH K OIIMOKaM peIUIMKAIlih, MO3TOMY BEPOSTHO
BO3HHUKHOBEHHE  pHUOO3UMOB,  CIOCOOHBIX  JUArHOCTUPOBATh  IMOJOOHBIE  HApyLICHHUS,
OTCOEIMHUTH MAaTPHILYy OT OCHOBBI, IEPEMECTUTH €€ B APYTrOi y4aCTOK OCHOBBI U TaM YKOPEHUTH
3aHOBO.
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SERCPN
< NoSos
< soSok
>

B

Puc 5-1. CpaBHeHHE IPaBUIBHOTO PACIIONIOKEHHS OTHOLIEIIOYEYHOTO TOJIMHYKIICOTHAA B CTPOUKE OCHOBHI (A) H C
Hapymenusmu (B).
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AKTHBHOCTH pub03uMa, criocobHoro nepemectutb Mojekyty PHK u3 ogHoro ygactka
OCHOBBI B JIPyroi, 0TYaCTH HAIIOMUHAIOT aKTUBHOCTU coBpeMeHHbIX JJHK-Tpancno3oHoB,
paboTarOILIKX 110 CXeMe «BBIPE3aTh M BCTaBUTH» (Cut-and-paste transposition). Oxxako
COBPEMEHHBIE TPAHCIIO030HbI COOCTBEHHON KaTAIUTUUECKON aKTUBHOCTBIO He o0uafaroT. J{is
NPOBEICHUS Mapajuieseid MKy HUMH U APEBHEUITMMU PUOO3MMaMH TTOKA HET JOCTATOYHBIX
OocHOBaHMHU. [10 MOHATHBIM TPUYUHAM HET CBEACHUHN M O puOO3UMeE, PACHIPABISAIOIIEM MOJIEKYITY
PHK B ocHoBe. C ipyroii cTOpOHbI, U3BECTEH LIEIBIN Psii pUOO3UMOB, KaTAIU3UPYIOIIHUX
oOpa3oBanue pochoaudpupHoil cBs3M, U cO30aETCA BIEUATIECHHE, YTO 110 KpaliHel Mepe OJ1H
U3 HUX ObUI HETOCPEICTBEHHO 331€CTBOBAH B CTEMITUHTE.

5.1.2. UaTpous! rpynnsi |.
HuTponsl — 310 yuactku JJHK, koTopbie mpepriBaloT KOAUPYIOILIKE MOCIEA0BATEILHOCTH I'C€HOB.
[Tocne TpaHcKpuniuu HHTpOHBI ynamstorcs u3 Hespenot MPHK (mpe-mPHK) B mpouecce
crutaiicuara. OOHapyKeHHe MHTPOHOB CTaJI0 OJHOW U3 caMbIX OOJIBIIUX HEOKUIAHHOCTEH 3a
BCIO MCTOPHUIO MOJIEKYJISIPHOM TeHeTHkH, [678,685]. Bonpockl 0 BO3MOKHOM HPOUCXOXKICHUU
WHTPOHOB, (DYHKIIMSAX, BIMSHUU HA OPraHU3M, TOCTABJICHHBIE MIOCTIE UX OTKPBITHS B KoHIe 1970-
X, COCTABIIAIOT TPEIMET OKMBJIEHHOW AMCKyccMU 1O cue Bpems. OIHU WHTPOHBI COJEpKaT
OTKpBITYI0 pamKy cuuTbiBanus (Open Reading Frame, ORF), T.e. oHH KOAuMpyiOT OeikH, B
npyrux ORF He oOHapyxuBaetcs. Hexoropeie crenuanuctsl cuntatoT HHTpoHBI ¢ ORF Gonee
npeBHuMH, a He conepxkammx ORF — pexynupoBanHoil ¢opmoii, mockonbky uHTpoHbl ¢ ORF
00J1a/1at0T CBOMCTBOM MOOWJIBHOCTH, XapakKTepHOW uis napasutudeckux ¢opm JIHK, [683].
Opnnako OOJBIIMHCTBO CKIOHSETCS K TOMY, YTO HM3HAdajdbHO Bce MHTpoHBI He nmenn ORF,
nockonbky He coaepxamme ORF wmuTpoHBI Tpynmel | u rpymmer |l (cM. Hmxe) uacto
00HapYKUBAIOT CIIOCOOHOCTh K ayTOCILTACHHTY N Vitro, [679].

W3BecTHO HE MeHee YEeTHIPEX OCHOBHBIX I'PYIIIT HHTPOHOB, BBIIEISIEMBIX 10 CTPYKTYpPE U IO
MEXaHHU3MY PEaKIUH CIUIaiicCHHra:

(i) Cmnaiicocomubie HHTpoHbI. OOHapyXUBatOTCs B KoAupyrolen o6enku saepuoit JTHK

3YKapuOTOB, YAAIAIOTCS cIuaiicocoMoit, [680,685].

(i)  HHuTpoHs! B renax, koaupyroomwmx tpancnoptayro PHK (TPHK) apxeit u sykapuoros,
YAQIAIOTCS CIEIUATN3UPOBAaHHBIMU OeKOBbIMU (hepMeHTamu, [681], uzpeaka Te xe
MHTPOHBI 0OHAPYKHUBAIOT B KOAMPYIOIINX I'eHax apxen, [685].

(i)  WaTtponsr rpymmel |. OOnapyxwuBatorcss B TPHK u pubocomuoit PHK (pPHK)
Oaxrepuif, B ¢arax, B pPHK sykapnotoB, OTCYTCTBYIOT B apxesx; yIaJlsioTCs
ayTocriaiicuHrom [682,684].

(iv)  HWurponsr rpymmnsl |l. OOHapyxuBaroTCs B reHOMax OakTepuil, a B dyKapHOTax HX
HaXoJAT B TeHaX XJIOPOIUIAaCTOB M MUTOXOHJPUH, YIaNsSIOTCS ayTOCIIalCHHIOM

[679,685].

Hac B manHOM pazpene OyayT MHTEpecoBaTh, IJIaBHBIM oOpaszom, rpymmbsl |. UMenHo 3TH
UHTPOHBI SIBJIAIOTCA pUOO3MMaMu ¢ HAOOpPOM aKTMBHOCTEH, MHOTHE M3 KOTOPBIX OKa3bIBAIOTCS
0ecroie3HbIMA B COBPEMEHHBIX KUBBIX KJIETKaX, HO KOTOPbIE MOIJIM OBITh MCIOJIB30BaHbI MPH
MOJIMMEPHU3ALUHN HYKJIEOTUIOB CTEMITNHIOM.

Haubonee u3BecTHa CrOCOOHOCTH MHTPOHOB Ipymmbl | OCYIIECTBUTH ayTOCIUIAWCHHT, T.€.
pEaKIMIo, B X0/1€ KOTOPOH MHTPOH MCCEKAeT COOCTBEHHYIO MOCIJIE0BATEIBHOCTh U3 MOJIEKYJIbI
PHK, omHOBpeMEHHO ¢ 3THM JUTHpPYs OOpasylomuecs CBOOOJHBIE KOHIIBI J[JIi HECKOIBKHUX
UHTPOHOB Tpymiibl | 3Ta peakius MOXeT ObITh OCYIIECTBJICHA IN VItro 6e3 ydacTHs BHEIIHUX
(GakTopoB, OJHAKO JJs OSTOTO HEOOXOJUMBI TOBBIIIEHHBIE TEMIIEpaTypbl M BBICOKHE
KOHIIeHTpauuu cojeil. [lpu usnonornyeckux ycioBHsX cOOCTBEHHON aKTUBHOCTH (epMeHTa
HEIOCTATOYHO ISl OCYIIECTBIICHHS ayTOCIUIAHCHHTa, MO3TOMY IN VIVO peakiusl MpOTeKaeT C
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UCIIOJIb30BAaHUEM BHEIIHUX (PaKTOPOB, MPUUYEM B OJHUX cilydasx ¢axTopsl kogupyrorcs B ORF
CaMOro MHTPOHA, a B APYTUX MOCTABIISIIOTCS KIETKOM, [684].

[TomuMo ayTocraiiciHra, MHTPOHBI Tpynmnbl | cnocoOHBI KaTalu3WpoBaTh Psiji PEaKLUH,
COMPOBOXKAAIOIIMUXCSA 00pa3oBaHHEM, pa3pblBOM WM Mepestepudukanueii  (mepeHocom)
dochomurdupnoit cesazu [686]. [Ipupoanbiii pubO3UM IEMOHCTPUPYET Y3KYIO CHEIU(PUIHOCTD,
OJTHAKO HBOJIIOLIMEH IN VIr0 ObUIM MOJydYeHBI €ro MOAM(HUKAIIMH, OCYIIECCTBISIOIINE Pa3phbiB
dochomurdupnoit csizu st pasnuaabix PHK-cyOcTparos, a taxke u mist JJHK, [686,687].
beutn  monmydensl MoauduKanuu pubOo3MMa, KaTaIM3Upylomue MarpuyHbii cuHTe3 PHK
(template-directed  synthesis, cm. Beime, pasgen 3.2), [689,693]. Bricka3bBaIUCH
NPENIOJIOKEHNs, YTO HMHTPOH TIpymmbl | mpencraBiser co0oil ApeBHEHIIYI0 MOJIUMEpasy,
coxpanuBiiyrocs co Bpemén mupa PHK. MMeHHO Ha ocHOBe MHTpOHA rpymmbl I ceiekiuei in
Vitro ObLT moJydeH puOO3KMM, CITOCOOHBIN K PEIUIMKAIMH HEKOTOPHIX (parMeHTOB COOCTBEHHOM
MOJIeKYyJbl, H300paxkEHHblii Ha Puc 2-1. OpHako CTemeHb COOTBETCTBHS —IMPHHLUIY
kommuiementapaoctu (fidelity) okasamace odeHb HU3KOM, MCKIIOYANOIIEH YCICIIHYIO Iepeaady
HacnecTBeHHON nHpopmanuu. B cpennem 35% o0pa3zyeMbIX map HYKJICOTHAOB HE SBISIOTCS
YOTCOH-KPUKOBCKUMH, [678].

[Tomumo peaknuii ¢ oOpa3oBaHUEM, pa3pbIBOM HIU HepeHocoM (ochoandpupHON CBS3H,
UHTPOHBI Tpymmbl | cocoOHB 0OHAPYKUBAIOT CIHOCOOHOCTH KaTaJu3upoBaTh PEAKIHUIO
00paTHYl0 aMHMHOAIWIMPOBAHUIO (aMMHOALMJIMPOBAHUEM HA3bIBAETCS PpEaKLUs CBSI3bIBAaHUS
AMUHOKHCIIOTHI C COOTBEeTCTBYIOLIEH eif Monekyroit TPHK), [688]. ABTops! muTHpyemoii paboThl
BUIST B HAIMYMW TAKOW aKTHMBHOCTH YKa3aHUE, YTO MHTPOH Tpymmsl | Mor OBITH aMHHOAINII-
TPHK cunrera3oii.

AnbTepHATUBHASI TUMOTE3a MPOUCXOXKICHUSI MHTPOHOB TPYMIBI | COCTOMT B TOM, YTO STH
pUOO3UMBI SBISIOTCS MOTOMKaMHu mapaszutudeckux mojiekyn PHK, coxpanuBmmmucs co BpeMéx
mupa PHK, [690]. UuTpoH, cornacHo rumnorese, BcrpauBaiics B moJiekysbl PHK ucnonb3ys T.H.
obpatHbIii cruaiicunr (inverse splicing) — peakiuio, 0OpaTHYIO ayTOCIUIAHCHHTY, TEM CaMbIM
NPUHYXAAs] UX TPOU3BOIAUTH COOCTBEHHBIE KONMUU. [IpOTHBHUKN JaHHOW THIIOTE3BI OTMEYAIOT,
YTO CTOJIb JIPEBHEE MPOUCXOXKICHHUE IIOXO COrjacyeTcsi ¢ HaOIIOAaeMbIM CHOPATUYECKUM
pacnpocTpaHEHUEM HHTPOHOB TIpynmbl | B COBpEMEHHBIX T'€HOMax, a Oojee BCEero — C
OTCYTCTBUEM UX B reHOMax apxeil, [684]. Kpome Toro, runoresa He 00BACHSET OYEMY, TOMHUMO
ayTOCIIaiCUHTa, UHTPOH CIIOCOOEH KaTaIU3UPOBaTh U IPYTUe PeaKiiu.

Hanuune y untpoHa rpynmns! | 1ByX akTUBHOCTEH, epBast U3 KOTOPHIX COCTOUT CIIOCOOHOCTH
KaTaJU3upoBaTh OOpaTHBIN CIUIAMCHUHT M ayTOCIIJIACHHT, a BTOpas 3aKJII0YaeTcsl B CIIOCOOHOCTH
KaTaJn3upoBaTh obOpa3zoBaHue ¢ochoanspupHoil cBi3M (B OTCYTCTBHE CHOCOOHOCTH
perynupoBarh CTENEHb COOTBETCTBUS MPUHIUIY KOMIUIEMEHTAPHOCTH), HAXOAUT €CTECTBEHHOE
00BSICHEHHUE, €CIIU MPENONI0KUTh, YTO ATOT pUOO3UM HCIIOJIB30BANICS B KAUeCTBE MOJIMMEPA3bl
npu cremnuHre. B camom  genme, BBICOKMH  ypOBE€Hb  COOTBETCTBHUS  IPHUHIHUIY
KOMILJIEMEHTAPHOCTH MPU CTEMIIMHIE TapaHTUPYETCs CTEPUUYECKMMU OCOOEHHOCTSIMH Ipolecca
T.€., B KOHEYHOM C4Y€Te, F€OMETPUUECKUMU OCOOEHHOCTSIMM OCHOBbI. CTaaus CTEMIIMHIa, Ha
KOTOpOH mMmeeT MecTo oOpazoBaHue (ochoandPpUpHBIX CBs3€H, OCYIIECTBISETCA YXKE Iocie
TOr0, Kak BCE YOTCOH-KpPUKOBCKHE TMapbl chopMmupoBaHbl. TeMm caMblM, pHOO3UM,
OCYIIECTBIISIOUINM KaTalu3, B OTJIIMYME OT COBPEMEHHBIX IOJMMEpa3, He JOJDKEH 00J1alaTh
CEJIEKTUBHOCTBIO, MTO3BOJIAIONIEH KaTalu3upoBaTh 00pa3oBaHUE CBSI3U JIMIIb JJI HYKJIEOTH]IOB,
00pa30BaBIIMX YOTCOH-KPHUKOBCKHE Maphl. [lanee, cnocoOHOCTh MHTPOHA TpyNbl | BHEAPUTHCA
B Mosiekynny PHK mocpenctBom oOpaTHOro crutaiicunra, a 3aTeM BbICBOOOJUTHCS MOCPEICTBOM
ayTOCIUTACUHTIa, JIUTHPOBAB OOpPa30BaBIIMECS KOHIIBI, HE NMPHUYMHSAS BpeAa pPEIUITMLUPYEeMOM
MOJIEKYJIe, HAaBOJUT HA MbICIb, YTO JTOT pUOO3UM BXOOWI B CHUMOMOTHYECKHE
B3aMMOOTHOIICHUS C peruuiupyonmmMucs pudosumamu mupa PHK (1 e 6601 napazutom).

B nocnenyromemM, HHTpOH rpymnmbl | Mor ObITh UCIIONB30BaH Ui KaTanuza pochoandgpupHoii
CBSI3M IIPU CTEMIIMHIE HA KJIETOYHOM CTaJAWM DBOJIIOLMM, BO BCE BpeMs, yIIEAIIEE Ha CO3JaHUE
bona fide monmumepas. B pasmenax 5.5.2 u 5.10 mpeanokeHa rumoTe3a 3BOJIONUNA HHTPOHOB
rpynmnsl |, cormacHO KOTOpOW 3TH HMHTPOHBI COXPAHWJIMCH JIO HAIlMX JHEW MOTOMY, YTO B
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MOMEHT, TIPEIIICCTBYIONUN BO3HUKHOBEHUIO TPEIKOB 3YKAPUOTOB, TPAHCKPHUMIINS U 0OpaTHAast
TPAHCKPUIILIUA Yy TpeAKoB OakTepuili BCE emé OCyIIeCTBISIaCh CTEMIMHIOM araTuTa.
OTtcyTcTBUE 3TOrO MHTPOHA y apX€il CBA3aHO € TEM, YTO MPEAKH apXel K TOMY BPEMEHH YXKe
o63aBenuchk bona fide monumepasoit (s perummkanuun PHK).

'umoTe3a 0 MPOUCXOKICHUH U OMOJIOTUYECKOM TIPEIHA3HAYCHUH ABYX JIPYIMX aKTHBHOCTEH
MHTpPOHA TPYIIBI | — CHOCOOHOCTH KaTalnu3upoBaTh aMUHOALMIMPOBAHUE, a TAKXKE CIIOCOOHOCTh
€ro JIMTUPOBAaTh COOCTBEHHBIE KOHIBI ¢ 0Opa30BaHUEM KOJBIIEBOM MOJEKYJIbl — H3J0XKEHA B
pasaene 5.5.

[Tomumo uHTpoHOB rpynmsl |, umeercs: emeé oAMH MHTPOH, OOHAPYKUBAIOLIMN CBOWCTBA
pubo3amu — uHTpoHbl Tpymnmbl Il. OmgnHako, B oTiauwyue OT HWHTpOHOB Tpynnel |, HabOp
KaTaJIM3UPYEMBIX PEAKLUH CYIIECTBEHHO yXK€: OHH CIOCOOHBI KaTaJU3UpOBaTh ayTOCIUIAHCHHT,
0oOpaTHBIN CIUTACHHT, a TaK)K€ PEaKIUIO JUTUPOBAHUSA COOCTBEHHBIX KOHIIOB C 00pa3oBaHHEM
KOJIbIIEBOM MOJeKysbl. [lo aHanorum ¢ MHTpoHamMu Tpynnbl |, MOXKHO MPEANOJIOKUTH, YTO
uHTpOHBI rpymibl || Toxxe Bosuukim B mupe PHK, uto onm kak-To B3aumopeiictBoBanu ¢ PHK-
TeHOMaMH, BCTPANBAsCh B HUX B OJIHUX YCIIOBHUSAX MYTEM OOPATHOTO CIUIAWCUHTA, PEILTUIIUPYSICH
BMECTE€ C XO3iMCKUM TI€HOMOM, 3aTe€M IMOKHJas XO3AWCKUH T€HOM MyTEM ayTOCIUIaCHUHTIA.
[Tockonbky y WHTpOHOB rpymnmbl || He omucaHbl aKTHMBHOCTH, TOTEHIIMAIBHO CHOCOOHBIC
COCTaBUTh OCHOBY Ui CHMOMOTHYECKUX OTHOIICHUH C JPYTMMH MOJIEKYJIaMH, MO>KHO
IIPEATOIIOKHTh, YTO 3TOT MHTPOH BO3HMK Kak Iapazuthdyeckas Mosekysa mupa PHK. Bopouewm,
HENb3s MCKIIOUUTh, YTO TOJIE3HbIE CBOMCTBa OyayT OOHApyKeHbl MPU HCCIEIOBAHUU
B3aMMOJICHCTBUSL WHTPOHOB rpymmbl || ¢ HyKIEHHOBBIMH KHCIOTaMH, aJICcOpOMPOBAHHBIMHU
anatutoM. Bo3moxkno, unTpoH rpynnel |l unu ero PHK-pemnmka u Obuia pubo3umom,
pacnpaBiIsBILIUM MOJIEKYJYy OJHOLEIIOUYEYHOIO MOJIMHYKIEOTHIa B CTPOYKE OCHOBBI.

Ecnu u3noskeHHas 3[1eCh TUIIOTE3a O MPUPOJIE UHTPOHOB Ipynmnbl | BepHA, TOrAa OHU MOTYT
OBITH HWCIIOJIB30BAHBI TPH SKCIEPUMEHTAILHOM BOCHPOW3BEICHUN PEAKIUN TMOIMMEPHU3AIUU
HYKJICOTH/IOB CTEMIIMHIOM amaTUTa B J1a0OpAaTOPHBIX YCIOBHSX. OTHM, BO3MOXHO, Oyner
OTKPBIT TYTh JUIS TOJNyYEHHs] TMOJMHYKICOTHIOB W3 HYKJICO3UATpUPOCcHaTOB WIH U3
MPEaKTUBUPOBAHHBIX HYKJICOTHUIOB B YCIOBUSX, Korga docdonudbupHas CBA3b HE SBISETCS
TEPMOJMHAMUYECKH CTaOWIbHOW. Pazymeercs, HE0OXOAMMO MPOBEPUTH IKCIEPUMEHTATBHBIM
nyTéM, COXPAHUTCA JM KaTaJUTHUeCKas aKTUBHOCTh HMHTPOHOB Tpymmbl | B OTHOIIEHUU
cyOCcTpaToB, aJIcOPOMPOBAHHBIX alTaTUTOM.

Brimie yxe ObLIO YIMOMSHYTO, YTO ayTOCIIAHCHHT MHTpOHOB rpymmsl | u rpynmer |l mpu
(U3HOIOrMUECKUX YCIOBUSX OCYILECTBISETCS MPU y4acTHH OENKOBBIX (aKTOpOB, T.H. MaTypas
(maturase). AyToCIUTaliCHHT HHOT/Ia MOXET OBITh OCYIIECTBIEH IN Vitr0, B OTCYTCTBHE MaTypas,
HO JIUIIb B YCIIOBUSX, NANEKUX OT (PU3HOJOTUUECKUX — MPH MOBHIIEHHOU TemmepaType (45°C),
npu BeicOkHX KoHIeHTparusax MgCl, i ZnSO,, MOBBIIEHHBIX KOHIIEHTPAIUSIX SJICKTPOIUTOB
(trakux kak (NH4)2SO4), [691,692]. OueBuaHO, (GHUIUKO-XMMHYCCKHE CBOWCTBA CPEIBI,
ONTUMAJBHBIC TSI ayTocIiaiicuiara uHTpoHoB Tpymi | u 11, 6au3ku k ycnoBusm, HabII0aeMbIM
BOIM3M BbIX0/0B reorepMm. Huke, B pasgene 5.2 mokazaHo, 4TO )XKM3Hb Ha €€ paHHUX CTaJUAX
TOJILKO W OblJIa BO3MOXKHA BOJIM3HM T€0TepPM, MOCTABJISABIIMX KPUCTAIJIBI aaTUTa MOAXO/SIIEro
KauecTBa. TeM caMmbIM, yCJIOBHS, ONTUMAalbHbBIE I ayTocIlaiicuHra (B OTCYTCTBHE MaTypas),
COBMAJIAlOT C YCIOBHSIMHU, B KOTOPBIX HWHTPOHBI rpynnbl | u rpynmer |l momxHbl ObLIH
(GYHKIIMOHUPOBATh OKOJIO YETHIPEX MUJUIMAP/AOB JIET Ha3al, KOrJa HU MaTypas3, HU KaKUX-TH00
UHBIX OenKoB emni¢ He cymecTBoBasio. COBpPEMEHHBIN ONTUMYM COBIAJAeT C YCIOBHSIMH, B
KOTOPBIX 3TH PUOO3UMBI BO3HUKIIA B MPOIIECCE MOJICKYIISIPHOM IBOJIOIIHH.

5.1.3. Yaudpopmusanus HyKJIEOTH/I0B.

HcxomHblii pe3epByap, BEpOsSTHO, COAEPIKAT PaBHBIE KOJHMUECTBA HYKIICOTHUIIOB YETHIPEX
BO3MOXHBIX TUIOB: 0-D , B-D, a-L u B-L (cumBonsl o u B coorBeTcTBYIOT aHOMepy, a D u L —
SHaHTHOMEPY). Brlie, mpu 006CyX IeHNN MPOLECCOB CTEMITMHTA B YacTH 4.3 ObLI0 OKa3aHo,
YTO LIEMOYKHU MOJIMHYKJICOTHIOB, 00Pa3yIOIIHMECs B X0JI€ 3TOT0 MpoIecca, TOIKHbI
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PEUMYIIECTBEHHO COCTOATh M3 MOJIEKYJ OJ{HOTO TUMa. [Ip1 3TOM B 3aBUCHMOCTH OT JIOKAJIHOU
CUMMETpPUHU T'PaHHM, UCIIOJIb3YEMOM B KaU€CTBE OCHOBBI, BEPOSITHO 0Opa3oBaHUE
JBYXIIETIOUYEYHBIX MOJIEKYJI, COCTOSIINX U3 aHTUIIAPAJIICIBHBIX IIETI0YeK 0-0L Min [3-f, win ke
napajjielibHO OpUEeHTHPOBAHHBIX Lienodek a-f. IIpeamnonoxumM, JokaabHas CHMMETPHS OCHOBBI
croco0cTBOBajIa 00Pa30BAHNIO AHTUIIAPAJUIEIBHBIX LIENOYEK (KaK B COBPEMEHHBIX
neyxnenoueynsix JIHK u PHK).

Mgl He 3HaeM, CKOJIb 3HAYUTEIbHON MOXKET ObITh CEIEKTUBHOCTH MPOLIECCa CTEMITUHTA B
OTHOILEHUH YHAHTUOMEPOB U aHOMEPOB, OJJHAKO OHA 3aBEI0MO HE MOIJIa ObITh A0COIIOTHOM.
Peub MOXET UATH O IPEBAMPOBAHUY HYKJICOTUAOB OJHOTO TUIIA B KAYKJI0U OTIAECIBHOU
JIBYXIIETIOUYEYHOI MOJIeKyJIe, HO NIpeBaIMpOBaHKE 3TO He ObLI0 cTonpoueHTHbIM. Kpome Toro,
prOO3MMBI, COCTOSIIIIME U3 HYKJICOTHIOB OJTHOTO THIA, CKakeM [3-D, Moriu nucnonab3oBath B
KadyecTBe KO(PAKTOPOB HYKJIEOTH/Ibl UHOTO THIA, o.-L HampumMep (Mcnosb30BaHUE HYKJICOTHIOB B
Ka4yecTBe KO(PAKTOPOB OMUCAHO JUIsI HEKOTOPBIX pUuOO3UMOB). B 3T0i1 CBA3HM BO3ZHUKAET BOIPOC:
KaK 9BOJIIOLIMS] MAKPOMOJIEKYJI, 00pa3yroIuXcs B IPOLiecce CTEMIIMHIA, HE 00eCcIeYrBarOILEM
a0COJIFOTHON CEJIEKTUBHOCTY B OTHOILIEHUU aHOMEPOB U YHAHTHUOMEPOB, MOTJIAa IPUBECTH K
COXpaHeHMIO JHIb B-D-HyKIeoTua0B B COBPEMEHHBIX OpraHu3Max?

CeneKTUBHOCTD MTPOLIECCOB CTEMITMHTA B OTHOILIEHUM aHOMEPOB U YHAHTHOMEPOB J0HKHA
ObUIa IPUBECTH K BOBHUKHOBEHHUIO U COCYIIECTBOBAHUIO YETHIPEX TUIIOB
CaMOBOCITPOU3BOIALINXCS ABYXIEIIOYEUHBIX MTOJIMHYKIEOTHI0B — COCTOSIILIUX
npeumyuiectBeHHo u3 a-D, B-D, a-L u B-L nykneorunos. CocyuiecTByromuye B IEPBUYHOM
pe3epByape ueTsipe (opMBI (TIpeI)KU3HH, BEPOSITHO, PAa3BUBAINCH O0JIee HIH MEHee
HE3aBUCHMO OJIHA OT APYTOM, C pa3HOIO CKOPOCThIO. [IoaTOMY McuepriaHie HCXOAHOTO
pe3epByapa HyKJIEOTH/I0B TOXKE 110 C pa3HON CKOPOCTHIO AJIsl Pa3HBIX 3HAHTUOMEPOB U
aHoMepoB. PaHO MM 1O3/1HO KOHIIEHTpalLKsl OJJHOr'0 U3 TUIIOB HYKJIEOTUIOB, CKaXkeM [-D-
HYKJIEOTHJIOB, I0JI’)KHA ObUIa JJOCTUTHYTh YIpOKarollle HU3KUX 3HaYeHU. Moekybl,
COCTOSIINE U3 HYKJICOTUAOB 3TOT0 KJIacca, JOJKHBI ObUIM OTPEarupoBaTh U BHIBECTU B CBOEH
cpenie prubOo3UMBbl, CIOCOOHBIE CHHTE3UPOBATh HYKJICOTHU/IbI U3 KAaKUX-TO 00JIe€ IPOCTHIX
OpPraHUYeCKUX coeMHeHUH. DTO mo3Bonnio B-D-nenoukam 61aromnoyyHo NepexuTb MOMEHT
McYepIaHus UCXOIHOTO pe3epByapa B OTHOIIEHUH COOTBETCTBYIOIIMX MOHOMEPOB. BeposiTHo,
LENOYKH, cocTosmme u3 B-D-HykneoTH10B, OCBOMIN CHHTE3 HYKJICOTUIOB UMEHHO 3TOTO
KJacca.

Hanee, ecu pub031M, COCTOSIIIMI NPEeUMYILeCTBEHHO U3 B-D-Hykneotunos, B kauecTse
Ko(akTopa ucnonap3oBan o-L- HykiIeoTu I, 3TO paHO UK TTO3HO JTOJDKHO OBLIO CTaTh
UCTOYHUKOM 3aTpyAHEHUH, IOociie HCUepIaHus pe3epByapa B OTHOIIEHUH o-L-HykieoTua0B. B
NPUHIAIIE, PUOO3UMBI MOTJIA OBl OCBOUTH CHHTE3 M 3TOTO THITa HYKJICOTH/IOB, TOJI00HO TOMY,
KaK paHee MMU ObUT OCBOEH CHHTE3 HyKJIeoTHI0B B-D-Tuna, oqHako Takoi myTh sIBIsSETCS
IBOJIFOLIMOHHO 3aTpaTHbIM. CHHTE3 MOHOHYKJICOTHI0B € NOVO — 3TO 3a/1a4a CI0XKHAas.
3HaYMUTENBHO NPOLIE BUJOU3ZMEHUTh UCXOAHBIH pUOO3UM Tak, YTOOBI BMECTO o-L-HyKiieoTnaa
OH HCITI0JIb30BaJl COOTBETCTBYIOLIM B-D-HykiieoTua B kauecTBe kodakTopa. B npaktuke
IKCIIEPUMEHTOB TI0 MOJICKYIISIPHO# SBOIOIHH IN Vitr0 W3BECTHBI IPUMEPBI IEPEXOI0B C OHOTO
Ko(akTopa Ha Ipyrou, Koraa KopakTop pud03rMa MEHSETCS Ha IPYTYI0 MOJIEKYITY CXOTHOM
CTPYKTYpbI. Takue nepexo/ sl MOT'yT ObITh OCYILECTBIEHBI CPABHUTENBHO OBICTpO. Takum
o0pa3zom, B-D-uenoukamu OblT 0cBOeH cuHTE3 -D-HYKI€0THIOB, U ATOTO 0Ka3ajJoCh
JIOCTaTOYHO.

B cuiny Kakux-To MpUYKH, OCTAIOLIUXCS 3arajKoil, B X0/1e MOCIe1yIOIIeH IBOIIOIHNH B
IPUPOJIE COXPAHMIUCH TOJIBKO -D-11emouku, a octanbHble TpU (OPMBI PEIUTULIUPYIOIIUXCS
MOJIMHYKJIEOTHI0B Mcue3n. [IocKoIbKy CHHTE3 HYKJIEOTHAOB, HE OTHOCSIUXCS K Ty -D,
BBDKUBIIMMU MOJIMHYKJIEOTHIAMHU OCBOEH HE ObLI, HACTYITUIIO TOTAJIbHOE eTMHOO00pas3ue
HYKJIEOTH/IOB B OTHOIIIEHUH aHOMEPOB M SHAHTHOMEPOB.
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5.2. Ponb reotepm.

Pennukarust ¥ TpaHCKPHITIHAS CTEMITMHTOM TIPEIONAraloT PU3NISCKUI KOHTAKT
OCYIIECTBIISIOIIET0 UX OpraHiu3Ma C MOBEPXHOCThIO KpHucTalia. Ecnu Hamie nmpenanonoxenue o
pOJIM anmaTUTa B MPOUCXOXKICHUN )KU3HU BEPHO, KHU3Hb HA CAMOM PaHHEM, Ha4aJIbHOM e€ dTare
ObLy1a BCsI IOKAJIM30BaHA HAa TPaHSIX KPUCTAILIOB 3TOro MuHepana. Ha cyiie u Ha 1He OKkeaHa B
paHHEM apXxee MOTJIH MPUCYTCTBOBATH JIUIIH JIBA TUTIA KPUCTANIOB allaTUTA: IeCYHHKH,
BBICBOOOKJAIOIIMECS IPU BHIBETPUBAHUU KPUCTAJUIMUECKUX MOPOJ (MHTPY3UBHBIX WU
MeTaMOPPUIECKHX ), ¥ KPUCTAILTBI, 00pa3yromuecs BOIH3U Te0TepPMATbHBIX HCTOYHUKOB.
Ocanounbix GochopuTOB B TE€ BpeMeHa OBbITh He MOTJIO. Bee n3BecTHbIe TUIIBI (HOCHOPHUTOB
00pa3yIoTCs MPH Pa3I0KeHUU OPraHUKH, COBOKYITHAsI Macca KOTOPOH JJOJKHA Oblia ObITh
MOMCTUHE HUYTOKHOM, KOJIb CKOPO BCE )KUBOE OBLIO COCPETOTOUECHO Ha MOBEPXHOCTH
anaTUTOBBIX KPHCTAJLJIOB.

Bonpoc 00 orpanke anatuTOBBIX KPUCTAIIOB B IAHHOM CIllydae UMEeT MPUHIUITHATIEHOE
3HaueHUE. AMATUTOBBIC IECUNHKH, OKATAaHHBIC U JIUIIEHHBIE TPAHEH, HE TIPEACTABIISLIN
00JIBIIOro UHTEpPECa B PACCYKICHUH PEIUTMKAIIMH UITH TPAHCKPHUILHMHU (€CIIU Peub UAET O
CYIIECTBAaX, YbM T€HOMBI COM3MEPUMBI C TCHOMaMH OPTaHU3MOB COBPEMEHHBIX). B
TUAPOTEPMANIBHBIX KE OTIOKEHHUIX YacTO OOHAPYKUBAIOTCS XOPOIIO OTPaHEHHBIE KPUCTAILIBI.

B Mo&M pacniopsiKeHHMH €CTh JIMIIb OTPHIBOYHBIC CBEICHUS 00 araTUTE U3 COBPEMECHHBIX
reoTepm, JOCTYIHbIE Yepe3 UHTEpHET. M3 HUX HEBO3MOKHO COCTaBUTH 00IIeH KapTHHbBI. TeM He
MeHee, BBIJICIICHUS ITOI0 MUHEpaJia ISHCTBUTEIIHFHO OBLIM OMUCAHBI B TEOTEPMATHHBIX TOJISIX
Baii-O-Tany, HoBas 3enannus [99], bakon-Manurto, @ununnunsl [ 100], KaBepay, Hopas
3emannus [101], HexkoTopeix apyrux [102,103]. Kpuctaiisl anmarura ObUIM BCTPEYEHBI B 0CAKAX
B paifoHe MOJIBOAHOM I'MAPOTEPMAIbHON aKTUBHOCTH, T.H. ueprblx Kypurvuuros (black smokers)
B BocTouHOM yacTu Tuxoro Okeana [104]; a3ToT amatut, Bpoyem, MOT UMETh U OMOTEHHOE
MpOUCXOXkaAeHHE. J[eaTeIbHOCThIO MTOABOJHBIX T€0TEPM aHATIOTUYHBIX YEPHBIM KYPUTLUYUKAM
OOBSACHSIOT IPOUCXOXKICHNUE allaTUT-MarHETUTOBBIX PyA ByikaHa Jinb Jlako, Yunu [105]. B
I[EJIOM, BO3MOKHOCTb 00pa30BaHus KPUCTAJUIOB allaTUTa y BBIXOJOB F€OTEPM, B TOM YHUCIIE
TIOJIBOTHBIX, COMHCHHIA HE BHI3BIBACT.
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Eukarya arthropoda

nematoda
alveolates animals
stramenopiles chordata (homao)
£ invertebrata
rhodophytes fungi
mycetozoa
- chlorophytes
euglenozoa
amoebas
diplomonads
amoebo-flagellates
|
Bacteria high G+C ___.——-"4' trichomonads
gram positive clostridia

spirochaetes ] -
microsporidia
desulfotomaculum

evanchacteria  SEED non-sulphor
. . bacteria
ino-

green sulphur

) bactenpa sulfolobus

igni metallosphaera

chlamydia thermotoga pfro thermofilum Archaea
1qti thermoprotens :

pyrococcus

thermococcus

methancbacterinm

methanothermus

methanopyrus

archaeoglobus/ferroglobus

flexistipes

Proteobacteria

thermo-
anaerobinm

B i y \?—_
] aquifex thermo- N eq. i lac
fibrobacter thermocrinis vibrio I \ T halobacteriales
v desulfuro- archaeota methanoplanus
bacterium methano- methanomicrobivm

coccales | methanosarcing

thermoplasma  EESIGIEIIEEWE]

low GC gram positives
(Bacillus, Mycoplasma,
Lactobacillus)

Puc 5-2. ®unorenernyeckoe APeBO KU3HU, OCHOBaHHOE Ha cornoctarieHnn PHK u3 manoii cyobequHUIB!
puboCcOoMBI. YTONIIEHHBIME JIHHASIMH BbIeIeHbI runeprepmoduist (hyperthermophiles). 23 o63opa [106].

HampammBaercst BBIBOJI, UTO BCSI )KU3Hb B HAUAJIbHBIN €€ ATall «TerIuiacky BOIU3U
reoTepMaJIbHBIX UCTOYHUKOB, BOCIIOJIHSABILINX 3aachl KPUCTAJUIOB TOTO BELECTBA, KOTOPOE
HapsuH B «[Ipoucxoxaenun Bumos» Ha3Bal «CTOJb IEHHBIM U3BECTKOBBIM (pocdarom» (the
precious phosphate of lime), [107]. [IpeBHeiiine opraHiu3Mbl, TEM CaAMbIM, TOJKHBI OBLITH
aJanTUPOBAThCS K TUIIMYHBIM JJIs1 3TOU Cpelibl 00UTaHus BBICOKMM TeMmeparypaM. [locinennee
IPENOI0KEeHNE HETPYAHO IPOBEPUTH, IIOCKOJIBKY HAKOIJICHHBIN 00bEM TaHHBIX O
(GUIOreHeTUYECKUX B3aUMOOTHOILIEHUSIX MEX/1y COBPEMEHHBIMU MUKPOOPTaHU3MaMHU MTO3BOJISIET
JienaTh BBIBOJIBI O TOM, KaKe OpraHU3Mbl BO3HUKIIM paHbllle, a Kakue — nozxe. Ha Puc. 5-2
MPEJICTaBICHO MOJHOE (PUIOTeHETUYECKOe IPeBO Beex GopM »ku3HH. [yOrnHa yKopeHeHHs Ha
3TOM JPEBE CIIY’KUT MEPOU JPEBHOCTH COOTBETCTBYIOLIEH IPYIIIBI OpraHu3MoB. BeTsu
runeprepmModuios (T.e. OpraHM3MOB, KuBYyIKe npu Temmneparype 80° C u Bblllle) HAHECEHbI
YIIUPEHHBIMU JTUHUAMH. Kak MOXHO BUAETH, TUIIEPTEPMODUIBI — ATO MATh HanboJee JPEeBHUX
rpym: Aquificales u Thermotogales B nomene 6akrepuit u Nanoarchaeota, Pyrodictiaceae u
Methanopyraceae B toMeHe apXeil.

Pacrnionoxxenue runeprepModuiioB Ha GUIOTEHETUYECKOM JIPEBE YKa3bIBAET, UTO BCE OHU
MPOUCXOAT OT OHOTO 001Iero npeaka, [106]. BeiBoa o ToM, U4TO ApeBHEHIINE )KUBBIS
cyliecTBa ObuIH runepTepMouiIaMu, U 4TO KU3Hb, CJIEI0BAaTENIbHO, BO3HUKIA B BHIXOJaX
reoTepm, ObLIT c/ienad OoJiee IBAALATH JIET Ha3aj Ha OCHOBAHUU JIaHHBIX (DUIIOT€HETHYECKOTO
aHaiu3a. BeIBo/1 3TOT BbIIEpKal MPOBEPKY BPEMEHEM, OJHAKO TOUHbIE IPUYUHBI SIBICHUS
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OCTaBaCh HEM3BECTHBIMU. Hanbonbiiee pacpocTpaHeHrne OTyYuiIia TOUYKa 3peHHUs, COTIIaCHO
KOTOPOM IpeBHEHIINE OPraHU3MBbl TATOTENN K TOPSIYUM HCTOYHUKAM, TIOCKOJIBKY HYKJIAIKCh B
MUIIE U YHEPTUU.

C Touku 3peHusi pa3BUBAEMOI 3/1eCch THIOTE3bI [IporcX 0K IeHNs, OpraHU3MbI POCTO HE
MOTJIM BOCITPOU3BOIUTECS BHE KPUCTAIIIOB, KOTOPBIE MOXHO OBLITO OOHAPYKUTH TOJIBKO BOJIM3H
BBIX0/I0B reoTepM. OpHeHTalUs e UX Ha MEXaHU3MBbI TIUTAHUS U JIbIXaHUS, OCHOBAHHbBIE HA
BEIIIECTBAX, JOCTYIMHBIX B reoTepMax (OMHUCAHHBIE B IUTUPYEMOM Bbilie 0030pe [106] u
coJiepKalnxcs B HEM CCbUIKaX ), IPEICTABISAIOT COOOH ClIeICTBUE UX 00pa3a KU3HH, a HE
npuunHy. [lepBonpuurHa 3aKI04aeTcsl B MPAKTUKYEMOM MEXaHU3ME PEIUIUKAIUU 1
TPAHCKPHUIILIUH.

| Puc 5-3. JIpy3a KpUCTAIIOB alaTATA.

31ech U 1anee NPUMUTHUBHBIE OPraHU3MbI, OCYIIECTBISIONINE PEIUTUKAIIUIO U TPAHCKPUIIIHIO
Ha a0MOTEeHHBIX KPUCTAJUIAX alaTuTa, OyAyT Ha3bIBaThCs Opy3o6ukamu. [10100HO COBpeMEHHBIM
coOMpaTesiM MHHEPAJIOB, OHU OBUIN OOJIBIIIME OXOTHUKH JI0 JIPY3, TAKUX KaK H300paxEHHas Ha
Puc. 5-3. OgHako, B OT/IMYHE OT KOJJIEKIIHOHEPOB, APY30BUKH MPOSBISLTA HHTEPEC JIUIIb K
OJIHOMY MUHEPATBFHOMY BHUJY, a OKa3aBIIHUECs B UX O0JaJJaHNH KPUCTAIIBI OBICTPO yTpaUHBaIIU
0JecK.

5.3. Ponb xMMn4yecknx cBOMCTB NOBEPXHOCTU anaTuTa.

[Iponiecc creMnuHra — 3TO MOPA3UTEIBHOE SIBICHUE, KOTOPOE, BUAUMO, TOJIBKO U MOTJIO
OCYIIECTBUTHh a0MOTCHHBIN CUHTE3 MOJUHYKICOTHIOB U UX peruukamuio. OgHaKko 0THOTO 3TOTO
npoliecca, OUeBUIHO, HEJOCTATOYHO /Il BOSBHUKHOBEHUS KU3HU. MUHepa, HCIOJIb3yeMbIH B
Ka4yeCTBE€ OCHOBBI, IIOMHUMO CHOCO6HOCTI/I BBICTYHI/ITI) B TaKOBOM Ka4y€CTBEC, JOJXKECH TAaKXEC
o0nanate CBOMCTBaMH COpOEHTa U KaTaau3aTopa.

B camom nene, mobuomornyueckas 3BOJIONMS J0DKHA ObUTa OBITH HAIIPABJICHHOW Ha
COBEPILIEHCTBOBAHUE PEIUIMKAIIMU PEr Se JUIIb Ha CaMOW HayalbHOM CTaJIuU, 0 UCUEpIaHUs
HCXOJIHOTO pe3epByapa HykIeoTua0B. [1o Mepe ucTomenus pesepByapa, SBOTOIHOHUP YOS
pUOO3UMBI, OUEBHIHO, TUIIEHHBIE CIOKHEHIIINX MOJIEKYIIIPHBIX MAIlIMH COBPEMEHHBIX
OpPraHU3MOB, KAKHM-TO 00pa30M CyMeNH B KpaTYalIlIime CPOKA OCBOUTH CHHTE3 BCEX YETBIPEX
HYKJICOTHUJIOB U3 MPOCTHIX HEOpPraHuyeckux coeanHeHuni, Takux kak CO, unu HCO3 . Ha moit
B3I, ‘—Iy,I[O 3TO MOTIJIO OCymeCTBI/ITBCSI JINIIb HOTOMy, qTo MI/IHepaJ'I, I/ICHOJ'II)?)yeMLII\/’I B
KaueCcTBE OCHOBBI, 00J1a/1aJ1 TaK)Ke aKTUBHOCTSIMH KaTallu3aTopa u COpOeHTa.

[To Mepe ncuepnanus UCXOIHOTO Pe3epByapa HYKJICOTHIOB, MOJIEKYIIbI pUOO3UMOB,
(GYHKIIMOHUPOBABIINUX HA MMOBEPXHOCTU allaTUTA, MOTJIM OCBOUTh CHUHTE3 HYKJICOTHIOB U3
MOJIEKYJI, aJICOPOMPOBAHHBIX ATUM MUHEpaIOM. HeKoTopbIe U3 3TUX MOJIEKYJ MOTJIH OBITh
MPUCOEANHEHBI K pru003UMaM TSl MPUAAHUS UM HOBBIX KaTAIUTUYECKUX (DYHKIUH, T0J00HO
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Ko(paKTOpaM COBPEMEHHBIX (PepMEHTOB. [[pyrue MoIeKyibl MOTIH OBITh UCIIOJIb30BaHbI B
KauyecTBe UCXOJHBIX I CHHTe3a. BechbMa BeposTHO, UYTO M OCHOBA caMa 1o cede Moruia
001aaTh KaTAIUTHYECKON aKTUBHOCTBIO, U PUOO3MMBI MOTJIH €0 BOCIIOJIB30BAThCA.

[To3aHee, mpoliecc ucuepnanus pe3epByapa HCXOAHBIX PECYPCOB MOT UATH MapaljIeNIbHO C
BO3HMKHOBEHUEM U COBEPILICHCTBOBAHHEM BCE HOBBIX pUOO3UMOB, UCTIONB3YIOMIUX BCE Ooee
MIPOCTHIE MOJICKYJIBI B KAYECTBE ChIPbS ISl MOIYYeHUS KOPAKTOPOB U MPOMEKYTOUHBIX
METa0O0JIUTOB, U3 KOTOPBIX 3aT€M MPOHU3BOIMINCH HYKJICOTH L. 3aTeM, C IMOSBICHUEM
MOJIMNIENTHIOB, 00JIaalonIX 0oJiee 3aMbICIIOBATOM CTPYKTYPON U MPEBOCXOASIINX PUOO3UMBI
110 CBOMM KaTaJIMTHYECKUM CBOICTBaM, OTMaja HeOOXOAMMOCTh U B CaMUX pHOO3MMax, U B
KaTaJUTHYECKON aKTUBHOCTH OCHOBBI. OJTHAKO BO3HUKAIOLIUE (PEPMEHTHI UCIIOJIb30BAIIU TE KE
KO(aKTOPHI, U CHHTE3 HYKJICOTUIOB OCYIIECTBISUICS IPUMEPHO Yepe3 Te Ke CTaIuu.

W3 ckazaHHOTO CieyeT, YTO XMMHU3M COBPEMEHHBIX OPraHU3MOB BO MHOT'OM JIOJKEH ObITh
npenonpenenés HabopoM MOJIEKYIT, H3HAYAIbHO MPUCYTCTBOBABIINX HA TOBEPXHOCTH OCHOBBI, U
HAaOOPOM peakIiii, KaTaJTu3upyeMbIX OCHOBOI. TeM cambIM, anmaTut JOHKEH 001a1aTh
CHOCOOHOCTBIO a/IcOPOUPOBATH OMOTOTHYECKU-3HAUNMBbIE MOJIEKYJIBI H KaTaTHu3UpOBATh
OMOXMMHYECKHE PeaKuu (UM aHaJIOTUYHbIE UM). Eciiu B KayecTBe OCHOBBI JCHCTBUTENHHO
MCIIOJIb30BAJICS allaTUT, TO CBOWCTBA allaTUTA JOJDKHBI B U3BECTHOM Mepe MpeaonpeleauTh
XUMHU3M COBPEMEHHBIX KHUBBIX cyIlecTB. K cuacTbio, XuMUUECKHe CBONCTBA MOBEPXHOCTH
anaTUTa XOpOILIO U3YYEeHbI, IOITOMY BOIIPOC O BO3MOKHOCTH COOTHECEHHUS IBYX XUMU3MOB
BIIOJIHE pemaeM. Hike nenaercs oueHb KpaTkas, peBapuTelbHas MOMbBITKA TAKOTO
COIOCTaBJICHHUS.

5.3.1. AncopOuuoHHasi AKTUBHOCTb. Po/1b anaTuTa B BOSHUKHOBEHMH /IBIXaHUS.

Kak 00bsicHeHO BblllIEe, IpeanoiokeHre 00 ucnosb3oBanuu [Ipupoaoit anarurta B KauecTse
OCHOBBI IIpu cuHTe3e poroHavanbHoi PHK npeanonaraer, yto aTOT MUHEpan 10JkeH 00iagaTh
CHOCOOHOCTBIO a/IcOPOUPOBATH HA CBOEH ITOBEPXHOCTH OMOJIOTMUECKH 3HAUUMbIE MOJIEKYIIbI.
TakoBast aKTHUBHOCTH Yy arnaTtuTa I[CﬁCTBHTGJII:HO HUMECTCA, U 00 sTOM X0powio U3BECTHO
Osarozapst ycrexam U OBCEMECTHOMY PaclpOCTPAHEHUIO allaTUTOBOM Xpomarorpaduu.
MuHepansl rpynnbsl anaTUTa CIOCOOHBI U3BJIEKATh U3 PacTBOpa TaKHE COEIMHEHUS, KaK
HYKJICMHOBBIE KUCJIOTHI M MENTH/Ibl, TTIMKO3aMUHOIJIMKaHbL, TMpodocdar u apyrue
nonudocdatsl. OnHako HanbosIee 3HAMEHATENbHBIM B KOHTEKCTE JAaHHOTO pa3felia
IPEJCTABISAETCS BBICOKOE CPOJICTBO K allaTUTY MOJIEKYJI, YHaCTBYIOIIMX B KayecTBE KOPAKTOPOB
(koepMEeHTOB) U IPOMEKYTOUHBIX METAOOJIUTOB MPU ACCUMUIISLIUN HEOPTaHUYECKOTO
yriaepona.

B coBpeMeHHBIX aBTOTPO(HBIX OPraHU3Max UAEHTU(UIUPOBAHO IECTh MyTEH aCCUMUIISALIUN
HEOPraHMYEecKoro yriepoja (ABa U3 KOTOPbIX ObUIM OOHAPYKEHBI JIUIIb HECKOIBKO JIET TOMY
naszan): Calvin cycle, reductive citric acid cycle, reductive acetyl-coenzyme A pathway, 3-
hydroxypropionate bicycle, hydroxypropionate - hydroxybutyrate cycle u dicarboxylate-
hydroxybutyrate cycle. Onncanue ykazaHHBIX ITUKJIOB HMeeTcsi B 0030pe [108], mocssimeHHOM
BOIIPOCAM CPaBHUTEJIBHOIO ONUCAHUS LIUKIIOB U UX BO3MOXHOTO MTPOUCXO0XAECHUA. X OCHOBHBIE
XapaKTepUCTHKU NpuBeeHb! B Tabmune 5-1 , no3auMcTBOBaHHOI B TOM )K€ CTaThe.
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Tabmuua 5-1. Mexannu3mbl aBTOTpOQHON (QUKcaMu yriepoaa. U3 0630pa [108]

Pathway* ATP Reductants  CO -fixing Active Intermediates that Carbon Key enzymes
equivalents for synthesis enzymes co, can be used for isotope
for of one species biosynthesis fractionation*
synthesis pyruvate
of one (10 [H])
pyruvate
Reductive pentose Seven Five NADHor  RubisCO CO, 3-Phosphoglycerate, -20to RubisCO and
phosphate cycle NADPH triose phosphates —30 Phottiii phosphoribulokinase
(Calvin-Benson— and sugar
Bassham cycle) phosphates
Reductive Two? Two NADH 2-Oxoglutarate CO, Acetyl-CoA, -2to 2-Oxoglutarate
citric acid cycle or NADPH, synthase pyruvate, PEP, —12 %o!t516 synthase and
(Arnon-Buchanan one unknown (e i COs oxaloacetate, ATP-citrate lyase
cycle) donorl! dehydrogenase z succinyl-CoA and
and two 2-oxoglutarate
ferredoxin® Pyruvate synthase  CO,
PEP carboxylase HCO,
Reductive Approx.one  Three Acetyl-CoA co, Acetyl-CoA and <30 %1517 Acetyl-CoA
acetyl-CoA pathway ferredoxin® synthase-CO pyruvate synthase-CO
(Wood-Ljungdahl and two dehydrogenase dehydrogenase and
pathway) F o, (in Formylmethanofuran CO, IS TSN
methanogens) dehydrogenase (in CO,to methlyltetf
methanogens) rahydropterin
Pyruvate synthase HCO,
3-Hydroxypropionate  Seven SixNADHor  Acetyl-CoAand HCO;  Acetyl-CoA, -12.5t0 Malonyl-CoA
bicycle NADPH,but  propionyl-CoA pyruvate and —-13.7 %12 reductase,
one FAD is carboxylase succinyl-CoA propionyl-CoA
reduced synthase and
malyl-CoA lyase
3-Hydroxypropionate— Nine SixNADHor  Acetyl-CoAand HCO;  Acetyl-CoAand —-0.2t0-3.8"  Acetyl-CoA-
4-hydroxybutyrate NADPH,but  propionyl-CoA succinyl-CoA propionyl-CoA
cycle one FAD is carboxylase carboxylase,
reduced enzymes reducing
malonyl-CoA to
propionyl-CoA,
methylmalonyl-CoA
mutase and
4-hydroxybutyryl-
CoAdehydratase
Dicarboxylate— Five Twoorthree  Pyruvatesynthase  CO, Acetyl-CoA, -0.2t0-3.8"  4-Hydroxybutyryl-
4-hydroxybutyrate ferredoxin®, PEP carboxylase HCo-  Pyruvate PER CoAdehydratase
cycle one or *  oxaloacetate and
two NADH or succinyl-CoA
NADPH, and
one unknown
donor

CoA, co-enzyme A; F,,, deazaflavin factor 420; FAD, flavin adenine dinucleotide; PEP, phosphoenolpyruvate; RubisCO, ribulose 1,5-bisphosphate carboxylase—
oxygenase. *Alternative name of pathway is provided in brackets. *In biological processes, when inorganic carbon is used to make organic compounds, 2C is
more weakly bonded and reacts more readily than *C because of its lighter mass. This means that organic matter tends to become enriched in 1*C (and
depleted in **C; therefore negative sign) relative to the reservoir of inorganic carbon from which it has been drawn. Carbon stable isotopic fractionations are
measured relative to a fossil belemnite standard (the PDB standard). Isotopic fractionations are normally small and so values are measured in parts per thousand
(%o) and expressed as 8*C values as follows: 813C %o = [(*C/**Csample - *C/**Cstandard) / (*C/**Cstandard)] x 1000. The presence of biotin-dependent
2-oxoglutarate carboxylase in, for example, Hydrogenobacter thermophilus'®, can increase the energy requirements of the cycle. "NADH in Hydrogenobacter
thermophilus**. Note that reduction of ferredoxin may be energy driven®=, which would increase the energy demands of the ferredoxin-dependent pathways.

Ecnu B yka3zaHHBIX MIECTH IIUKJIaX, aOCTParupoBaBIIMCEH OT Pa3HOOOPA3HBIX U MHOTOUHCIICHHBIX
(epMEeHTOB, CKOHIIEHTPUPOBATHCS HA KO(AKTOpax U MPOMEKYTOUHBIX META0OIUTaX, TO
OKa3bIBAETCs, YTO MOIABIISIONIEE UX OOJIBIIUHCTBO MPUHAMICKHT K KJIaccaM COSTUHEHHH ¢
KHUCJIOTHBIMH rpynnamu. BzaumonelicTBrue Takux COeIMHEHUH C allaTUTOM JIETaJIbHO
MIPOAHATM3UPOBAHO B INIaBe 6 HAacTOsIIEeH pabOTHI. 3ECh IOCTATOYHO OYAET OTPaHHUYUTHCS
MOSICHEHUEM, YTO YKa3aHHbIE COETUHEHMS, Takue Kak nupodocdar, Hykneotuasl (HAAD, AT,
AJ1D), kapboHOBBIE KHCITOTHI (pPyruvate, phosphoenolpyruvate, oxaloacetate, (S)-malate,
fumarate, succinate), pocdarsr caxapos (fructose 1,6-bisphosphate, 2-keto-3-deoxy-6-
phosphogluconate, xylulose-5-phosphate u ap.), rutiepodocdatsl, kohepMeHT A U ero
coeaunenus (acetyl-CoA, (5)-3-hydroxybutyryl-CoA, crotonyl-CoA4-hydroxybutyryl-CoA,
succinil-CoA, methylmalonyl-CoA, 3-hydroxypropionyl-CoA, acryloyl-CoA, propionyl-CoA u
Ip.), IPOSIBIISIFOT BBICOKOE CPOJICTBO K amaTtuty. Bece 3Tu BeliecTBa HCHBITHIBAIOT XEMOCOPOIIMIO
araTUTOM IPH MOBBIIIEHHBIX KOHIEHTPAIUAX HEKOTOPhIX KATHOHOB, TAKUX KaK Ca® u AI* (Ha
YPOBHE JIECATHIX JTOJIEH MOJIs); KOHIIEHTpAITUs Mg2+ u PO, TIPU 3TOM JIOJKHA OBITh HU3KOM.
Ecnu ke co31aTh MOBBIICHHYIO KOHIIEHTPALNIO PO, u HU3KYIO Ca®", 1o BCe yKa3aHHbIE
MOJIEKYJIBI pa30M UCHBITAIOT JeCOPOLIMIO U IEPEUTYT B PaCTBOP.

Bricokoe cpoacTBO KO(hepMEHTOB U POMEKYTOUHBIX META0OIUTOB, YIaCTBYIOIINX B HBIHE
byHKIHOHUPYIOMKX mecTH Iukiaax accumMusiuu CO;, 1 HCO3', kK anaTuTy CIy>KUT CePhESHBIM
apryMEHTOM B MOJAJIEPKKY npearaemoi Teopun [Ipoucxoxaenus. Ectes emé oauH kiace
COEIMHEHUH, CPOJICTBO KOTOPBIX K allaTUTY, BEPOSTHO, IPEIONPEEIINI0 XUMU3M COBPEMEHHBIX
¢dbopM KHU3HU — aMUHOKHUCIOTHI. CITIOCOOHOCTH anmaTuta cOpoupoBaTh MPOTEUHOTEHHBIE
AMUHOKHCIIOTHI JICTAILHO 00CyKIaeTcs HIbke, B pazjaene 6.3.7.1. B pa3xene 5.5 npemoxkena
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MOZACIIb BOSBHUKHOBCHUS TPAHCIIAIINU, B KOTOpOfI IMOMHUMO CPOACTBA aMUHOKHCIIOT K allaTUTY
3aJIeiCTBOBaHA TAK)Xe CIIOCOOHOCTH 3TOTO MUHEpasia KaTalTM3UPOBaTh 00pa30BaHUE TIETITHIHOM
CBSI3H.

5.3.2. Poab KaTaJIMTHYECKOI AKTUBHOCTH aNaTUTA.

Ecnu MuHepan, ucnosb3yeMblid B KA4eCTBE OCHOBBI, 00J1a/1aeT K TOMY K€ HEKOTOPO
KaTaJIUTHYECKON aKTUBHOCTHIO, [Iprpo1a Moriia et BOCIOIb30BaThCs KaK BO3MOYKHOCTBIO TS
MOJTyYCHHUsT HOBBIX HYKJICOTHIOB. BriociieacTBuu, ¢ nosiBieHreM (hepMEHTOB, ObUTN HaWICHBI
6onee 3(hpekTUBHBIC CIIOCOOBI BOCIIPOU3BOICTBA HYKJICOTHIOB, M HAIOOHOCTH B
KaTaJIMTUYECKOW aKTUBHOCTH MUHEpPaIa-OCHOBBI OoTana. TeM He MeHee, BBIOOp MarucTpabHBIX
nmyTel CUHTE3a HYKJICOTH/IOB, a TAKXKE M IPYTHX OMOJOTUYECKH 3HAYMMBIX MOJIEKYJI, MOT OBITH B
U3BECTHON Mepe MpeonpenesiéH HabopoM peakinii, KaTaTu3upyeMbIX MUHEPAJIOM OCHOBBI.

MHorue MUHepaibl, B TOM YHCIIE IOCTATOYHO MHUPOKO PACTIPOCTPAHCHHBIE, TAKHE HAIIPHUMEDP
KaK [[EOJUTHI, THIPOTAITBKUT HIIM MOHTMOPHIUIOHUT, 00J1aIaI0T SIPKO BBIPAKCHHOM
KaTaJIUTHYECKON aKTUBHOCTHI0. MUHEPAJIbI TPYIIIIBI allaTHTA TOKE UCTIONB3YIOTCS B KAUECTBE
katanm3aropoB. K coxaneHuro, BOIPOC O CTEIIEHU CXOJICTBA PEAKIINIA, KaTaTH3UPyEMbIX
anaTUTOM, C PEAKIUIMH, KaTAIU3UPYEMBIMU ()EPMEHTaMU U pUOO3MMaMH B COBPEMEHHBIX
YKUBBIX KIIETKAX, Y€PECUyp CJIIOKEH JIJISl TOTO, YTOOBI MBITATHCS PEIIUTh ero 311ech. [Tonck
JAHHBIX O KaTATHTUYECKON aKTHBHOCTH allaTHTa 3aTPYAHEH UX PacCPEIOTOYCHHOCTRIO T10
pa3HOOOpa3HbIM TEMaTHYECKUM U3JaHusIM. Harpumep, cnocoOHOCTh KaIbLIUEBOTO
THIPOKCUIIANIATUTA KaTATM3UPOBaTh 0OpazoBanue cBsizu C—N, UCTonb3yemasi mpy NOTydeHUH [3-
AMHHOKHCIIOT, U3y4aeTCsl B CTAThAX MO (DapMaKOJIOTHH, a CTaThs O CIOCOOHOCTH 3TOTO XKe
MUHEpaia HHAIIMAPOBATH MMOJIMMEPHU3AIUIO KAlIPOJAaKTOHa OOHApYKHBACTCS B XKypHAJe,
MOCBSAIIEHHOM CTOMATOJIOTHYECKOMY MaTEpUATIOBEICHUIO, KATaTU3UPYEeMBbIii
TUAPOKCHIIAIATUTOM THAPOIJIN3 XJI0pOeH30Ja OyaeT onucad rae-imubo emé u 1.4. [lpu Geriiom
0030pe 0OHAPYKUBACTCSI OKOJIO JIFOKUHBI THIIOB PEAKIIHiA, KATATU3UPYEMBIX allaTUTOM, C
obpazoBanuem cszeit C—C, C=C, C—N u C-S u npyrux. Hmke mokazaHbl JTUIIb HECKOIBKO
NPUMEPOB TAKUX PEAKIUH, )11 KOTOPBIX MPOBEICHHE OMOXUMUYECKUX aHAIOTUI 00Jiee HITH
MEHEe OYCBHJIHO.

NmeeTcs Taxoke O0IBIIOE KOJIMYECTBO MyOIMKaIIUi, MTOCBAMIEHHBIX KaTATUTHYECKON
AKTHBHOCTH araTtuTa (B OOJBIIMHCTBE CIy4YaeB 3TO (TOpanaTUT WM FMAPOKCHIIANIATHUT), B
KOTOPOM HMOH Ca®* yacTHYHO WJIM MOTHOCTBIO 3aMeIéH Ha Cu2+, C02+, Sr2+, Pb2+, Zn** u ap.
Hwxe nmepevncieHsl JIUIb PEAKITNH, KATATU3UPYEMbIC KATBIIMEBEIMUI PA3HOBUIHOCTSIMU
amaTHUTa, 0 COCTaBYy aHAJIIOTUYHBIMU MTPUPOTHBIM.

Jezudpuposanue u oecuopamayus. KanpliueBblii THAPOKCUIIANIATUT KATATU3UPYET pEAKIIUU
JCTUAPUPOBAHMS U ICTHPATAIIMH CIIMPTOB, TAKKX KaK 3TaHoJ, OyTaHoi u mpomanoi [109-114],
a Tak»Ke NMepeHoca BOJOpoa OT CIUPTOB K KeToHaM, [110]. KaTtanurnueckass akTHBHOCTb
W3MEHSETCS TIPU OTKJIOHEHHUAX COCTaBa MUHEpasia OT cTeXuoMeTpuu. CTeXHOMETPUUYECKUIMA
TUAPOKCUIIANATUT, UMeroIuii oTHomeHue Ca/P paBroe 1.67, riaBHBIM 00pa3oM KaTaau3upyeT
peaKIu AeTUIPUPOBAHUS, TAKUE KaK CHHTE3 alleTalbIeTH/Ia U3 dTaHona. B 1o ke Bpems
TUIPOKCUIIANIATUT C JeUIIMTOM Kalblus, ¢ oTHomeHueMm Ca/P 6muskum k 1.50, kaTanusupyer
peaKIMy IeTUApATAINK, HapUMep, CHHTE3 dTHUJICHA U3 3TaHona, [112,114]. K coxanenuto
UCCJIEI0BAHMS, OPUEHTUPOBAHHBIE HA IPOMBIIIJICHHBIE TIPUMEHEHHUS, BCE BBIMIOJIHEHBI PU
temnepatype 250-500° C. B oTcyTcTBUE DKCHIEPUMEHTAIBHBIX JAHHBIX O BO3MOKHOCTH CUHTE3a
B 00Jiee MATKHUX YCJIOBHSIX, A€NATh BBIBOJ] O HAIMYUHM AKTHBHOCTHU JAETUAPOTA3BI WITH
JIETUPOTEHA3bI Y anaTUTa ObLJI0 ObI MPEXKIEBPEMEHHO, HO CKOpEee BCEro TaKasi akTUBHOCTh
JEMCTBUTENBHO UMEET MECTO.

Tpancgocpopunuposanue u pocghopunuposanue. B 1962 r.apropamu [115] 661710
00Hapy»XeHO, YTO KaJIbIIMEBBIH (a TaK)Ke M CTPOHLIMEBBIN) THAPOKCUIIANIATUT 00I1a1aeT
AaKTUBHOCTBIO KMHA3bl B BOJHOM cpejie pu (U3UO0JIOTMUECKUX 3HAaUeHUsX Temreparypsl u pH. B
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UCCIICIOBAaHHON MMHU peaKkLMu KOHEUHbIH (ocdat ormersiicss oT Monekynsl AT® nmn ALD u
coenuHsuIcs ¢ pocdaTom Ha MOBepXHOCTH anaturta ¢ oopazoanrem nupodocdara (PPi).
Peakuust mpoTekaeT JUIIb pY HAJTMYWH Kak arnatuTa, Tak u PPi. O6pasyrommiics PPi
azcopOupyeTcsi HOBEpXHOCTHIO MUHEpPaJIa, MPUUYEM MEXaHU3M a/ICOPOIIUH MOTYYSEHHOTO TAaKUM
oOpa3om PPi npuHIIMNIMAIEHO OTIMYAETCs OT MexaHu3Ma afacopouuu PPi amarutom u3
pactBopa. PPi, ancopbupoBaHHbIif anaTUTOM U3 BOJIHOTO PacTBOPA, JIETKO TUAPOJIU3YETCS B
NPUCYTCTBUH LIeN0YHOU pocaTassl, Torna kak PPi, oOpa3oBaHHBI 3a CUET OTIIETIICHUS
docdara oT HyKJICOTHIOB, MOT OBITh THAPOIM30BaH (ochaTazoil JUIb MOCIE PACTBOPEHUS
MUHEpaa.

Uepes BoceMb JIET Mociie 00HAPYKEHUsI KWHA3HOW aKTUBHOCTH amnaTuTa, B padorax [116,117]
OBLIIO TTOKA3aHO, YTO peakius, ucciaenoBanHas B [115] moxet ObiTh 0oOpariena. CormacHo
nanubM [116,117], PPi dpochopunupyer anenozun 10 AM® B npucCyTCTBUU THAPOKCHIIATIATUTA.
AM® B sTux xe ycnoBusax ¢pochopunupyercst 1o AAD u ATD. Peakiuu npoTeKaroT pu
MOBBIIICHHON TeMIepaType B 0€3BOIHBIX yCIOBHIX. ABTOPHI IOMEIAIN B3BECh
THJIPOKCUIIANIATHTA B PacTBOP, coaepxamuii PPi u HykineoTuabl (Wim HyKI€03H/ Ibl). 3aTeM
00pa3iibl 3aMOPaKUBAIUCH U, TTOCIIE THO(DUIN3AIUH, BbIACpKUBAIHUCH ITpH 95° C B TeueHue
HECKOJIbKUX CYTOK. J{JIl IpOTeKaHus 3TUX peaKkUUi Takke HE0OX0AUMO OJJTHOBPEMEHHOE
MPUCYTCTBHE U anaTuTa, u PPi.

Bo3MmokHOCTE (ochoprupoBaHus HYKJICO3UI0B araTuToM B oTcyTcTBre PPi Oputa
poJIeMOHCTpUpOBaHa B padote [118]. ABTOpHI BeImapuBaiv pa30aBICHHBIC PACTBOPHI
TUMUJMHA U YPUAMHA B IPUCYTCTBUU allaTUTa U OKcajgaTa aMMOHHUs. [lomydenbl
COOTBETCTBYIOIIME HYKJIEO3UI-MOHOGOC)AThI, a TAK)KE HEUIACHTU(DUIIMPOBAHHBIE HYKICO3H/I-
nonudochaTsl CO 3HAYUTEFHBIM BBIXOJJOM. B KauecTBe KaTtanu3aTopoB ObLTH HCITOIH30BAHbI
CUHTETHUYECKUN THIPOKCUIIAIATUT U IPUPOJIHBIN (PTOpanaTUT MarMaTH4eCcKoro
npoucxoxaenusd. [Ipu ucnonp3oBannu propanaTuTa BHIXO HYKJIEOTUIOB IPUMEPHO BABOE
BBIIIIE.

Konoencayusa amunoxkucnom. Cornacto [119], runpokcuiianaTiuT KaTaau3upyer oOpa3oBaHue
JUIENTHIOB U3 MOHOMEPOB aMUHOKHCIIOT. B cCBOMX OmbITax aBTOPHI BHITAPUBAIM BOJHBIE
pacTBOpbl aMUHOKUCIIOT: L-a-ananuHa, MMIuHa, TIyTAaMUHOBOU M acllapTaHOBOM KHCIIOT B
NPUCYTCTBUH B3BECH T'MJIPOKCHUIIANIATUTA U 3aTEM BbIIEpKuBaiIn oopasis! npu 110-190° C.
ITokazano oOpazoBaHHE COOTBETCTBYIOLIMX AUNENTHI0B. Hanbonpmmii mx BeIX0[] HaOIt01aeTcs
npu 130° C. B oTcyTcTBHE anaTuTa NpU3HAKOB KOHJIEHCAIIUM AMUHOKHUCIIOT HE
oOHapyKUBaeTcs.

Cunme3s pu6o3. Asropsl padot [120,121] yrBepK1at0T, YTO THAPOKCHIIATIATUT KaTaIU3UPYET
cunTe3 D-pnbo3 u3 aMmuaka, MeTaHa ¥ BOJIbl. B kauecTBe HCTOYHUKA ITUX CBEACHUHN B 00eHnX
CTaThsIX MPHUBEJCHA CChUIKA Ha padoTy [122], omybnukoBanHyto B 1978 1. B pedepupyemom
W3JIaHUY, TOCBALIEHHOM NepepaboTKe 1est0103bl. Hu craThs, HU faxe pedepar e€ He MOTYyT
OBITH MOJIyYEHBI YE€PE3 HHTEPHET, TOITOMY UHBIX CBEJICHUI 00 YIOMHUHAEMOH peakIui B MOEM
pactopsiKEHUH 1OKa HeT.

T'uoponus xnopoéenzona. KanblineBwlid THAPOKCHIIATIATUAT UCTIONB3YETCS] B TPOMBITIUICHHOCTH
JUIs IoiydeHus ¢peHona B T.H. Raschig-Hooker Process, [123]. Ha Bropoii ctaauu npoiiecca
XJIOpOEH30J1 pearupyeT ¢ ruapokcuaanatuTom npu 375-450° C ¢ o6pazoBanueM (peHona u
XJIOparnaruTa,

2CeHsCI + Calo(PO4)6(OH)2 — 2CgHsOH + Calo(PO4)GC|2_.
[TonaBaeMblii BMecTe ¢ XJIOPOSH30JI0M BOJISHOM Map pEreHUpUpPyeT THAPOKCUIIANIATHUT,

2H,0 + Calo(PO4)6C|2 — 2HCI + Calo(PO4)6(OH)2.
He uckmtodeno, 4To 1e30KcupruO03bI MOTYT OBITh OTYYEHBI KATATUTHYECKUM BOCCTAHOBJICHHEM
pub03 Ha XJIopanaTuTe B poiiecce, HanomuHaromem Raschig-Hooker Process, nporekatoiiem ¢
nocnenoBarenbHol 3amenoit —OH na —Cl u —Cl na —H.
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5.4. Ponb anatuta B BO3HMKHoBeHuu [JHK.

[Ipunsaro cuurars, uto B xoze 3Bosonuu JJHK crana HocuTenem Haciie1CTBEHHON
uH(pOpMalKH, OCKOIbKY Jy4Ille MOAXO0AMJIa Ha 3Ty POJib BBUAY €€ OoJblIeii (110 CpaBHEHUIO C
PHK) xumunueckoii ycroitunBoct. B coBpemennbix oprannzmax JJHK Bcerna obpazyercs
KOHIeHcanuei ne3okcupudonykicosuarpudocdaros (ANTP), Bcerma moayyaeMbix U3
pubonykieozuarpudocdaros (NTP) nmpu yuactuu AByX THIOB (PepMEHTOB —
pUOOHYKIICOTHIPEAYKTA3 U TUMUAMICUHTA3. Pubonykneoruapenykrassl (RNR) karanusupyror
npespaiieHne 'NTP B ANTP, a TumuauncunTassl ocymectsisitor MmetmimpoBanue dUMP ¢
obpaszoBannem dTMP.

LenecooOpa3HOCTh 3aMEHBI ypaliiia Ha THMHUIMH CBSI3BIBAIOT C TE€M, YTO B KJIETKAX LUTHINH
CIIOHTAaHHO YTpauMBaeT AMUHOTPYIIILY, IpeBpamasch B ypauui. [loaromy 3amena ypanuina
TUMHMHOM 00JIer4aeT BhIsIBIICHHE U ycTpaHeHue nopexaenuii B JJHK, [694]. 3amena PHK Ha
JIHK, BeposiTHO, OCyIIeCTBIISIACh B JIBa ATala, U 3aMeHa pUOOHYKJICOTHIOB
JE30KCUPUOOHYKIICOTHIAMU TIPEIIECTBOBAIA 3aMEHE ypalluia TAMUIUHOM, [239].
bakrepuodaru, JJTHK koTOpbIX copepKUT ypalui, Cys [0 BCEMY, BOSHUKIIHN MOCIIe
Bo3HUKHOBeHus JIHK, Ho npexne, yeM ypauui OblT 3aMeHEH Ha TUMUH, [695]. [Ipuunny
3aMeHbI pUOOHYKIICOTHIO0B J€30KCUPUOOHYKICOTUIAMH BUAST B 00Jiee BBICOKOW YCTOWYMBOCTH
NOCJIEeTHUX K TUAponn3y. Hivke mpeanokeHo albTepHaTHBHOE OOBSICHEHHE ATOH 3aMEHBI, B
KOTOPOM YCTOMUYMBOCTb K TMPOJIU3Y BBICTYIAET JUIIb OJTHUM U3 CJIara€MbIX 3BOJIOLUOHHOTO
ycnexa JJHK.

Hanomuum, pernmukanus monekynsl PHK creMnuHroM anatutoBoil OCHOBBI BKITIOUYAET B ce0s
cienyromue craauu: (1) ykopenenue oanomnenoueunoit PHK-matpuiis B ocHose; (2)
XeMOCOpOIMsi MOHOHYKIIEOTHIOB OCHOBOI ¢ 00pa30BaHUEM YOTCOH-KPHUKOBCKUX map; (3)
coeMHeHNE HYKIeoTu10B pochoamdpupHbiMU CBS3SIMU; (4) TecOopOIHs TBYXIISTOYCTHOTO
NONMHYKIIeOTHAa; (5) AeHarypauus noaydeHHoi nyxuenodeynoir PHK ¢ pazsennnennem
KOJIMPYEMOM U KOJAMPYIOIIEH nocieaoBaTenbHocTel. [IpoTekanne yka3aHHbIX CTaIHM,
BEPOSATHO, PETYIUPOBAIOCH pUOO3UMAMH, CIIEIIUAIBHO BRIPAOOTaHHBIMU B IIPOIECCE
MOJIEKYJISIpHOM 3BOMIOIMH. [laHHAas cxema 3aKkitoyaeT B cede J1Ba BCTPOCHHBIX U3bSHA,
HECOMHEHHO, CIYXUBIIMX UCTOYHUKOM TPYJHOCTEN IIPHU OCYIIECTBICHUY PEIIMKALIUY.
[lepBoe 3aTpyHEHHNE B TOM, YTO YUCIIO PEIUIMK, MTOTYYaeMbIX 3a OJWH LIUKII PETJIUKALUY,
HEM30€KHO PaBHAIOCH YUCITY MaTpull. MaTpuna 1 e€ persimka o0J1aaal paBHbIM CPOJICTBOM K
MOBEPXHOCTU MUHEPAJIa-OCHOBBI, U IOTOMY OTAEJIEHUE PEIUIMKU OT OCHOBBI HE MOTJIO OBITh
OCYILECTBIICHO 0€3 OT/IeNIeHUsI MaTPHUIbL. TeM caMbIM, OTCYTCTBOBAJIa BO3SMOXKHOCTb CHSATHS
00JIBIIOrO YKcia PeIuIvK ¢ OAHON MaTpullbl. Kpome Toro, pudbo3umMsl, peryiupyoine
cTeMiuHr, 6ynyun monekyinamu PHK, camu o6naganyu onpeaenéHHbIM CpOACTBOM K
MOBEPXHOCTU MUHEPAJa, U 3TO HE MOIJIO HE OCJIIO)KHUThH UX padoTy.

O0a 3aTpyHEHHsI MOTYT ObITh YCTPaHEHBI, €CIIU HYKJIEOTH bl KOAUPYIOLIEeH
MOCJIEI0BATEIbHOCTH 3aMEHUTh MOJIEKYJIaMH, MPAKTUYECKU HE OTIMYAIOLUIUMHUCS OT HUX IO
CBOMM CBOHCTBaM (r€OMETPHUECKUE MapaMeTpbl, FOMOJIOTUS BOJOPOJHBIX CBA3EH B YOTCOH-
KPUKOBCKHX Tapax, yuacTUe B CTIKHHIE), HO 00JIajatoliMMK 0oJiee BBICOKUM CPOACTBOM K
anatuty. JIHK, oueBugHo, 061amaer Bcem HabopoM skenaemMbIx cBoiicTB. B wactHocTH, [JHK
o0Jaiaer CyniecTBEHHO 0oJjiee BHICOKUM CpOJICTBOM K anatuty, Hexenu PHK, — ¢akt xoporo
U3BECTHBIN U3 MPAKTUKH alaTUTOBON XpoMmaTorpaduu (cm. nanee, paszaen 6.1). [locnennee
00CTOSITENBCTBO MO3BOJISET 110A00paTh AUana3oH ycioBuid, B koTopsix JJHK ¢ukcupoBana B
ocHoBe, a PHK — Het. B 3Tux ycnoBusx pub0o3uMbl MOTJIM KaTaTU3UPOBATh PEAKIIMU Ha
MOBEPXHOCTH alaTUTa, HE CBSI3bIBASICh C HEI0 HOHHBIMU CBS3sIMU. W ipu 3TOM nosiBUIIach
BO3MOXHOCTB JUIsl 00JIee pallMOHaIbHON OpraHu3alyy >KU3HEHHOTO IIUKJIA: B cly4yae
Heooxomumoctu ¢ ogHou JIHK-marpuiibl MokHO OBITIO CHITH TIpon3BoibHOE urciio PHK-
pETUINK.

N3BectHbIi dakt Oonpmiel yecrounocty JIHK 1Mo oTHOIMEHUIO K THAPOIU3Y,
o0ecrieynBaroImuil OOJBIIYI0 CTAOMIBHOCTh 3TOTO MOJIMHYKIEOTH 1A B BOAHOM cpelie, BaKHBIN
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JUTSL COBPEMEHHBIX OpraHU3MOB, TOKe MOT criocoocTBoBath BeIOOpY JIHK B kadectBe
XpaHWJINILA HacleACTBeHHOU nHbopManuu. Hanpumep, nocie necopOuuu ogHOLEnoueYHast
monekyna JIHK nomkna Obiia uMeTh Jydinure (mo cpaBHeHUIO ¢ aHanoruuHo PHK) maHce
JIOCTUYb HOBOT'O KPUCTAJLIa allaTUTa U CBA3AThCS C HUM.

Bricokoe cpoacto JIHK k anatuty, HECOMHEHHO JienaeT e€ 0osiee moax oM
KaHJIUAAaTOM Ha poJib HOCUTEINs HacaeACTBeHHOM undopmarnuu, Hexenu PHK, B ycrnoBusix,
KOI'/Ia )KU3HEHHBIN [IUKJI KpailHe MPUMHUTHBEH, BECh OCYIIECTBIISIETCA Ha TIOBEPXHOCTH
anmatuToBoro kpucramia. Ognako st 3amenbl PHK na JIHK Heo6xoaumo ocyiecTBUTh
BocctanoBnenue INTP 1o ANTP, uto Becbma HempocTo. Peakiust 3Ta yHHUKaIbHA B TOM CMBICIIE,
YTO B COBPEMEHHBIX OpraHu3Max e€ KaTalau3 OCYLIECTBISIETCS MPH Y4acTUU CBOOOIHOTO
paauKana — THpo3uia, coaepkamierocs B aktuBHoM neHTpe RNR, [696]. BrickasbiBaiuch
COMHEHHUS B CITIOCOOHOCTU pUOO3UMOB PEryIMPOBaTh PEAKIIUU, IPOTEKAIOUINE C YUaCTUEM
cBoOOAHOTO panukana, [697]. Tem cambim, gakt 3amensl PHK wa JIHK BeIrsaut
MapagoKCAIbHBIM U HEOOBSICHUMBIM.

[TapagokcansHocTs 3aMmenbl PHK wa JIHK cHumaercs, ecii npeanonokuTh, 4To peakuus
BocctanoBieHus INTP 10 ANTP ocyiiecTBisiach pu y4acTHH KaTaTUTHUECKON aKTHBHOCTH
anatuta. Ho B TakoM cilydae akTUBHBIE IIECHTPBI COBPEMEHHBIX PUOOHYKIICOTHAPEYKTa3
JOJIKHBI yIEP>KUBATh B c€0€ AIEMEHTHI CXOJICTBA C CO CTPYKTYPOM MOBEPXHOCTHU amaTuTa.
Hwxe nemaercst morbiTka 0OHapyKEHUSI TAKOT'O CXOJICTBA.

Ocobennocmu cmpoenus pubonykieomuopedykmas. epmentsl RNR, karanusupyromue
npespaiiedre NTP B ANTP, y pa3iudHbIX OpraHu3MOB OTIMYAIOTCS MEXIY COOOM
KodakTopamu U ypoBHeM (ocopunupoBanus cyocrparos [124]. ITo tumy xodaxropa
u3ydeHHble K HacrosAwmemy BpemeHd RNR paznensror Ha Tpu kitacca. B RNR Ttuna I B kauectse
Ko(haKTopa BBICTYIIAIOT JBa aTOMa HETEMOBOTO XkeJe3a (T.H. Fe''-O-Fe'" centre), B RNR Ttumna Il
UCIIONIB3YETCs 5'-1e30KCH aieHO3nHKoOanamuH, a A ¢pyakiuonupoBanus RNR tuna 111 B
KauecTBe KoakTopa Tpedyercs S-aieHo3uIMeTHOHUH, [ 125]. B kaxknom u3 Tpéx tumoB RNR
oOHapyXHUBalOTCs AanpHeimume Bapuanuu. Hampumep, Beiaensot noakinace RNR Ib, B koTopbix
na mecte Fe''—O—Fe'" centre npucyrersyer Mn'"'-O-Mn" centre 1 moaxmace Ic ¢ Mn'V—O—
Fe'" centre. [126]

[Tpu Bcex paznuuusix GepMEHTOB, CXOJCTBO CTPOEHHUS OTACIIBHBIX DJIEMEHTOB, BHISIBIEHHOE
IIPU COTOCTABIIEHNUU UX KPUCTAIUTMYECKUX CTPYKTYP, YKa3bIBA€T HA IPOUCXO0KICHHUE BCEX TPEX
tunoB RNR ot equnoro obmero npenka, [127]. Monekyna RNR tuna I coctout u3 asyx
HEMCHTHUHBIX cyObemuuni: R1 1 R2, mpu stom kodakrop Fe''-O-Fe"' comepxures B R2.
(RNR gpyrux TMmoB uMerOT CXOHOE, HO HECKOJIBKO OTJIMYHOE CTPOEHHE). B akTHUBHOM
dbepmente cyorenuuuibl R1 u R2 cocThIkOBaHbI, MPU 3TOM TUPO3WI (paauKai) MPUMBIKAET K
nentpy Fe"'-O—Fe"' u craGummsupyercs um, [696].

[Ipu conocraBnenue reHoB, koaupytomux R1 u R2 B pa3nuuHbix opranusmax,
00HapYXKMBAIOTCSI KOHCEPBATUBHBIE TIOCe0BaTebHOCTH. B uacTHOCcTH B R2 00HapykeHa
MCKIIFOUUTENIbHO KOHCEPBATUBHAS MOCIEA0BATENILHOCT U3 17 aMUHOKUCIOTHBIX OCTAaTKOB,
WJICHTUYHAs, 110 KpaiiHei mepe, B aecsatu opranusmax: (Trp 48, Glu 115, His 118, Glu 204, Asp
237, Glu 238; His 241), (Tyr 122; Phe 208, Ser211, Phe 212; lle 234), (Asp 59, Arg 236, Glu
350, Tyr 356), (Pro 331). (Hymepanus nana kak B reHome E.COli; aMUHOKHCIOTHBIE OCTATKH
3aKJTFOUYEHBI B CKOOKH COOOpa3HO BHIMOTHSAEMBIM UMU (QYHKIUAM; B cyObenunuiie R1 numeercs
CBOSI KOHCEpBAaTUBHAs MIOCIIEI0BATEIbHOCTh AMUHOKHCIOTHBIX OCTaTKOB, HE coZiepKallas HU
0JTHOM KapOoKcuiIbHOU Tpynmsl. [128]).

Hecmotps Ha TO, 4TO aMUHOKHUCIIOTHBIE OCTaTKH YKa3aHHOM MOCIIEeI0BaTEIbHOCTH HE
CJEeAYIOT MOAPSIA, OJAVH 32 APYTHM, OHU HETIOCPEACTBEHHO KOHTAKTUPYIOT B MoJieKyJe R2,
COCTaBJIsIs OyKaiiiee oKpyKeHue Kodakropa Fe'""O-Fe'". Kak moxHO BHzETH, MIECTH 13
YKa3aHHBIX 17-TH KOHCEPBATUBHBIX DJIEMEHTOB cojepkKat kapOokcuibHble rpynmnsl: Glu 115,
Glu 204, Asp 237, Glu 238, Asp 59 u Glu 350. B pazzgene 6.3.7, mocBsAImEHHOM aicopOIun
NENTHI0B alaTUTOM, IOKa3aHO, YTO MPOTEUHBI ¢ OOJIBIIUM KOJTHYECTBOM KapOOKCHIIBHBIX TPYIIIT
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00HApPYKUBAIOT MOBBIIICHHOE CPOJACTBO K allaTUTY, B 0COOCHHOCTH K TPaHsAM I'eKCaroHaJIbHOU
npu3Mbl. He HCKITIOYeHo, 94TO KOHCepBaTUBHAS 17-31eMEHTHAs TIOCIIEeI0BATEIbHOCTD
cy6bemuanipt R2, BmMecte ¢ kodaxropom Fe''-O—Fe"| npencrasisier co6oit pemnkr Gornee
JPEBHETO MOJICKYJISIPHOTO YCTPOMCTBA, HEKOTIa HCITOJIb3YEMOTO IPUMHTUBHBIMU OPTaHU3MaMHU
JUTSL TIOJTYYCHUS 1€30KCUPUOOHYKIICOTHIOB U3 HYKIICOTHI0B. KapOOKCHIBHBIME IPyIIIIaMu
KO(aKTOP MOT IPUKPETUISATHCS K MOBEPXHOCTH KPHCTAILIA.

Bo3MoskHa 1 Jpyrasi HHTEPIPETAIUs U3JI0KEHHBIX 3/16Ch JAHHBIX, TAK)KE CBSI3bIBAIOIIAS
KoakTop Fe"O-Fe"' ¢ anaturom. B pasnene 9.1.2 Hacrosel paboThl 0OCYKIAETCs KI1ace
(GEepMEHTOB, KaTAIM3UPYIONINX PEeaKINu rnepeHoca ¢ocdara, cogepranmx asa
OJIM3KOPACTIONOKEHHBIX KATHOHA METAJlIa BAJIGHTHOCTH 2+ HIIM 3+, MaJoro HOHHOTO pajyca.
KaTtuoHs! yepKuBaroTCs Ha OJIM3KOM PACCTOSIHUU MPH MTOMOIIN KapOOKCHIBLHBIX TPYIIIL.
ComnocTaBlieHHE aKTUBHBIX IIEHTPOB, BBITIOJIHEHHOE B YKa3aHHOM pasjieiie, IPUBOIUT K BBIBONLY,
YTO B aKTHUBHOM IOJIOKEHHH, Koria (hocaTHas rpyrma pasMenieHa MexK/Iy ABYMsI KaTHOHAMH,
AKTUBHBIN IIEHTpP (hepMEHTa eCTh HU YTO MHOE, KaK ()parMeHT CTPYKTYphI anaturta. He
HCKITIOUCHO, YTO H3HAYaIbHO kopakrop Fe'—O—Fe'" Toxe mpexcraBisit coGoil 1Ba KaTHOH,
3aHUMABIIUX COCEIHHE TIO3HUIINU KPUCTAIUTMYECKON CTPYKTYPBI HA TPAHU KPHCTAJLIA allaTHTA.
Tupo3us1 MOT KOHTAKTHPOBATH M B3aMMO/ICHCTBOBATEH C TAKUM IIEHTPOM, [TOJ00HO TOMY, KaK 3TO
uMeeT MecTo B coBpeMeHHBIX (hepmenTax RNR.

5.4.1. ’/Ku3HeHHbIe UMKJIbI NPEAKOB 0AKTEPHUIi U MPEIKOB apXei.

Boznuknosenne JJHK 1omxHO ObLIO TPUBECTH K MOSBICHUIO TPYIIIBI OPTaHU3MOB,
MCIIONIB3YIOMINX ATH OMOMOIMMEPHI B KAUeCTBE HOCUTENEH HACIEeICTBEHHOM HH(OPMALIUH.
Bo3znukaet, Tem camblM, 1Ba Bonpoca: (1) ¢ kakoil rpynmnoi COBpeMEHHbBIX OpraHU3MOB MOKHO
COOTHECTH 3Ty ApeBHIOK0 rpymiy? (2) Kak Mor ObITh OpraHu30BaH WX KU3HEHHBIHN HUKII?

Bosunuknosenne JIHK, BeposiTHO, JOKHO OBLIO MPUBECTH K Pa3ICICHUIO
3BOJIIOLHMOHUPYIOIIMX MTOJIMHYKIJIEOTUIOB Ha JiBa Kiacca. JKU3HEHHbIN UK OJJHUX, KaK U
npexze, OCHOBbIBaJIC HA permkanuu PHK, a ocymiecTBinenue :)KM3HEHHOI0 HUKIIA IPYrux
npotekaio ¢ yuyactuem JIHK. CymiectBa (moka He sICHO, KJIETOYHbIE I JIOKJIETOYHBIE), Yei
JKU3HEHHBIN UK BKITIoUal B ce0s cuHTe3 u nonumMepusanuio JIHK, B xone mocnenyromieit
HBOJIOIIMU JOJHKHBI ObUTH BBIPa0OTaTh (DEPMEHTHI, KaTAIM3UPYIOIIHNE COOTBETCTBYIOIINE
peakiuu yxe 6e3 yuactus anaruta. [lostomy duiioreneTnueckuii anainu3 OEIKOB,
y4acTBYIOIIMX B cuHTe3e U nonumepusanuu JJTHK, Moxxet ObITh HCTIONB30BaH st
UIEeHTU(UKAIIUY TPYIIBI OPraHU3MOB, YbH Mpeaku Obutn «co3aatensmuy JJHK. Tumbt
KaTaJH3uPYEMBIX PEaKIMii MOJIUMEPHU3aIUH MPU 3TOM MOTYT OBITh UCTIOJIB30BAHBI IS
UIEHTU(UKAITUY UX )KU3HEHHOTO ITHKJIA.

JlarHbIe 00 2BOJIONUU TUMHIUJICHHTA3 HE MOTYT OBITh UCIIOJIL30BAHBI JJIsl YCTAHOBICHUS
OpraHU3MOB, B KOTOPBIX 3TH (pepMEHTHI BO3HUKIIU, BCIEACTBHE (PEHOMEHA TOPU30HTAIBHOTO
HepeHoca reHoB, UMEIOLIET0 JUIsl TON TPYHIbl (PepMEHTOB YpPEe3BbIYAHO IIUPOKOE
pacnpocTpaHenue, [698]. Tounas ¢punoreHeTnyeckasi peKOHCTPYKIIHS SBOJIIOINH (pepMEHTOB
RNR To3e 3aTpyaHeHa BeieACTBUE (eHOMEHA TOPU30HTAILHOTO IIepeHoca reHoB. TeM He
MeHee, aBTOpbI [270], meTanbHO UCCeOBaBIINE BONIPOC, HAanOoJIee BEPOSITHBIM MOJIararoT
BO3HUKHOBeHUE Bcex TpEX TuroB RNR B nomene Gakrepuii. BepostHo, npeaku Oaxtepuii u
aBisitoTCs «coznarensamu» JJHK. Tem cambiM, MOXKHO TPEANOIOKNATH, YTO C BOSHUKHOBEHUEM
JHK >xu3np paznenunack Ha n18a nomeHa. Cyiecta, ucnonb3opasine JJHK B kauecTBe
HOCUTEJIS HacleACTBEHHON MH(pOpMAINK, Jalu Hayajio 6akrepusiM. Mbl Oy/ieM Ha3bIBaTh X
npeoxamu baxmepuil.

Ecnu PHK Obuta e1MHCTBEHHBIM THUIIOM MOJIMHYKJICOTUOB Y MPEIKOB apXell, X KU3HEHHbII
IIUKJT TOJDKEH ObUT OCHOBBIBaThCS Ha perumnkanu PHK. J)KusHeHHbI# UK peIkoB OakTepuii
MoT OBbITh OCHOBaH Ha perunkanuu JJHK nnn Ha yepenoBanuu TpaHCKPHUIIIIAK ¢ 00paTHOM
TpaHckpunuuei. [lepsoe npeanonoxkeHue He cornacyeTcs ¢ BHIBOJAAMU aBTOPOB
(buIOreHeTUYeCKOro ucciueaoBanus [223], coriacHoO KOTOPBIM O€JTKH, HE0OXOIUMBIE IS
cunte3a komnoneHToB JJHK, Bosnukiu 3anonro ao nossnenus permkanuu JIHK. Tem cambim,
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MBI IPUXOAUM K BBIBOJLY, YTO BOCIIPOM3BOCTBO MPEIKOB OaKTEpUil OCHOBBIBAJIOCH HA
Yyepe0BaHUM TPAHCKPUIILUU U OOPATHON TPAaHCKPUIILIUH.

Jlanee, eciu >KU3HEHHBIN IIUKJI TIPEAKOB OaKTEpHi JeCTBUTENFHO OCHOBBIBAJICS HA
Yyepe10BaHUM TPAHCKPUIILUU U 0OPaTHON TPAHCKPUIILIUK, TOT/1a U (PEpMEHTBI, KaTaJIU3UPYIOLINe
COOTBETCTBYIOLIME PEaKIMK MOJIMMEpPU3AINU — 00paTHas TpaHCKpunTasa (reverse transcriptase,
RT) u tpanckpuntasa (RNAP) — 10JKHBI ObUTH BOSHUKHYTH B JOMEHE OaKTEpHil, TOUHEE UX
IPEKOB. DT MPEICKA3aHU MOXKHO IMONBITATHCA IPOBEPUTH, HCIIONB3YS (PHIOTEHETUYECKHE
JTAHHBIE.

Coornecenue RT ¢ kakoif-m100 rpymnmoit opraHu3MoB 3aTPyIHEHO TEM 00CTOSTEILCTBOM,
YTO 3TOT (PEPMEHT He TpedyeTcs AJi BOCIIPOU3BEICHNS COBPEMEHHBIX KileTok. RT
00HapY>KUBACTCS B OJBM)KHBIX T€HETHYECKHX JIEMEHTaX U BUPYCaX, a TAKXKE B OOJIBIIOM
KOJINYECTBE MOJIEKYIIAPHBIX CTPYKTYpP HEACHOW mpupozsl. Teromepasa 3yKapuoToB — 3TO I10Ka
€IMHCTBEHHBIN pumMep RT, HEMOCPEICTBEHHO YYaCTBYIOIIEH B )KU3HEACATEIBHOCTH KIETKH.

dunoreHernyeckuil aHanu3 1aHHbIX 0 RT, accouuupyeMbiMu ¢ MOOUIIBHBIMU
TeHETUYECKUMHU 3JIEMEHTaMH apXeil, CBUAETEIBCTBYET 00 UX OaKTepHaIbHOM IPOUCXOXKICHHH,
[699]. CoBmecTHOE (punoreHeTnueckoe npeBo RT Gakrepuii u 3ykapuoToB MOKET OBITh
YKOpeHeHO B OakTepusx, [700], omnako He cronb HanéxHo. [Iponcxoxaenne RT sykapuoToB u
6akTepuii OT 001Iero MpeaKa COMHEHUIO HE MO/IBEPraeTcs, HO Ha OCHOBAaHUM OJIHUX JIMIIb
(HIIOreHeTHYECKHNX TaHHBIX HAJAEKHO YCTAHOBUTbD, KTO U3 HUX BO3HHK paHbIIIE, TOKA HE
IPECTaBIsETC BO3MOXKHBIM. AHaAIIN3 ¢ OoJiee 001X NO3ULIUH, C IPUBICYCHUEM
MOJIEKYIISIPHO-OMOIOTMYECKUX M CTPYKTYPHBIX JAHHBIX PUBOJIUT K BBIBOLY O IMTPOUCXOXKICHUN
RT sykapuotoB ot RT Gakrepuit, [701].

O Hanmuuyuu 00paTHOW TPAHCKPUIILUYU Y IPEIKOB apXell CBUAETEIbCTBYET TaKkKe (PaKT
HEOOBIYaliHO IIMPOKOI0 PACIPOCTPAHEHUS T€HETUYECKHUX 3JIEMEHTOB, KOAUPYIOIIUX
coOctBeHHY10 RT, B xpoMocomax Oaktepuil. K unciny reHeTH4ecKiX 3JI€MEHTOB, KOJUPYIOLINX
cobctBenny0 RT, oTHOCsTCS, HanpuMep, peTpoHsI (retrons), perpormiazmusl (retroplasmids) u
koaupytomue RT unTpons! rpynns! |1, o1Hako B 1eCTBUTENBHOCTH UX MHOTO Ooiblie. B
HelaBHeM (uiioreHeTndeckoM uccienosanuu [702] ObLI0 MokazaHo cyiiectBoBaHue 17
pa3nuuHbIX Kogupyommx RT THIIOB reHETHYECKUX JIEMEHTOB, HHTETPHPOBAHHBIX B TEHOM
6axrepuii. Ux ¢pyHkuuu, Onogoruueckoe 3Ha4eHUE 1OKa HE BBISICHEHBI. B apxesx reHsl
kogupytomue RT penku, [699]. C sykapuotamu accoruupyrotcs conepsxkarine RT
PETPOTPAHCIO30HBI (KOTOpBIE OBIBAIOT JBYX TUIIOB), PETPOBUPYCHI U MTAPAPETPOBUPYCHI
(hepadnaviruses u caulimoviruses), Temomepasa, [703], HemaBHO 0OHapy)eHHBIE TeHbI 'V, [704].
BeposiTHO, reHeTHYeCKHE AIIeMEHTHI, Koaupytomme cooctBeHnyto RT, panee, 10 nosBieHus
MOJIMMEpPa3, OCYLIECTBIISIA OOPaTHYIO TPAHCKPUIIIUIO CTEMIIMHIOM X034icKoro anatura. OHu
JIOJDKHBI OBLIM 003aBECTHCHh COOCTBEHHBIMM I'eHaMu, Koaupyroiumu RT, mocne ynpazaHeHus
cremnuHra u nosinenus bona fide momumepas. ToT dakt, 4To 60MBMMHCTBO KOAUpYIOmUX RT
TeHETUYECKUX 3JIEMEHTOB aCCOLIMUPYETCSI UMEHHO C OaKTepUsIMU, TEM CaAMbIM, CBUIETEIILCTBYET
B TI0J1b3y HAIMYHS 00PAaTHOM TPAHCKPHIIIIUH Y MPEIKOB OAKTEPHIA.

Jlanee, BBICKa3aHHBIN BbIIIE apT'yMEHT, YTO Yepe/loBaHKe MpeAKaMH OaKTepHil TPaHCKPHUIILIUU
¢ 00paTHOM TPaHCKPHUIIIMEH Mpe/roiaraeT BO3HUKHOBeHUE hepMenTa TpanckpumTassl (RNAP)
B CpeZie IPEKOB OaKTepul, K CHACThIO, JIETKO MOXET OBITh MPOBEPEH (PUIIOTEHETHYECKUMHU
MeTogaMu. TpaHCKPUMIIHS, B OTJIIMYKE OT 00PaTHOW TPAHCKPHITIIUH, COCTABIISIET HEOThEMIIEMBIN
3JIEMEHT BOCIIPOU3BOICTBA COBPEMEHHBIX OPraHU3MOB. BeposiTHO, 3TUM 00CTOSATENLCTBOM ObLIa
o0ecrnieyeHa MPeeMCTBEHHOCTh HCIIOIb3yEMbIX OpraHM3MaMu TPaHCKpUIITa3, 10 KpaiiHei Mepe,
T€X U3 HUX, KOTOPBIE SIBJIAIOTCS COCTABHBIMH.

W3BecTHbI 1Ba TUIA GEPMEHTOB, KaTAIM3UPYIOMIMUX TPAHCKPUIIHIO, T.H. coctaBHble PHK-
nonumepassl (Multisubunit RNA polymerases), u PHK-nonumepasbl, He sIBISOIIHECS
coctaBHbiMU (Single-subunir RNA polymerases). Mei Oyiem ux 31ech 0003Ha4aTh,
cootBercTBeHHO, Kak MSRNAP 1 sSRNAP.

Tpanckpunius reHoMOB Beex KieTok ocymiectsisiercs pepmentamu MSRNAP, ognako
Te€HOMBI MUTOXOHJIpU B KJI€TKaX OOJBIIMHCTBA 9YKapHOTOB (HE BCEX) TPAHCKPUOUPYIOTCS
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nocpenctBoM SSRNAP. TlogoOHbIME ke MoTuMepa3aMi TPAaHCKPUOUPYETCsI TeHOM
XJIOpOTIacToB (OIsTh-Taku He Beex ). Kpome toro komupyrommue SSRNAP renbr oOHapyKeHbI B
HEKOTOPBIX OakTepusix U B 6akTepuodarax T3 u T7, mapazutupyrommx Ha y-0akrepusx, [705].

Bormpoc o mpoucxoxaennn SSRNAP cnoxer. OH cocTaBisieT 4acTh MPOOIeMbl
MIPOUCXOKICHHS U 3BOJIIOLIMH MMOJIMMEpPa3, He ABIsomuxcs coctaBHbIMU. [lonmnmepasza SSRNAP
obuapyskuBaet romojoruio ¢ JIHK-monmmmepaszamu cemeiictaa pol I, [706]. CornacHo BeIBOIaM
aBTopoB [705], SSRNAP coxepskariascs B MUTOXOHIPHH TIPOK30IIUIa OT OakTeprodaros. Manas
pactpoctpan€HHocTh SSRNAP 1 TOT (hakT, 4TO B pOACTBEHHBIX MUTOXOHIPUSM PUKKETCHUSIX
3TOT (pepMeHT He OOHAPYKMBACTCSI, HABOAMUT Ha MBICIH O O0Jiee Mo3JHEM BOSHUKHOBEHUH
SSRNAP.

Opodononnas ucropusi MSRNAP nousta muoro siyurie, ueM SSRNAP, BcineacTeue
MOBCEMECTHOTO €€ pacipOoCTpaHEHUs], OOMINS JaHHbBIX, & TAKXKe BCIEACTBHE KAKUX-TO
0COOEHHOCTEH IBOTIOLMOHHBIX H3MEHEHUH, TO3BOJISIOIINX YBEPEHHO YKOPEHSATH BETBH €&
¢dunorenernueckoro apesa. Ha Puc 5-4 A nokaszaHo equHoe GUIOTEHETHYECKOE APEBO
MSRNAP, noctpoernoe aBropamu [707] Ha OCHOBaHUHU JaHHBIX O MOCIICAOBATEILHOCTSX
HYKJICOTHIOB IPUMEPHO B Thicsiue TeHoB. dunorenerndeckoe aepeo st RNAP 6akrepuii
NOKa3aHo OTAeNbHO Ha Puc 5-4 B, a ananormuHoe apeBo amst 3ykapuoToB U apxeit Ha Puc 5-4 C.
Tomnonoruyueckas CTpyKTypa JAepeBa sSICHO yKa3blBaeT Ha OakTepuil kak Ha ucTOUHUK MSRNAP.
SIcHO TakKe, 4TO yKapuoThHl mozaumMcTBoBanu cBou MSRNAP y 6akrepuii, a apxen — y
JyKapHUOTOB.
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Puc 5-4. ®unorenetnyeckuii ananus cocrapuoit PHK-nmonumepassr (RNAP): (A) Exunoe huiioreHeTHIECKOE APEBO
RNAP mis Bcex Tpéx momeHoB xu3uu; (B) @unorenernueckoe qpeso  RNAP apxeii u aykapuotos; (C)
Ounorenernueckoe apeBo  RNAP Gakrepuii.

/Phylogenic analysis of the all-RNAP large-subunit MSA. The two all-RNAP large-subunit alignments were
combined by species and the residue positions pruned to only keep the regions shared among all the sequences. The
phylogenic trees were calculated using PhyML v3.027 and analyzed using TreeDyn28. Because of the large number
of sequences, only the boundaries for each group of leaves are shown colored by RNAP class: bRNAP (red),
pRNAP (yellow), eERNAP | (green), eRNAP Il (blue), and eRNAP 11 (cyan). The branches for each leaf region are
colored by taxonomy: bacteria (yellow), eukaryota (green), archaea (orange), and viruses (magenta). Because of
their diversity, the proteobacteria (gray dashed region) and firmicutes (light blue dashed region) taxonomy
subdivisions have been individually labeled. Selected branch support values are indicated in light gray. (a) All
RNAP Classes tree. For each class, the total number of complete p/f’ homolog sequences is shown. The second
number in parentheses is the number of sequences nonredundant within the shared regions. (b) eERNAP-like RNAPs
(eRNAP I, 11, I1l, aBRNAP, vVRNAPS).(c) Bacterial and plastid RNAPs./ U3 pabomer [707]

BrIBOI 0 TOM, 4TO, IO KpaitHEN Mepe, ABa ydacTByromux B cuHrese JJHK nnmn
ucnons3ytonmx JJHK ¢pepmenta — pubonykineotuapenykraza 1 MSRNAP — BocxoaaT k
OakTepusM, COTJIaCyeTcsl ¢ IPEICTABICHNEM O IIpeaKax OaKkTepHii Kak O CyIIecTBax,
«co3maBmux» JIHK, ueil >ku3HeHHbII UK ObLJT OCHOBAH HA YepelOBaHUU TPAHCKPHUIIIIUH U
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00paTHOW TPAaHCKPHUIIIIUH. B 3TO# CBA3M HHTEPECHO OTMETHUTDH OJJHY 0COOEHHOCTH MpoLecca
tpanchopmaruu. Tpanchopmariueis Ha3pIBaCTCS MPOIECC, B KOTOPOM OaKTepHs MOTJIONIACT U3
BHEIIIHEH cpellbl M BCTpauBaeT B cOOCTBEHHBIN reHoM Mosekyny JJHK, Beigenennyto apyroi
Oaxtepueit. JIroOomnbITHAs 0COOEHHOCTh €CTECTBEHHOM TpaHCc(hopMalK B TOM, YTO MPEKIE UeEM
MIPOHUKHYTH B KIIETKY-PEUUIIUEHT AByXLenodyeuynas monekyna JJIHK ¢ BHewHel cTopoHbl
MPUKPEIUISETCS K KIETOYHOU CTEHKE. 3aTeM OJIHA U3 JABYX LEMOYEK pa3pylIaeTcs, U BHYTPb
KJIETKH, B UTOTE, MpoHUKaeT auiib ogunonenodeynas JAHK, [708]. Heo6xonuMocTs pa3pyiieHus
OJIHOM U3 JIBYX KOMIUIEMEHTAPHBIX IENIOYEK HABOJUT HA MBICIIb, YTO OIMCHIBAEMBIN IIPOLIECC
(Omonoruueckoe 3HaYeHHUE KOTOPOTo 00CcyxkaaeTcs nanee, B paszaeie 5.10) Mor ObITh
YHAcleZIOBaH OT MPEAKOB OaKTepHil, YepeayIouX TPAHCKPUIILIUIO ¢ 00paTHON TPaHCKPUIIIUEH,
B T€ BpeMeHa, korja asyxuenodeuynor [JHK B npupoze emé He cyiecTBoBalo.

Wnentudukanus 6akTepuil Kak rpymnbl OpraHu3MOB, YbH MPEAKU YePEI0BAIH
TPAHCKPHIILIUIO C 0OPATHOM TPAHCKPUIILIKEH, B COSJMHEHUH C TEM (PaKTOM, YTO SYKapUOTHI
BO3HMKJIM TO3HEee OakTepuii u apxe (cM. fanee, paznen 5.10) mo3BosiseT uaeHTU(HUIIUPOBATH
apxey Kak rpyriy Opranu3MoB, 4bH npeaku perumnuposany PHK. Ilocnennee o3Havaer, 4to
depment PHK-perukaza (PHK-3aBucumas PHK nonnmepasza) nomken Obu1 BOSHUKHYTH Y
npenkoB apxeil. K coxanenunto, IpoBEpUTh JTaHHOE COOTHECEHUE HE MIPEICTABISETCS
BO3MOXXHBIM. [IporcxoxaeHune 3Toro pepMeHTa He MOKET IOoKa ObITh COOTHECEHO ¢ KaKOW-T100
KOHKPETHOM I'pyIIoi opraHusmos, [709].

B nocrnenyromiem H3105KeHIH, IPU 00CYKICHUH MTPOOJIEMBI IPOUCXOXKICHHS SyKApHOTOB B
paznene 5.11, Ham noHamoOuTcs TOT (hakT, 4To Bee u3BecTHbIE RT SIBISIOTCS TOMOJIOTaMu.
[Tpr4yéM COOTBETCTBYIOIINE MTOCIEAOBATEIFHOCTH HYKJICOTHIOB M OCOOCHHOCTH CTPYKTYPBI
obHapyxuBatoT cxozactBo ¢ PHK-pernnikasoli, cBUETEIbCTBYIONIEE O STUHCTBE
IIPOUCXOXKACHUS 3TUX Ipynn pepmeHToB, [710].

5.5. Ponb anatuta n cteMnuHra B BO3HUKHOBEHUU TPaHCNALUMN.

Tpancnsuei Ha3piBatoT cuHTE3 O6enka ¢ MaTpullel MPHK (Matpuunoit PHK). Monekyna
MPHK npexacrasnser coboii peruky rena — mosiekyisl JIHK, BXozasiiyto B cocTaB XpoOMOCOMBI.
Pacmm¢poBka renernueckoil nHpopmanuu, 3akoauposannoit B MPHK, u cunres
COOTBETCTBYIOIEH NOJUIENTHAHOMN LIETIH OCYIIECTBIIIETCS pUOOCOMO. AMUHOKHUCIIOTHI, U3
KOTOPBIX CUHTE3UPYIOTCS O€NKH, JOCTaBIAIOTCS K pubocomam monekynamu TPHK
(rpancnoptaoit PHK). B Hactosiiem pa3aene nokazaHo, YTO TPAHCISAIUSA MOIJIa BOBHUKHYTh Kak
BCIIOMOTaTeNbHOE MpucnocobiieHue, odaerdasuiee ocymectrienue perumkanua PHK
CTEMIIMHI'OM anaTuTa [P MOBBIIICHHBIX AaBlIeHUAX. Ha 0CHOBE npenioKeHHON MOJIEIN 3aTEM
JIeIIaeTCs MOMBITKA ONKUCATh OCHOBHBIE DTAIlbl BOSHUKHOBEHUS, CTAHOBJICHUS U 3BOJIIOLIUU
TEHETHYECKOT 0 KOJA.

5.5.1. [lepememnieHne 6M0I0rNYECKON AKTUBHOCTH B 00J1aCTh BHICOKHUX 1aBJICHHIA.

Bermre (pazgen 5.1) ykaszpIBanoCh, 4TO CKOPOCTh, C KOTOPOH MOJIEKyIa TOTUHYKIICOTH 1A
perImpyeT ceosl, JoKHA OblIa CTaTh OJHAM M3 PEIIaloNuX (GaKkTOpOB 0TOOPA HA pAaHHHUX
dTamax MOJEKYIApHOM dBomoIHH. OTHUM U3 PaKTOPOB, OTPAHUIUBAIOIIUX CKOPOCTh
PETUIMKAIIAH, OCYIIECTBIIIEMON CTEMITHHTOM, SIBJISICTCSI CKOPOCTh PEAKITUH COSTHHCHUS
HYKJICOTHIOB y/UTHHSIEMOH 1Ienouku (hochoaudbupHbIiMu cBsi3sMu. CKOPOCTh 3TOM peakiuu
MOJKET OBITh CYIIICCTBEHHO YBEIUYCHA, €CIIM CTEMITUHT OCYIIIECTBIIICTCS B YCIOBHSX, TJIC
dbocdoaurpupHbIe CBsI3U 00Ia1AI0T OOJIBIIEH TEPMOAMHAMUYECKON CTAOMIBHOCTBIO (MMEIOT
MEHbIIIee 3HAUYCHUE YAeIbHONU CBOOOIHOM Hepruun ['m60ca).

Bonpocsr TepmoanHamuku pocGoaudpupHBIX CBs3EH qeTalbHO 00CykaatoTcs B riiase 10
HACTOSAMICH paboThl. BEITIOTHEHHBIN TaM aHATN3 UMEIOIINXCS YKCIIEPHUMEHTATBHBIX TAHHBIX
MPUBOJUT K BBIBOJY, YTO TUIPOCTATHUECKOE IaBIICHUE SIBISIETCS MTapaMeTPOM, MEHSIST KOTOPBIN
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MOYKHO PETrYJIMPOBATh CTENEHb CTAOUIBLHOCTH (hochoandhUpPHBIX CBsI3EH (IO OTHOILECHHIO K
TUAPOIN3Y U K niepeatepudukanun). CBoOoaHas 3HEprus ruapomsa cesa3u CpG, nanmpumep,
OnM3Kasi K HYJIIO TpU aTMOCc()epHOM JIaBJICHHH, YMEHbIIaeTcs Ha 2.5 KJ npu yBenndeHun
nasnenns Ha 1 kKb. Tem cambim, pu yBenunveHuu AaBiaeHus 1o 1-2 kbar mporece cremmnunra
JIOJIKEH CYILIECTBEHHO YCKOPUTHCA.

JlaBiieHre Ha THE COBPEMEHHOI0 OKeaHa He peBocxoaut 600 bar, u B apxee okeaH,
BEpPOSTHO, HE ObLI IIy0Oke, ueM ceityac. Tem He MeHee, oOnacTu AaBienus o 2 kbar
(cooTBeTCTBYIOIIUE TTyOHHE BOABI 10 20 KM) MOTIIH OBITH TOCTYITHBI B TPEIIUHAX U Pa3ioMax
nHa. JIHO COBPEMEHHOT0 OKeaHa, KaK XOpOIIO U3BECTHO, Pa30UTO MHOTOYNCICHHBIMH
TPEIIMHAMU U Pa3IOMaMU TEKTOHUYECKON MPUPO/Ibl, TPOCTUPAIOIIMMUCS B TIIyOUHY Ha
KWJIOMETPBI. B HUX IPOHUKAET BOJA, & TEOTEPMaJIbHBIN I'PaAUECHT IMOAICPKUBACT €€
KOHBEKTHUBHYIO IUPKYJsUI0. JIHO OKeaHa B apxee, CKopee BCero, Obl1o pa3ourto Oosnee
rI1yOOKUMH TPEUIMHAMU, TOCTOSIHHO BOSHUKABIIUMHU BCJIECTBHE CTOJKHOBEHUH TNIAHETHI C
acTepouiaMd. Y Hac €CTh, TEM CaMbIM, OCHOBaHHUS MPEANOI0KUTh, YTO, BOZHUKHYB BOJIN3H
MIOBEPXHOCTH, CUHTE3 HyK1eoTH10B U perummkanus PHK 3arem nepemectunuce B o6macts 6oiee
BBICOKHUX JaBlieHui, mopsaka 1-2 kbar, rae 60nbmas ctabuinbHOCTh HochoaudGupHOil CBI3H
obecrnieunBasia OOJIBIIYIO CKOPOCTh CHHTE3a. [IpH MOBBIIICHUY TaBICHUS MHOTHE
OHMOJIOTHYECKHE MOJIEKYJIbl 0OHAPYKUBAIOT HEOKUIAHHBIE CBOWCTBA.

H3menenusn ceoiicme pubo3umos npu nogvluleHHbIX 0asleHusax. B KOHTEKCTe 00Cyk aaeMoro
BOIIPOCA O POUCXOXKIECHUHU TPAHCISLMKU JOCTOMH YIOMUHAHUS TOT (DAaKT, YTO IPU BBICOKHUX
nasienusix npuponnas TPHK cranoBurcs pubozumom. CornacHo nanueiM [711], npu naBnenuu
pasHoMm 10 kbar TPHK (ucmons3oBanace yeast tRNAP™) KaTtanu3upyeT peakuun Juibca-
Anbnepa (Diels-Alder cycloaddition). ITpu arMochepHOM JaBIEHHH Ta CIIOCOOHOCTh
yTpaunuBaeTcsl.

Hamuuue y TPHK karanutuueckoit aktuBaocty npu 10 Kbar, yrpaunBaemoit npu
aTMOC(EepHOM JaBICHUH, MOXET OBITh OOBSICHEHO, €CIIN PEIIOI0KHUTE, YTO 10 BOSHUKHOBEHHS
TPaHCISAIUU 3Ta MOJIEKYJIa MpeAcTaBisia co00il pudo3uM, PyHKIIHMOHUPYIOUIUI TPU
MOBBILICHHBIX JIaBICHUX. J{J1s OCyIllecTBICHHS KaTalu3a MOJIeKyia pubo3umMa J0HKHA IPUHSTh
CHEIHMAbHYIO IPOCTPAHCTBEHHYIO KOH(pUrypamuio. Panee sta koHGUrypanus npuHIMAaNach
MOJICKYJION CIIOHTAHHO MPH YCIOBHUSX YMEPEHHO-BBICOKHX JaBlieHuH, mopsiaka 1-2 kbar. 3atem
monekyna TPHK crana oqHuM U3 y4acTHUKOB TpaHCIALWY, €€ KaTaTuTHUeckue QyHKIUU TPy
ATOM HE HCMOJIb30BAINCh. BCaeaCTBHE N3MEHEHNI, HAKOMTUBIIIUXCS B XO/€ MOCIEAYOIIECH
HBOJIOIIMU, MOJIEKYIIa yTpaTHiIa CIOCOOHOCTh MPUHUMAThH KaTATUTUYECKU -aKTUBHYIO
KOH(UTYypalHio NPy HOBBIIICHHBIX JaBICHUSX, OJHAKO JaBJIeHUs, ell€ OoJiee BBICOKUE, 3TY
crocoOHOCTh el Bo3BpamatoT. [Toatomy coBpemennas TPHK npunumaer konduryparuto,
o0ecreuynBaroIly0 HaINYMe KaTAIUTUYECKON aKTUBHOCTH, JIUIIb [TPH JaBJIeHUIX nopsaka 10
kbar (kakux Ha JHE OKeaHa, pa3yMeeTcsi, ObITh HE MOTJIO HU B apXee, HH BO BCE MOCIICAYIOIIHE
BpEMEHA).

Bricokue naBnenus coobmarot monekyne TPHK emé ogHo cBoiicTBO, 3HaMeHaTENbHOE B
KOHTEKCTE HACTOALIEro pasnaena. [IoMMMO KaTaIMTHYECKONW aKTUBHOCTH, IIPHA BBICOKHUX
nasiennx TPHK npuoGperaer criocoGHOCTh CaMOTIPOU3BOJIBHO CBSI3BIBATHCS ¢ aMUHOKHUCIIOTOM.
Hanomuum, B coBpemenHbIx opranusmax ¢ynkuust TPHK 3akmrouaercs B Tpancnopre
AMHHOKHUCIIOT K MeCTy cuHTe3a Oenka. Kaxmoit amuHokuciore coorBercTByet cBost TPHK.
AMHMHOKHCIIOTa KOBAJIGHTHO TIPHCOEIUHAETCS K 3 - min 2’-koHIty Mojekyiasl TPHK ¢ momormsro
cneuuduynoro it kaxxaoro tuna TPHK ¢pepmenta amunoanun-rPHK-cunrerassl. Peakuus sta
MMEHYyeTCsl aMruHoauanpoBanueM. COOTBETCTBUE MEKTY aMHHOKHUCIOTON 1 €€ TPHK
YCTaHABJIMBAETCs IIOCPEACTBOM T.H. aHTHKO0HA — yuacTka TPHK, cocrosiero n3 tpéx
HYKJICOTHJIOB, COCTMHSIONIETOCS ¢ KOMIUIEMEHTapHbIM eMy ydacTkoM MPHK (komonom).

[Tpu Pu3nomornyecKkux ycroBUsX IS MPUCOEeTUHEHUS aMHHOKUCTOTH K TPHK Heo6xoammo
npucyrcrBue pepmenta amuHoau-TPHK-cunteraset u AT®. 1o Bceit BuguMocTy,
KOBaJIeHTHas CBA3b aMHUHOKHCIOTH ¢ TPHK He siBnsieTcst TepMoinHaMU4ecKu CTaOUITbHOM,
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MI03TOMY aMHHOALMIMPOBAHUE IPOUCXOIUT C 3aTpaTol sHepruu, nocrasisemon ATD. O
HectabminbHOCTH cBsi3u TPHK ¢ aMUHOKHMCITOTOM TOBOPHUT TakKe TOT (PaKT, YTO HHTPOHBI
rpynmsl | KaTamu3upyroT peakifio oopamuyo aMIHOAIIMITNPOBaHNIO. BechbMa 3HaMeHaTeIbHO,
YTO MPU BBICOKUX JABJICHUSIX 3TA CBA3b OOPETAET TEPMOIMHAMUYECKYIO CTAOMIBHOCTD.

[Tpu naBnenuu paBHom 6 kbar, cornacno nanusim [712], npupoanas TPHK crionTanHo
COEIMHSIETCS C COOTBETCTBYIOIIEH aMUHOKHUCIIOTOM, B OTCYTCTBUE M aMuHoanuia-TPHK-
cunrterassl, 1 AT®. B onbiTax, BRINOIHEHHBIX aBTOpamu [712], tRNAM 4 tRNAP
COEJIUHSIINCH, COOTBETCTBEHHO, C METHOHUHOM U (eHmnanaHnuHoM. JlanpHeiiliee noBbIIICHHE
nasnenus (1o 8 kbar) npuBoaut k ymeHbIIeHUIO BbIxoa peakuuu. O0e peakiuun
0OHApPYXMBAIOT CIICIU(PUIHOCTD: BBIXO PEAKIIMH aMHUHOAIMITMPOBAHUS tRNAM 1 tRNAP™ ¢
CEpPUHOM B aHAJIOTUYHBIX YCIOBUAX ObLT IpeHeOpexkumo man. [Tozauee B padore [713] 6610
MOKAa3aHO, YTO CIIOHTAHHO 00pa3ylolieecs MpU BICOKUX JIaBIECHUSIX COeIMHEHNE aMHUHOKHUCIOThI
¢ TPHK nosmHOCThIO aHaNOTU4HO TpupogHoi amuHoanuia-TPHK, B 4acTHOCTH OHO MOKET OBITh
HCIOJIb30BaHO pUOOCOMOM Uil CHHTE3a MOJUIEHTH IOB.

OcHnosnoe oonyugenue. VIz3naraemas Huxe MOJielIb BOSHUKHOBEHUS TPaHCISILMK Oa3upyeTcs Ha
OJIHOM JIOIYLIEHUN O MPUPOJI€ KOBAICHTHOM CBs3H, coenuustonielt TPHK ¢ amuHOKMCIIOTOM.
BBuny crabmisnoctu amunoaunin-TPHK npu BICOKMX AaBIEHUSX U OTCYTCTBUS CTAOMIILHOCTH
py aTMOC(EPHOM JABICHUH, IPEACTABISIETCS. Pa3yMHBIM MIPEIOJI0KHUTh, YTO B HEKOTOPOM
Jara3oHe JaBJIEHUI UMeeT MeCTO OrpaHHuueHHast cTabuinbHOCTh aMmuHoauia-TPHK,
yTpaduBaemas 10cJie TOro, Kak aMMHOKHUCIIOTA COEANHACTCS ¢ UENbIO MOJUIIENTHAA
HOCPEICTBOM NENTUAHOM cBsA3U. CuTyanus, Korjaa He0obIlas MOJIEKYJa, CIIOCOOHas
00pa30BbIBATh HECKOJIBKO XUMUUECKHX CBS3€H, JOJKHA Pa30pBaTh OJIHY U3 CBSI3EH AJIs
00pa30BaHus JIpyroii, HE COCTABIAET Yero-1100 HeoObIYHOTO.

Axmuenocmu anamuma. Pn003uMbl, (yHKIIMOHUPOBABILINE HA IOBEPXHOCTHU alaTuTa Ha
PaHHHUX dTanax MOJEKYJSIPHON BOJIFOLUHU, BEPOSITHO, B TOM WJIM HHOM MEpE UCIOJIb30BAIN
COOCTBEHHBIE KaTAIMTUYECKUE U COPOLIMOHHBIE aKTUBHOCTH KaJIbI[MEBOr'0 anaTuTa. B cuiy
CYACTJIMBOTO CTEYEHMsI 0OCTOSATENHCTB, MHOTHE U3 3TUX aKTUBHOCTEN XOPOLIO U3y4eHbI. B
peiaraéMoi MOIeIM BOSHUKHOBEHUS TPAHCIIALMY 3a/IeHCTBOBAHbI BE TAKHE aKTUBHOCTH.
[TepBast cCOCTOUT B CHOCOOHOCTH anaTuTa KaTalu3upoBaTh 00pa3oBaHKE MENTHAHOM CBSI3U
(obcyxxnanace panee, paszaen 5.3.2). Bropas 3akiitouaercs B ClIOCOOHOCTH anaTuTa
azcopOrpoBaTh aMUHOKHUCIIOTHL. BOmpockl, CBS3aHHbIE ¢ COPOIIMOHHOM aKTUBHOCTBIO allaTUTa
oOcyxaroTcs B ri1ase 6. 3/1ech 10cTaTOYHO OyieT ynoMuHaHus padotsl [378], coriaacHo
pe3ynbTataM KOTOpPOW BCe MPOTEMHOTCHHbIE aMUHOKHMCIIOTH KpOME OKCOIPOJIMHA B TOM WK
MHOH cTeneHn 0OHapyKUBAIOT CPOJCTBO K TOBEPXHOCTH araTHUTA.

QDu3uKo-xumuueckue npeonocvliku 603HUKHOGeHUA mpancaayuu. 1Ipennonoxum, CTEMIMHT
KPUCTAJIJIOB araTuTa Ha 3ape KU3HU OCYLIECTBIISUIOCh B PUCYTCTBUN aMUHOKHCIIOT,
COJIEP/KABIIUXCS B UCXOJHOM PE3EpBYyape OPraHN4eCKUX MOJIEKYIl. AMUHOKHUCIIOTBI
a71copOMpOBaNIUCh allaTUTOBBIMH KPUCTAJJIAaMH, HA KOTOPBIX OCYIIECTBIISICab PEIUIUKAIIHS
monekyn PHK (mocpenctBom cremnunra). [IpucyTcTBre aMHHOKHCIOT Ha MOBEPXHOCTH
KPUCTAIIJIOB HE JOHKHO ObLUIO CO3/1aBaTh CEPbE3HBIX 3aTPYIHEHUHN B 001aCTH HU3KUX JaBIICHUH,
/i€ CHOHTAaHHOE AMUHOAIWIINPOBAHNE HEBO3MOKHO. [Ipeanonoxum reneps, yTo
XKuszHeneaTeabHocTh Mosiekyn PHK, Bo3HukImast B 061acTvi HU3KHUX JaBJICHUH, TTEpEeHECTach B
00J1aCcTh IaBJICHUH Ootee BRICOKMX, cKaxxeM nopsaka 1-2 kbar, roe dochonurdupnas cBszp
ABIIseTCs Oosiee CTaOMIBHOM U MOTOMY pEIUIUKAIIHs MOXKET ObITh OCYIIECTBIIEHA ObICTpee U
pouie.

[Tocne mepemMenieHrst OMOJIOTUIECKON aKTUBHOCTH B 0OoJiee TIIyOOKHE 00JIaCTH OKeaHa, Jaxke
B CaMbIX TTTyOOKMX pacIlleIMHaX €ro JHa, THAPOCTaTUYECKOE JIaBICHUE MO-TIPEeXKHEMY He
JOCTHUTANIO TeX 3HaueHui (mopsaka 6 kbar), korma PHK HaunHaeT CIOHTaHHO COETUHSITHCS C
aMUHOKHCIJIOTaMHM, KaK B 3KcriepuMeHTax aBTopoB [712]. Onnako cBsa3s PHK ¢ amuHOKHCcIOTON
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B 3TUX YCIIOBHSX MPUOOpEIa ONpeneEHHYI0 TEPMOINHAMHYECKYIO CTAOMIBHOCTD, TEM CaMbIM
aMUHOALMIMPOBAHUE CTAJI0 BO3MOXKHBIM IIPHA HATMYUU MOAXOSAIIEr0 KaTaau3aTopa.

Beiie, B paszaene 5.1.2, BbICKa3bpIBaJIOCh NPEATION0KEHUE, YTO UHTPOHBI IpyMIIbI |
KaTaJIn3upoBaiu oOpa3oBaHue GpochoaudpupHoil cBS3H NPU CTEMIIMHIE, BXOS B
CUMOMOTHYECKHE B3aMMOOTHOIIECHUS ¢ permuupytommmucs monekyinamu PHK. Tawm ke
YIIOMHHAJIACh U CIIOCOOHOCTH 3TOr0 pUOO3MMa KaTaIu3upOBaTh PEAKIINI0, OOPAaTHYIO
aMHHOALMJIMPOBAHUIO. B yCI0BHSIX MOBBILIEHHBIX J1aBlieHUH, koraa cBsi3b PHK ¢
aAMHHOKHUCIIOTON CTAHOBUTCSI TEPMOAMHAMHUYECKU CTa0MIbHON, MHTPOH Ipynisl | qomkeH
KaTaJIM3UPOBATh NPAMYIO PEaKIUI0 —aMUHOALWIMPOBaHue. BeposaTHo, BeiiecTere
IPUCYTCTBUS UHTPOHA I'pyMIibl | win Apyroro pubo3umMa, cnocoOHOro Karaau3upoBaTh
aMHHOAIMIIUPOBaHNE, HEKOTOPBIE U3 puO03UMOB, ()YHKIIMOHMPOBABIINX HA MOBEPXHOCTU
anaTuTa, COEAMHAIMCH C aICOPOUPOBAHHBIMU MUHEPAJIOM aMUHOKHUCIOTAMH, U 3TO OCJIOKHSIO
ux padory. Tem He MeHee, TPEUMYIIECTBA, CO3/IaBaeMble (PYHKIIMOHUPOBAHHEM B 00JIACTH
HOBBIIIEHHBIX JaBJICHUH, OKa3aJIMCh JOCTaTOYHO BEJIMKU JJIsl TOTO, YTOOBI HE IOKHUIATh
o0J1acTeil BRICOKOTO JIaBJICHUS, HO BBECTH CIIELUAIIBHOE MPUCIIOCOOICHNE, OTIENIONIEe
AMHHOKHUCIJIOTHI OT pUOO3UMOB.

TepMonnHaMuyeckue NpeanoChUIKH ISl CO3JaHUS MOJIEKYISPHOIO IPUCIIOCOOTIEHMS,
OTJEJISAIOUIET0 AaMUHOKUCIIOTHI OT pUO03UMOB, UMEIOTCS B 00JIACTH YMEPEHHO BBICOKHMX
JIaBJIEHUH, Tie (COIJIaCHO CIEIIaHHOMY JOIYILEHUI0) UMEET MECTO OIPaHUYEHHAsI CTAOMIIBHOCTD
amuHoatnn-TPHK, xorna cBsa3p PHK ¢ amuHokMC0TOM OKa3bIBaeTcss HeCTaOMIbHOM MpH
CBSI3bIBAHUU 9TOM AMUHOKHUCIIOTHI C IPYrO MOCPEACTBOM NENTUIHOM CBsA3U. Brle yxe
YIIOMUHAJIOCh, YTO, COTJIACHO AKCIIEPUMEHTAIbHBIM JAHHBIM, alaTUT KaTaJUu3UpyeT
o0pa3oBaHue MENTHIHON CBSI3U. DTa €ro COCOOHOCTh, BEPOSTHO, OblIa YCHIIEHA TOCPEICTBOM
pubo3uMoB. [t kKatanutuyeckoro paspbisa cBsi3u PHK 1 aMMHOKUCIOTHI MOT OBITH
MCIIOJIb30BaH BCE TOT )K€ UHTPOH Irpynisl |.

5.5.2. Tpancasinusi, KaK MeXaHU3M OT/AeJIeHU AMUHOKHMCJIOT OT puO03MMOB.

[Ipennonoxum, GyHKIHOHUPOBAHUE KAKUX-TO PUOO3UMOB OCIIOKHSIOCH IPUCOEANHEHUEM
aMUHOKHCIIOT K uX 2’-win 3°-koH1am. [Ipenmnomnoxum, MoeKkybl GyHKIIMOHUPOBAIH HA
MIOBEPXHOCTH allaTUTOBOI0 KPUCTAJLIA, UCIIOIb3YEMOIO B Ka4ECTBE OCHOBBI. JlomycTuM, Ha
ITOBEPXHOCTU KPUCTAJUIa UMeENIach YKOpeHEHHas B Hero Mosekyna PHK, npennaznauennas st
PETIMKAIMK CTEMITMHIOM, U CITy4ailHbIM 00pa3oM a1copOMpPOBaHHbIE MOJIEKYIbl aMUHOKHUCIIOT.
YeTpoicTBO 1 OTAENEHUS! aMUHOKHCIIOT, CIIy4aiiHbIM 00pa30M MPUCOEANMHUBIIUMCS K
prbo3uMaM, MOIJIO JeHCTBOBATh CleAyoIMM o0pa3oM: (1) mprcoennHeHNe aMMHOKHUCIIOTHI K
2’-unu 3’-KoHIly MoJieKyJ bl prubo3uMa (npenmectsenHuka TPHK) Mensiino ero kongopmarnuro.
(2) U3menenne koHpopmanuu pudbo3uma BIEKIIO 3a OO0l BCTpauBaHUE B HETO MHTPOHA
rpymisl | mocpenactBom obpatHoro cruiaiicunra. (3) 3atem Hebosnboit yuactok PHK (mpoo6pas
AQHTHUKOJIOHA), BOJIM3U TOTO MECTa, IJIe BHEJPUJIICS HHTPOH, BCTpauBai cBOM (hocdaTHblie IpyIIIbI
B OCHOBY U 00pa30BBIBAJI YOTCOH-KPUKOBCKHE MaphI ¢ OHOIIenouedHo Mosekynoi PHK,
YKOpPEHEHHOM B OCHOBY Jis creMnuHra. (4) Ilocne storo coennnénnas ¢ pudbo3umMom
AMUHOKHCJIOTA MPUCOEUHSIIACH TENTHIHOMN CBSA3bI0 C aMUHOKHUCIIOTOM, aicOpOMpPOBaHHOMN
anarutoM. OOpa3oBaHue NMENTUIHON CBA3M KaTalM3UpOBANoOCh anaTuToM. (5) O6pazoBaHue
NENTHIHOMN CBSI3U CIY>)KMJIO CUTHAJIOM JIJISl OTCOETMHEHUS] HHTPOHA MTOCPEICTBOM
ayTtocrutaiicutra. (6) OTcoeAMHUBIIMNACSA HHTPOH OTCEKall aMUHOKHUCIIOTY OT prubdo3uma. (7)
YTpatuBmuii aMUHOKHCIOTY U UHTPOH PHUO03UM UCTIBITHIBAIT AECOPOIIMIO U IEPEXOIUI B
pacTBop.

OtmeTHM, Bce CTaluK OMKMCAHHOTO BBIIIE MPOIEcca MOTIIN BOSHUKHYTh KaK aJlalTalul
MOJIEKYJISIPHBIX MPUCTIOCOOJICHUH, BEIpaOOTaHHBIX U1 () ()EKTUBHOTO OCYIIECTBICHHS
cTeMIuHra. AJCOpPOIHUS U AECOPOITUS HYKICOTHIOB MOXKET OBITh OCYITIECTBIIEHA HEOOIBIITUMU
M3MEHEHUSIMU KOHIIEHTPALUU ca?t u(umn) (PO4)*, oM nanee, riaasa 6. [Tonyuenue BapuaHToOB
MHTpPOHA rpynisl |, cmocoOHBIX K ayTOCIUIaCHHTY U 00OpaTHOMY CIUIAaiCHHTY B OTBET Ha
orpeie€HHbIe U3MEHEHUsI B KOH(POpMaIMK KOHTaKTHpYoLei ¢ HuM Mosekyasl PHK
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IIPEACTABIISIETCS BIIOJIHE OCYIIECTBUMBIM B CBETE TOI'0, UTO CEMYAC U3BECTHO O BO3MOKHOCTSX
pr003uMoB. CriocOOHOCTh MHTPOHA IPYMIbI | KaTalIu3upoBaTh OTAEIEHNE AMUHOKHUCIIOTHI OT
PHK kak 1 ciocoGHOCTH anaTHTa KaTaTu3upoBaTh 00pa30BaHuE MENTHIHON CBSI3H IPOBEPEHBI
JKCIIEPUMEHTAIBHO. OTYaCTU IPOU3BOJIBHBIM OCTAETCS HAILE NONYIIEHUE O HAJIMYUY IUana3oHa
JIaBJICHUI, B KOTOPOM CBs13b aMMHOKMCIIOTHI ¢ PHK yrpaunBaer TepmonHaMUYECKYO
CTaOMIIBHOCTB B pe3yJsibTaTe 00pa30BaHus €10 MENTUIHOM CBsI3U. JlomyleHne 3T0 HECI0KHO
IIPOBEPUTH B SKCIIEPUMEHTAX.

5.5.3. CBujeresbCcTBa y4acTHsl HHTPOHOB rpynnsl | B Tpancasinuu.

[ToMuMO cIOCOOHOCTH UHTPOHA IpyMIibl | KaTanmu3upoBaTh peakuuo 00paTHYIO
aMHHOAIMIIUPOBAHUIO, P PaKkToOB 0 cBsi3u 3TUX UHTPoHOB ¢ TPHK, ¢ pubocomuoit PHK
(pPHK), ¢ mexoTopeimu Trpo3wi-TPHK-cuaTeTa3aMu, a Takke CrmocoOHOCTh €ro
KaTaJIM3UPOBATh IUKIU3AIMI0 COOCTBEHHON MOJIEKYIIbI CIYXKAT JOIOTHUTEIbHBIMH
CBUJIETEIBLCTBAMH B MOJJEPKKY MTPEAJIaraeMoi BbIIIE MOJEIN BOSHUKHOBEHUS TPAHCIIALIUH.

Huxnuzayus monexkyn uHmponog. ApryMeHT B NOJICPXKKY MpeAIaraéMoi CXeMbl
BO3HUKHOBEHUS TPAHCISLIMU MOXKET ObITh YCMOTPEH B CHOCOOHOCTH MHTPOHOB Ipymisl | u
rpynsl || karanu3upoBate peakuuto, B koropoi mosiekyina PHK nurupyer co6cTBenHbIe
KOHIIbI, 3aMbIKasICh B KOJIBLIO.

HanomHuum, uHTpOH rpynimsl | kaTaausupyer peakuuio, 0OpaTHYI0 aMUHOALMIMPOBAHUIO, a
TaK)Ke pPEeaKIUy ayTOCTUIaCHHTa U 00paTHOTo crutaiicuara. Karanms Bcex peakiuit
OCYILECTBIIsITCS O€3 MCII0JIb30BaHUS BHEITHUX UCTOUYHUKOB 3Hepruu. [lpu ayrocnnaiicunre
WUHTPOH BBICBOOOXKIACTCS B BU/IC JIMHEHHON MOJIEKYIIBI, TUTUPYS (CpalmuBast) 00pa3oBaBIIAECS
KOHIIBI (T.H. 9K30HBI). B 1983 1., nipu ucciieqoBanuu peakiuii, KaTalu3upyeMbIX HHTPOHOM
rpymisl |, Opi1a 0OHapy)KeHa peakius MUKIN3aIIH, CXOIHAs C ayTOCIUIACUHTOM, IIPH KOTOPOI
UHTPOH JINTHPYET COOCTBEHHBIE KOHILIBI ¢ 00pa30BaHUEM KOJIBLIEBOM MOJIEKyJIbl. B pe3ynbrare
peakiuu oOpasyeTcs noJiHast (0e3 BbINaIeHU ) KOJIbIeBas MOJIEKyJia MHTPOHA U JIBa
HEJIMTUPOBAHHBIX (pacuieHEHHBIX) 9k30Ha, [714]. CornacHo manHbM [715], mmst
OCYIIIECTBJICHUS PEAKIIMU HUKIN3aLUN UHTPOH JIOJIKEH NMPUHSATH ONpeeEHHYI0 KOH(pOpMaIIo,
OTJMYHYIO OT KOH(POPMALIMH, B KOTOPOI OCYIIECTBISAETCS ayTOCIUIaiCHHT. Peakiys
[UKJIM3AIHAN TIPOTEKAET JUIIb IN VItr0, Mpeanoa0KUTeIbHO MTOTOMY YTO iN VIVO BOSHUKHOBCHHE
COOTBETCTBYIOLIEH KOH(popMauu cenn(puyecky NoJaBIeHO KaKUMU-TO areHTaMu.
CnocoOHOCTh K 00pa30BaHUIO HUKINYECKONW MOJIEKYIIBI SIBJISIETCSI OOIIMM CBOMCTBOM MHTPOHOB
rpynisl |, BO BCSIKOM cilydae, BceX MHTPOHOB IpyIIbl | coneprkamumxcs B aape. buonornueckoe
3HA4YECHME 3TOM peakuuu, pacuwieHsomen Monekynsl PHK, ocraBaiocs 3aragkoi.

ITonoGHO nHTpOHAM rpynmnsl |, uHTpoHBI rpymnnsl || Toxke 0OHAPYKUBAIOT CTOCOOHOCTH
JUTUPOBATh COOCTBEHHBIE KOHILIBI C 00pa30BaHUEM KOJIBLIEBOM MOJIEKYIIbl, [716].
Bbuonorudeckoe 3HaueHHE 3TOM peakMy TOXeE BBISICHEHO HE OBLIIO.

Karanutuuecknue akTHBHOCTH, 001Me /111 MHTPOHOB Ipynisl | u rpynmnsl |, Takum o6pazom,
CBOJIATCS K CITIOCOOHOCTH BHeApHUThes B Mosiekyny PHK nmytém oOpatHoro crutaiicunra,
MOKUHYTh MOJIEKYITY IyTEM ayTOCIIAHCUHTA U JINTUPOBATh COOCTBEHHBIE KOHIIBI C
o0pa3oBaHUEM KOJbLIeBOM MoJieKybl. Co31aéTcst BeyarieHue, 4To 00a MHTpOHAa Ha paHHUX
JTarnax MOJEKYJISIPHOU IBOJIIOIMHU MIPEACTABIIIN cO00i pubO3UMBbl, (PYHKIIMOHUPOBABIINE HA
MOBEPXHOCTH allaTUTOBBIX KPUCTAIIIOB, COPOUPYIOIUX MOJIEKYIbl aMUHOKUCIIOT. CIIOCOOHOCTD
000MX HHTPOHOB K 0OPAa30BAHUIO KOJBIEBOM MOJIEKYJIbl MOTJIa BOSHUKHYTh KaK aJlalTalus K
YCIIOBHUSAM BBICOKOW KOHIIEHTPALMU AMUHOKHCIIOT, CIIOHTAaHHO 00pa3yIoIINX KOBAJEHTHBIE CBI3U
¢ 2’- unu 3’- xonuoMm monekynsl PHK. Hannune cioco6HocTH BHEApUTHES B MoJiekyiy PHK
nyTéM 00paTHOTO CIUIAiCHHTa U IOKUHYTh €€ TOCPECTBOM ayTOCIUIaCHHTa, BUMMO,
YKa3bIBAE€T, YTO MOJIEKYJIbl MHTPOHOB rpynisl | u rpynmel | panee kypcupoBamm MexIy
mosekynamu PHK.
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Oouwgnocmo npoucxosxcoenus unmponos u3 zenoe mPHK apxeii, sykapuomoe u 6axmepuii. B
OaKTepHsIX MHTPOHBI TPYMITEI | BCTpeyaroTest riaBHBIM 00pa3oM B reHax, kogupyromux TPHK.

WMuTpOoHaMu npephIBatoTCs TeHbI 4eThIpEX TpancnopTHeix PHK Gakrepuit (tRNA‘IéE%, tRNAIéf\U,

tRNA]f]eXA u tRNAfMEt, [717]), npuyém Bceraa B MOCAEAOBATEIBHOCTAX HYKICOTUIOB,
COOTBETCTBYIOILUX IETIIE, COAEPKALLEH aHTUKOJIOH (32 UCKIIIOUYEHUEM UHTEIPUPOBAHHBIX T€HOB
daros), [718]. [IlpumeuarenbHO, YTO HHTPOHAMH Takke MpepbiBaroTcs reHsl TPHK sykaproros
Y apXxeu, ¥ TOXKE B IeTie, coaepxaileil antukoaoH. B TPHK sykaproToB HHTpOHBI Beeria
OTCTOAT HA OJAVH HYKJIEOTU] OT 3’-KOHIlAa AHTUKO/IO0HA. Y apXel UHTPOHBI, KaK IPaBUIIO,
00HapyXUBAIOTCS B aHAIOTUYHOM MO3UIUH, OTCTOSIIMMH Ha OJIUH HYKJIEOTH]T OT 3’ -KOHIIa
AQHTUKOJIOHA, HO OBIBACT U JIpyras Jiokaiau3zanusi, [719].

HuTtponsl, npepriBatoniue reusl TPHK apxeit u 5ykapuoToB, yHUKAJIbHBI B TOM CMBICIIE, UTO
HUrJe Oombie He oOHapykuBatoTcs. B orinuuune ot nuatpoHoB B TPHK Oaktepuii, HHTPOHBI
TPHK apxeit u 5ykapruoTOB HE SBJISFOTCS PUOO3UMaMHU U HE CIIOCOOHBI K ayTOCIUIANCHHTY.

VY nanenne ux u3 npe-TPHK ocymecTsisercs cnenuanin3npoBaHHBIMU OCIKOBBIMU (DepMEHTAMHU.
[Tpu 5TOM MeXaHU3M CIUIACUHTA Y 9YKapHOTOB OOHAPYKUBAET HEKOTOPBIE MPUHIIUITUATILHBIE
OTJIMYMS OT cIiaiicuHra y apxei. Ha sTom ocHOBaHMH, a TakKe BBUJlY OTCYTCTBHSI CXOJICTBA
MEXIy UHTpOHaMHU, 10 1998 r. ykazaHHbIE ABA TUIIAa UHTPOHOB CUYUTAINCH HUKAK HE
CBSI3aHHBIMHU MEXy C000i. 3aTeM BoIACHWIOCH, 4To TPHK-3H10HYK I€a3a (01MH U3 OEIIKOB,
NPUHUMAIOIINX yJ4acTHe B ciutaiicuure HHTpoHOB TPHK 3ykaproTOB) cBsi3aHa OOIIHOCTHIO
npoucxoxaenus ¢ ananornunoit TPHK->nnonykneasoit apxei, [681]. U3 atoro 6su1 caenan
BBIBOJI 00 oO1IHOCTH NporcxoxaeHuss uHTpoHoB TPHK apxeii u aykapuotos, HbiHE
oOmenpu3HaHHbId, [720].

Ecau npuHATh U37105KEHHYIO BBILIE CXEMY BOSHUKHOBEHHMS TPAHCISALMHU, TOTAA
IpeJICTaBiIsIeTcs pa3yMHbIM cuuTaTh Bce MHTPoHbI B reHax TPHK (Bkimrouas TPHK apxeit u
9yKapHUOTOB) MPOUCXOSAIIMMU OT UHTPOHOB TpyIiibl |. Paznuuns Mexay rpynmnamMu, 04eBUIHO,
MOIJIM BOBHUKHYTbH BCJIEACTBHUE PA3JIMUMN B MEXaHU3ME CIUIaiCUHTa. bakTepranbHbIi yTh
U3BJICYCHHSI HHTPOHOB — ayTOCIUIACHHTOM — MPEATNoiaraeT yaepxaHiue HeoOX0aAuMOo s
ATOT0 KaTaJIUTUYECKON aKTUBHOCTHA UHTPOHA U COXPAHEHHUE €r0 BAJKHENIINX CBOKCTB B
mporecce dBOMIONUH. /{11 n3BneueHnss HHTPOHOB ()ePMEHTATUBHBIM CILIAHCHHIOM,
IIPAKTUKYEMbIM apXesiMU U YHACJI€ZOBAHHBIM (C MOCAEAYIOUMMHI U3MEHEHUSIMH ) SyKapuoTaMH,
COXpaHEHUS KaTaJTUTHUECKON aKTUBHOCTHU He TpeboBasock, U moromy HHTpoHB! B TPHK apxeii u
HYKapuOTOB U3MEHUJIUCH /10 HEY3HAaBAEMOCTH. Y JiepKaHue KaTaTMTUYECKONH aKTUBHOCTH
UHTPOHA y OaKTepHil MOXKET ObITh 00BSICHEHO TEM, 4TO MpeaKu OakTepuil mpuodpenu bona fide
MOJIMMEpPa3bl HAMHOTO 103Ke MpeaAKoB apxeil. UHTpoHbl rpynns! | ObuUIM HEMOCPEACTBEHHO
3a/1IeiCTBOBaHbI B TPAHCKPUIIIIUHU H(UIH) 0OpaTHON TPAHCKPHUIIIIUH, OCYIIIECTBISIEMOMN
CTEMIIMHI'OM B MOMEHT, NPEALIECTBYIOMNX 00pa30BaHUIO MPEAKOB 3YKapHOTOB, TOTa KaK
npelKu apxel kK Tomy BpemeHu o63aBenuch PHK-pennmnkazoil u ocyIecTBIsIN perinKaIiio
PHK 6e3 momorix uHTpoHOB (cM paszen 5.10).

Ceéazb unmponoe cpynnut | ¢ puoocomnon PHK (pPHK). B siiepHbIX TeHOMax, a TakXe B
reHoMax opraHesul (MUTOXOHIPHH, TIACTHU/IbI) MHTPOHBI TPYHIb! | 00BIYHO paccekaroT reHbl
pPHK, B 6akTepusax 3Tu HHTPOHBI TOKE MOTYT OBITh JIOKanu30BaHbl B reHax pPHK, Ho
3HaYUTENIbHO pexe, [717]. Jlokanuzanus uHTpoHOB B reHax pPHK o6HapyxuBaer
3aKOHOMEPHOCTH, YKa3bIBAIOIIINE HA HECIyYalHbIN XapaKkTep UX BHeApeHus. Mmeercs
JTUCKPETHBIN HA0OP BO3MOKHBIX JIOKAJIM3AUl HHTPOHOB IPYyNIbI |, KOTOpBIE MPOCIEKUBAIOTCS
1utst romosioruuHbix pPHK dunorenernyecku ynanéHHbIX BUJIOB (TaKUX Kak rpUOBL, 3eTEHBIE
BOJIOPOCIIH, KpacHbIe Bogopociin), [790]. CaliTel BHEIPSHHSI MHTPOHOB MPEICTABIISIOT COOOM
BBICOKOKOHCepBaTuBHbIE yuyacTku pPHK. [TomuMo koHCEpBaTH3Ma, CaliThl BHEAPEHNS HHTPOHOB
rpymnsl | oTirgaer To 00CTOATENBCTBO, YTO OHU PACIOIAratoTCsl Ha TOBEPXHOCTH pUOOCOMBI,
T.€. B yyacTkax, koropsiMu Mosiekysia pPHK mosxer B3anmozeiicTBoBaTh ¢ okpyxkeHueM. bosiee
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TOT0, CAWThI BHEAPEHHS UMEIOT onpeAeaéHHble puznonornyeckue pynkunu. Yaiie Bcero
UHTPOHBI rpymIibl | 00HapyKUBArOTCS B caiite cBs3biBanus pubocomsl ¢ TPHK, [791, 792].

Jlokanuzanust caliToB BHEAPEHUSI HHTPOHA HA TIOBEPXHOCTU MOJIEKYJIbI HABOJAUT HA MBICIIb O
BO3MOKHOCTH BHeapeHus naTpona B pPHK nyrém obparnoro craiicuara. O6paTHbrit
CIUTAiCHHT — 3TO BHeApeHue JinHelHoi Mosiekynsl B PHK ¢ momonisio peakuyu, oOpaTHoi
cruaiicunry, Puc 5-5.

IVS

5' + 3'

Substrate RNA

Puc 5-5. MexaHn3M 00paTHOTO CIUIaiicHHTa UHTpOHA rpynmsl |. Peakuums mpoxomut
qepe3 TC Ke CTaguu, 4TO U CHHaﬁCHHF, HO B IIPOTHUBOIIOJIOKHOM HaIpaBJICHUU.
I/IHI/ILII/II/IPOBaHI/IIO peaKkry NpeAIICCTBYET paCllO3HABAHNUE NOCICA0OBATCIbHOCTHIO IGS
3' wuHTpOHa (3AIUTPTXOBaHHBIN NPSIMOYTOJIBHHK) KOMIIJICHETTAPHOTO €1 yJacTKa caifTa
BHepeHus B Mojekyine PHK u capuBanue 3THX y4acTKOB MyTéM 00pa3oBaHUs
YOTCOH-KPHUKOBCKHX Iap.

/Mechanism of group | reverse splicing. Base pairing of the substrate (ligated exon)
RNA with the internal guide sequence (IGS, shaded rectangle) is followed by attack of
the 3' terminal hydroxyl group of the IVS at the splice junction (open circle). In the
second step, the 3' hydroxyl of the 5' exon reacts with the first phosphodiester bond of

T Y
)

Integration . . . . -
prgéuét the intron (closed circle), displacing the 5' guanosine./ U3 pabomut [792].

BHeapennro HHTpoHA ITyTéM 0OPATHOTO CIIACHHTA MPE/IIECTBYET dTAll PacIO3HABAHHS
caifta BHeIpeHus, B rpouecce kotoporo yuactok PHK-cybcrpara Ha rpanuiie caiita BHeIpEeHUs
CHIapUBaeTCsl C KOMIUIEMEHTAPHBIM €My Y4aCTKOM MHTPOHA ITyTEM 00pa30BaHUs YOTCOH-
KPUKOBCKHX map. B pabore [792] uccnenoBana peakuus oOpaTHOro CIUIaliCHHIa UHTPOHA
rpynnsl | B 6onpiryto cyoseaununy pPHK. B onbiTax 6601 HCIIONIb30BaH HHTPOH U3
Tetrahymena, na Puc 5-5 o6o3nauenHsIit kak VS, a B kauecTBe Mozenu cyocTpaTa Obuia B3sTa
E. Coli 23S rRNA. BbISICHHIOCE, YTO HHTPOH BHEIPSIETCS B pa3IMYHbIC
BbICOKOKOHCcepBaTuBHBIE YuacTku pPHK, a yaie Bcero oOHapyxuBaeTcs B caiire,
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COOTBETCTBYIOLIEM TOJIOKeHHI0 nHTpoHa B TeHe pPHK Tetrahymena. Tem cambiM, caifThl
BHenpeHus naTpona B pPHK myrém oGpaTHOro crutaiicuara 1ub0 COBMAIAIOT ¢ CAUTOM, B
koTopoMm B reHe pPHK nmpucyrcTByet uHTpOH, MO0 00HAPYKUBAIOT CXOACTBO C TAKOBBIMHU
calTamu.

[TockonbKy BHeApeHUIO Tpymiibl | myTéM 00paTHOTO CIUIACHHTA MPEIIIECTBYET
pacro3HaBaHHe caiiTa BHEIPEHMS, BHEIPEHUE BO3MOXKHO JIMILB [IPY HATUYUU
KOMIUIEMEHTapHBIX Y4acTKOB Ha MHTpoHe rpynnsl | u Ha pPHK. 3akoHomepHbIil XapakTep
pacrosiokeHus Takux ydyactkos Ha pPHK u nokanuzanus uHTpoHOB rpymnisl | B
COOTBETCTBYIOIMX yyacTkax reHoB pPHK ykasbiBaroT Ha o01ee 3BOIIOLIMOHHOE MTPOIIIIOe
WHTPOHOB I'PyMIIbI | 1 puOOCOMBI.

Ectb emé ogno cBunerensctBo cBsizu pPHK ¢ uaTponoM rpymimsl | — 310 6enok THpo3uI-
TPHK-cuHTeTa3a, KaTanu3upyoumi peakiuo IpUucoeIMHEHUsS] aMUHOKUCIIOTHI TYI K
cootBercTByromeit TPHK, T.e. peakiuio aMmuHoanmnupoBanusi. ABTOpsI paboTsl [776]
0OHapyXWJIH, YTO MyTaluu reHa Cyt-18 munenuansabeix TpudoB Neurospora crassa,
KOJMPYIOIIETO MUTOXOHAPUANTBHYIO TUpO3uiI-TPHK-cuHTeTa3y, OJOKUPYIOT CIUIalCHHT
UHTPOHOB U3 MouieKyibl PHK 6osbioii cyobenuaniibe pudocomMbl MUTOXOHIpUU. TeM caMbiM,
JTAHHBIA OENTOK, TOMUMO aMUHOAIMIIMPOBAHHS, UMEET emlé 1 (PYHKIHIO MaTypasbl.
Briocnencteun ObLIO TaKkKe MOKAa3aHO, YTO ATOT (pepMeHT iN Vitro kaTanu3upyet u 00paTHbIN
crutaiicunr untpona rpynmns! | B pPHK, [793].

EnBa nu onucaHHbIe CBA3M TPEX MOJIEKYJI, IPUHUMAIOIINX Y4aCTHE B TPAHCIISALUU —
pubocomsl, TPHK u tposun-TPHK-cunTeTa3s1, ¢ Monekynoi nHTpoHa rpymisl |, obmamaromieii
K TOMY %€ CIIOCOOHOCTBIO KaTaJIM3UPOBATh PeakIyio, 0OpaTHYI0 aMUHOALMIMPOBAHUIO, MOTJIa
BO3HUKHYTh cilyyaiiHo. [1o Bceil BUIMMOCTH, MHTPOH IpyIIbl | JeCTBUTENBRHO IPUHUMA
y4acTHe B TPAHCISALUH, KaTAIM3UPYS peakLnIo, OOpaTHYI0 aMUHOALMIMPOBaHUIO. M3HayalbHO,
CKOpee Bcero, MHTPOHbI Ipynibl | Bxoaunu B coctaB reHoB TPHK (T.e. 3TU HHTpOHBI
KoaupoBanuck ydactkamu renoB TPHK). B npeBHeM TpaHcnsTope, orMcaHHOM BblII€, HHTPOH
10J00HO YEITHOKY KYPCHPOBAJ B MPOIECCe CHHTE3a TOJIHUITECIITHIHON eI MEXIY ABYMS
monekynamu PHK: TPHK u pPHK, BricBOOOX1asiCh TOCPEACTBOM CIUIAWCHUHTA U3 OJHON U TYT
7K€ 00paTHBIM CILJIaliCMHIOM BCTpauBasich B APYryro. BeposTHO, rociie ycoBepIIeHCTBOBaHUS
TPAHCIATOPAa MHTPOHBI Ipynibl | Gojiee B TpaHCIALMU y4acTUsl He npuHUMainu. OHAKO 3TH
MHTPOHBI MO-TIPEXKHEMY HCIIOIb30BAINCH JJI KATATUTUYECKOTO 00pa30BaHUs
dochonnrbupHBIX CBs3€H MPHU CTEMIMHIE anaTuTa (IIPU OCYILECTBICHUH PeaKIii
KOIMPOBAHUS MOJMHYKIIEOTH/IOB), IOTOMY UTO CO3/1aHUE 3(PPEKTUBHOTO TPAHCIATOPA AOKHO
OBLIO MpeAlIecTBOBaTh mosiBieHuto bona fide monumepaspr. [103TOMY reHbl HHTPOHOB TpyIIIHI |
MO-TIPEKHEMY MTPUCYTCTBOBAIM B reHOMax. Bo3MoxkHO, oHM nipucyTcTBOBaIA B TeHax TPHK
(MM yacTu 3TUX reHoB). Eciiu NpUHATH Takyo TOUKY 3p€HHsI, TO MHTPOHBI B COBPEMEHHBIX
TPHK cnenyer cuurars pyAMMEHTaMU HHTPOHOB, HEKOT A IIPOU3BOIUMBIX JUIS
KaTaJInTH4ecKoro oopa3oBaHus GpochoaudGpUpHBIX CBA3EH MpU CTEMITUHTE (a elé paHee
UCIIOJIb3YEMbI€ KaK B TPAHCIISALIMU, TaK U B MOJMMEPU3ALINN HYKIEOTHIOB).

Brocnencteum, mocie Toro, Kak B IOMEHe MPEAKOB apxeit Obuia co3nana bona fide
noyimMepasa (ImpenosiaraeMblil mporiecc €€ BOSHUKHOBEHUS OMMCaH B pasjiene 5.8), mpeaku
apxei 6ojee He HY)KIAJUCh B MOJIEPKAHUU KaTATUTUYECKON aKTUBHOCTH HHTPOHOB. [loaTomy
OHM TepeluIn Ha (PepMEHTATUBHBIN CIUIAaiCUHT UHTPOHOB, BEPOSTHO, OoJiee 3 (EKTUBHBIH,
KaTaJIMTHYECKasi aKTUBHOCTh HHTPOHOB ObllIa yTpaueHa, CaMU MHTPOHBI TIOCTETIEHHO
penyupoBaInch, a B 6onbinHcTBe MoJiekyl TPHK onu Obutn nomHocThio yTpadenst. C
yTpaTol KaTaJUTHYECKON aKTUBHOCTH HHTPOHOB, BcTpauBanue ux B pPHK npexparunocs.
[Tpenku GakTepuii, el »KU3HEHHBIM HUKI ObUT OCHOBAH Ha Yepel0BaHUU TPAHCKPHUIILINH U
00paTHOW TPAHCKPHUIIIIUH, B OTIIMYHUE OT MPEJIKOB apXel, B T€UEHUE JUTUTEIHHOTO BpEMEHU
WCITOJIB30BAJIM CTEMIIMHT JIJIs1 OCYIIECTBIIEHNUS, 110 KpalHEN Mepe, OJHOM U3 3TUX JBYX
onepauuii. [ToaTomy KaramuTHyeckast akKTUBHOCTh HHTPOHOB I'PYMIIBI |, TOXE, BUAUMO
koaupyembix yuactkamu reHoB TPHK, Opinia coxpanena s katanusa gochoandpupHoii cBa3u
pu creMnuHre. B pesynprate oHM npoaoikany BerpauBaThes B MosieKyibl pPHK myTém
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00paTHOTO CIUIANCHHTA, a U UX CIUIalCHHTa KOJUPOBAINCH COOTBETCTBYIOIINE MaTypasbl.
Ecnu B crity kakux-To nipuyuH crutaiicuar uHTpoHa u3 pPHK He nmen mecro, mocie nukia
oOpatHo# Tpanckpuniuu nHTpoH nonagan B JIHK, Ho nociie ouepennoro paynaa
TPAHCKPUIILIUK BHOBb U3BJIEKAJICS CIIACUHIOM. Tak MpoaoinKalloch 10 epexoaa Ha
permukarmio JIHK. MaTponsl, He ynanéuusie BoBpems u3 pPHK, nmonasme nyrém obpaTHoit
TpaHckpuruu B koaupyromyto ux JJHK u ucnsiraBmme 3arem permukamnuio JJHK Oputm
yBeKoBeueHbI (nmockonbky JIHK-pennuka nuHTpoHa KaTaIMTUYECKONH aKTUBHOCTBIO HE 00J1a7aeT
U HE CrI0cOo0Ha OCYIIECTBUTh ayTOCILIAMCHUHT). DTO, BUAUMO, M €CTh T€ UHTPOHBI Ipynisl |, 4to
u3penka Bcrpevarorcs B reHax pPHK Gaxrepuii.

W3noxeHHble Bblle (akThl 00 UHTPOHAX rpynIbl | B reHoMax OakTepuil, a Takke B TeHOMax
MUTOXOHJIPUH U IUIACTUL, JOIIYCKAIOT HECKOJIBKO TOJIKOBAaHMN. B kadecTBe eme oqHoro
00BSICHEHUS! MOXKHO, HAalIpUMep, MPEAIOI0KUTh, YTO HA CTAJMH IBOJIIOLUH, KOTJa IIPEIKU
OaxTepuil yepea0BaIl TPAHCKPHUIILMIO C 00paTHOM TpaHCKPUIILIUEN, IPOU3O0ILIO0 NEPEPOKICHHE
UHTPOHOB rpynmsl |. IHTpOHBI, paHee 00CTyKMBAIOIIUE HYKbI KIETKH, MOIJIU IPEBPATUTHCA B
Napa3uTHIECKUE MOOMIIbHBIE TCHETUYECKUE JIEMEHThI. DTH HHTPOHBI MO-TIPEKHEMY
pacnio3HaBanu caiitel B pPHK, B KOTOpbIE HHTPOHBI paHee BHEAPSUIMCH B IIPOLIECCE TPAHCIILMH,
HO TEIepb 3TU CAMThI UCIIONb30BAINCH NAPASUTUPYIOIIMMU UHTPOHAMU B KaU€CTBE BPEMEHHOI'O
npucTaHuIa. BriocaecTBUM 3TH HHTPOHBI CIIy4aifHO MOTJIM OBbITh YBEKOBEUEHBI IIPU IIEpexo/ie
Ha perumkanuio JJHK.

5.5.4.Bo3HUKHOBEeHHE reHeTHYEeCKOr0 Ko/a.

Beiie Obl10 ONMKMCaHO TMITOTETUYECKOE MOJIEKYJIIPHOE YCTPOUCTBO IS yalleHUs
AMHHOKHUCIIOT OT pHOO3MMOB, (PYHKIIMOHNPOBABIIIEE HA TPAHH AlIATUTOBOT'O KPHCTAILIA.
OYHKIMOHUPOBAHHUE ITOI'0 YCTPOMCTBA I0JIKHO ObLIO CO34aBaTh MPEANOCHUIKH K
BO3HHUKHOBEHUIO TPAHCIISLIUU.

YcTpoiicTBo, HamoMHUM, TipeacTaBisuio coboit nenouky PHK (mpoo6pa3 MPHK),
YKOPEHEHHYIO B OCHOBY. J1J1 n30aBiIeHUs OT CllydaiiHO PUCOETUHUBLIEHCS K ero 2°- niu 3°-
KOHILY MOJIEKYJIbl aMUHOKHCIIOTHI, pubo3uMsl (mpoodpas TPHK) ykopensuics ¢pparmeHToM cBOEH
MOJIEKYJIbI B OCHOBY, TaK YTO YKOpPEHSEMBbII ydacTOK pubo3uma (mpoodpa3 aHTUKOOHA)
00pa30BbIBaJl YOTCOH-KPUKOBCKHE Maphbl ¢ KOMIJIEMEHTAPHBIM €My YYacTKOM IEeToukH. Jlis
MIPUCOETUHEHMSI, BEPOSTHO, UCIIOJB30BAJIACH CTPYKTYpa THUIA «CTeOenb-neTiisny. Obpa3oBaHus
3TOrO THIIA YACTO OOHAPYKUBAIOTCS B MOJIEKYIax puO03UMOB,[775]. AHTUKOIOH COBPEMEHHOM
TPHK, oTmeTnMm, pacnonoxkeH B CTpyKType netis-credenb. BHenHuil yuactok netyim mMor
COEIMHATHCS BOJOPOAHBIMU CBSI3IMHU C HYKJIEOTH1aMU yKopeHEHHOH B ocHOBY PHK, a
COOTBETCTBYIOIIKE (oCchaTHBIE TPYIIIHI IETIN MOTJIM BCTPAUBAThCS B IPUIIETAIOLIYIO CTPOUKY
OCHOBBI. P0031MBI, BBIMOIHABIINE CXOAHbIE QYHKIMH U IIOTOMY UMEIOIUE CXOIHYIO
CTPYKTYpPY MOTJIM UCIIOJIb30BaTh OJHY U TY ke yKopeHEHHYto Moiekyny PHK. Onnako, Oynyuu
Pa3INYHBIMU, PUOO3UMBI 3TH CBA3BIBAINCH C MOJIEKYJIAMH Pa3HbIX aMUHOKHCIIOT, KaK TO UMEJO
MECTO B BBICOKOOAPHBIX AIKCIEpUMEHTax aBTOPOB [712]. [ToaToMy 1 HYKJIEOTHUIHBIN COCTaB
ykopenénnoil PHK (nmpororuna MPHK) npuBoausics B COOTBETCTBUE ¢ HYKJICOTUIHBIM
COCTaBOM prUOO3UMHBIX neTenb. Heo6XxoauMocTh 3ape3epBUpOBaTh pa3Hble HAOOPHI
HYKJICOTH/IOB JIJIs1 00CTYKUBaHUS Pa3HBIX PUOO3MMOB, M30aBIISABIINXCS OT Pa3HBIX
AMUHOKHCIIOT, CO3/JaJI0 MPEATOCHUTKU JUIsSl BBIPAOOTKHU TeHeTndeckoro koga. Heod0xonumoctsb
00pa30BaHUs MENTHIHON CBSA3U (BO M30aBIECHHE OT aMMHOAIMIMPOBAHNS) IPUBOIUIIA K
CO3/IaHMIO OJIMTONENTH/IOB, TOCIIE0BATEIbHOCTh AMUHOKHUCIIOT B KOTOPBIX ONPEEIsIach
IIOCJIE0BATENBHOCTBIO HYyKJIEO0THA0B yKopeHEHHOW PHK.

XO0Ts onMcaHHOE MPUCIIOCOOJIEHHE CO3AaBaIOCh HE pajid CUHTE3a MOJUIENTHIOB, €T0
(YHKIMOHUPOBAHUE TOJDKHO OBIJIO COMPOBOXKAATHCS CHHTE30M OJIMTONENTHIOB,
MOCJIE0BATEIbHOCTH aMUHOKHCIIOT B KOTOPBIX MpeCcKa3yeMbIM 00pa3oM COOTBETCTBOBAIN
IIOCJIE0BATENBHOCTAM HYKJIEOTHIOB B HEKOTOPBIX Y4aCTKaX HEKOTOPOU CHELNMAIBHO
BoiienieHHoN PHK. Ecnu cunTe3upyemsbie mpoTenHsl mocie aecopOuuu oOHapyKUBaiu
M0JIe3HbIE CBOMCTBA, HAIIPUMEp, CIIOCOOCTBOBAIIN MPUHATHIO HEKOTOPHIM PUOO3MMOM
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NpaBUIBHOI KOH(pOpMaIMK, TO Koaupyromas ero nocienoarenbHocTs PHK ¢ukcupoBanack
0oTOOpOM M TIepeaBagach 1o HacIeACTBY. BriociencTeun 1anHOe TPUCTIOCOOIEHUE MOTJIO OBITh
MOIU(HUIIMPOBAHO B HATPABICHUH crienuanu3anun. [loMmumo pe3epBrUpoBaHUS YKOPCHSIBIICHCS
B ocHOBY MoJjiekyibl PHK (mporotun MPHK), Moriio Takke OBITH Takke 3ape3epBUPOBAHO
HEKOTOPOE CEMENCTBO prO0O3UMOB CXOAHOM CTPYKTYpHI (mpototun TPHK), Gonee He
YUaCTBYIOIIMX B KaTaJu3e pPeaklnii, a CIy>KalluX [Jis CBA3bIBAHUS aMUHOKHUCIIOT U IOCTaBKU MX
K MECTy CHHTE3a IPOTEHHOB. JlaHHOE YCTPONUCTBO BBIMIOJIHSIIO cpa3y JBe HYHKIIMU: U30aBICHHUE
OpraHu3Ma OT Be3JIeCyLIUX MOJIEKYJ aMUHOKUCIIOT U CHHTE3 MPOTEHHOB. Bekope, o mepe
COBEPIIICHCTBOBAHUS ITPOTEUHOBBIX (PEPMEHTOB, BBITOBI OT UCIIOJIB30BaHUS UX, BEPOSATHO,
OKa3aJICh CTOJIb BEJTUKU, YTO HEKOTOPbIE U3 aMHUHOKUCIIOT, €IlI€ HEAaBHO OBIBILIUE 10CAIHBIM
HEJI0Opa3yMEHHEM, TETEePh LIeTICHANIPABICHHO CUHTE3UPOBAIUCH OPTAaHU3MOM. MOJEKyIsIpHbIE
YCTPOMCTBA, paHee UCIOIb3YEMbIE I KAaTaTUTHUYECKOrO OTJIEICHNUS aMUHOKHUCIIOTHI OT
pubo3umMa, Terneps ObUTH MOAU(DHUIIMPOBAHBI TaK, YTOOBI KATATM3UPOBATh AMUHOAIMIIMPOBAHNUE,
T.€. Ty K€ PEaKII1Io, HO B IPOTUBOIOJIOKHOM HAIIPABICHUU.

[IpemyioxkeHHYIO BbIIIE CXEMY BOZHUKHOBEHUS TPAHCIISLIMY CIIEyEeT pacCMaTpUBaTh Kak
npenBapuTenbHyo. OHa He MOXKET ObITh MPUHSTA 0€3 IKCIIEPUMEHTAILHOM MTPOBEPKU HAIIETO
MIPEITOJIOKCHUS O HATMYUHU JHAa30Ha (PU3HKO-XUMHYECKHUX TTapaMeTPOB, B KOTOPBIX
KOBaJICHTHAs CBA3b yeAMHEHHON amMmuHOKKUCIOTH ¢ TPHK siBnsiercs TepmoanHamuuecku
CTaOWIIBHOM, HO CTAOMIIBHOCTh YTPAYMBACTCS MTOCJIE 00pa30oBaHus MENTUIHOMN cBsi3u. Kpome
TOT0, 0€3 AKCIIEPUMEHTAIHHONU MTPOBEPKU OCTAETCS HESICHBIM, OYIYyT I UHTPOHBI rpynIbl |
MPAaBWJIBHO (PYHKIIMOHUPOBAThH Ha IIOBEPXHOCTH aratuTa. Bce nMeronuecs TaHHbIC O PeaKInsX,
KaTaJu3upyeMbIX 3TUMHU MOJIEKYJIaMH, TIOJy4YeHbI B pacTBOpax. TeM He MeHee, TpeaIoKeHHas
cXeMa OOBSCHSICT ONMMCAHHBIC BHINIC CBUICTEIHLCTBA YUACTHS HHTPOHOB TPYIIIEI | B TpaHCIsauu
(pazmen 5.5.3). Kpome Toro, Ha OCHOBE MpeuiaraeMoi CXeMbl BOSHUKHOBEHUS TPAHCIISILIUK
MOJKET OBITh TIOCTPOEHA CXEMa IBOJIIONNY TeHETUIECKOTO KOJ[a, YCIICITHO OOBSICHSIOMIAS PSIJT
€ro 0COOEHHOCTEM, N3II0KEHHAs B CIIEYIOIIEM pa3zele.

5.5.5. JBosaOuUA TPAHCIUPYIOIIMX YCTPOUCTB U FreHETHYECKOT0 KO/1A.

OmnucaHHOE BBILIE HE3aMBICIOBATOE MPUCTIOCOOJIEHUE, OCYILECTBIIABIIECE TPAHCIIALMIO Ha
anatutoBoM Kpucrtasuie pu nomou MPHK, TPHK u unTtpona rpynnsi |, BeposiTHO, MOTJI0 OBITH
UCIOJIb30BAaHO JIMIIb JUISI CHHTE3a HEOOIBIIMX OJIUIONEeNnTHI0B. BeposTHO, mosBIeHUIO
puOOCOMBI WIIM JPYTUX MOJIEKYJISPHBIX YCTPONCTB, CIIOCOOHBIX CUHTE3UPOBATh
BBICOKOMOJIEKYJISIPHBIE TTOJIMIIENITHBI, IPEAIIECTBOBA IEPUOJ, KOTAA U PEINIMKALUS, U
TPAHCISIUS OCYHIECTBIISIMCH HA TOBEPXHOCTH allaTUTOBBIX KpucTauioB. Huxke cnemana
HOTBITKA MOHATH, B CAMBIX OOIIUX YepPTax, Kak IPUMUTUBHBIN TPAHCIATOP, U3HAYATIBHO
IpeHa3HaYeHHBIN JJIs1 OTJEICHNS aMUHOKHUCIIOT OT pruOO3MMOB, MOT HBOJIIOLIMOHUPOBATH B
CJIO’KHEHIIYIO MOJIEKYJIIPHYIO MalllMHY, KaKoi sIBJIsIeTCs COBpeMeHHasi pubocoma. B wacTHoCTH,
CZICJIaHA ITOIBITKA MTOHATH, JOITYCTUMO JIM MOJEIMPOBATH HCTOPHUIO KU3HHU OCHOBBIBAsICh HA
¢umnorenernyeckoM apese pudocomuoi PHK, Puc 5-2, wn ke 310 1peBo XapakTepu3yeT JHUIlb
UCTOpUI0 puOOCOMBI caMoil 1o ceOe. B kauecTBe nctouHrka nHGopmanuu OyayT UCTOIb30BaHbI
CBe/IeHUS 00 0OCOOCHHOCTSAX F'€HETUYECKUX KOJIOB U X TPAHCIISALMH, IPEICTaBICHHbIE HIKE.

5.5.5.1. Oco0eHHOCTH TeHETHYECKOT0 KO,

B coBpeMeHHO# crucTeMe TpaHCIISIIIMU UCTIOJIb3YeTCS €IMHBIN I BCEX OpraHu3MOB
TPUILIETHBIN (T.€. KaXIbIi KOJOH COCTOUT U3 TPEX CUMBOJIOB) TEHETUYECKUIN KO, XOTS
UMEIOTCS ¥ pa3sHoUTeHHs, Tabmuma 5-2.
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Tabnuma 5-2. YHUBEpCcaIbHBIA TEHETHICCKIH KOI.

Universal genetic code, 2007

U3 0630pa [716].

Second codon position
First position (5' end) Third position (3" end)
u C A G

U UUU-Phe UCU-Ser UAU-Tyr UGU-Cys U
UUC-Phe UCC-Ser UAC-Tyr UGC-Cys C

UUA-Leu UCA-Ser UAA-Ter UGA-Sec (Ter) A

UUG-Leu UCG-Ser UAG-Pyl (Ter) | UGG-Trp G

C CUU-Leu CCU-Pro CAU-His CGU-Arg U
CUC-Leu CCC-Pro CAC-His CGC-Arg C

CUA-Leu CCA-Pro CAA-GIn CGA-Arg A

CUG-Leu CCG-Pro CAG-Gln CGG-Arg G

A AUU-Ile ACU-Thr AAU-Asn AGU-Ser U
AUC-Ile ACC-Thr AAC-Asn AGC-Ser C

AUA-lle ACA-Thr AAA-Lys AGA-Arg A

*AUG-Met ACG-Thr AAG-Lys AGG-Arg G

G GUU-Val GCU-Ala GAU-Asp GGU-Gly U
GUC-Val GCC-Ala GAC-Asp GGC-Gly C

GUA-Val GCA-Ala GAA-Glu GGA-Gly A

GUG-Val GCG-Ala GAG-Glu GGG-Gly G

Notes: * Initiation codon; Ter, codon of termination of the polypeptide chain: Sec, selenocysteine (21st amino acid in the universal genetic
code [9. 10]): Pyl, pyrrholysine (22nd amino acid in the code [15, 17. 19]): UGA encodes Sec in some protozoans, lower plants,

mammals, and fungi [13]; UAG is the Pyl codon in the code of archacbacterium Methanosarcina barkeri [18].

Kax BUJOHO U3 Ta6J'II/II_ILI, KO ABJIACTCA BBIPOKIACHHBIM B OTHOIICHHH MHOI'MX daMHUHOKHCIIOT.
HNnaue roBopi, A1 0003HaUYCHHUS 0}1H0171 aAMHHOKHUCJIOTEI MOJKET OBITh HCITOJIb30BaHO HECKOJIBKO

KOZIOHOB (10 IIECTH).

B HekoTOphIX opranu3mMax WM UX OpraHesuiax (MUTOXOHJIPUH, XJIOPOIUIACTHI)
00OHapYyKUBAIOTCS OTKJIOHEHHUS OT CTaHJapTHOro koja. CoBpeMeHHbIE CBEICHHsSI 00
OTKJIOHEHUSIX OT CTaHJAPTHOTO KOJIa TIPE/ICTABIICHBI B I[BETE Ha quarpamme Puc 5-6.
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Puc 5-6. CtanmapTHBIN TeHETHIECKUI KOJI 1 HEKAHOHWIECKHE BapUaHThI KOJOHOB. CTaHAapTHBIN KO IMMOKa3aH
KpyroBoi nuarpamMmoii. FI3BecTHbIE HA TEKYIIMH MOMEHT Pa3HOYTEHUS MTOKa3aHbl BHE KPYyTra JUarpaMMbl: KPacHbBIN
I[BET COOTBETCTBYET MUTOXOHPHSAM, CHHIH — HH(Y30PHSIM, OPAH)KEBBIN — APOIOKEBBIM IpuOKaM. CelneHOonncTenH
(Sec) u mupposmzun (Pyl) mokazansr 4épHBIM. U3 0630pa [719].

Hanee Oyaer nokas3aHo, 4TO 337a4a BOCCTAHOBJICHUS] HICTOPUH YHHBEPCAIbHOTO
IFeHETUYECKOr0 KOJla HECKOJIbKO YIPOIIAETCs, €CIM COCPEIOTOUUTHCS CHaYajIa Ha 0COOEHHOCTSIX
€r0 3HAKOB IIPENHMHAHUS — CTAPTOBOI'0 KOJI0OHA U CTON-KOJI0HA. OTYACTH ATO CBA3AHO C TEM, UTO
HOJABJIAIOLIEE YUCIO OTKJIOHEHUH OT CTaHAAPTHOIO KOAA TEM MM MHBIM IMYTEM aCCOLUUPYIOTCS
C 3TUMHU JBYMsI KOJJOHAMH.

Cmapmoeutii KOOOH u cmon-K00oHsl. B craniapTHOM (T.€. YHUBEPCATbHOM IT'€HETHUYECKOM )
KOJZIE CTaPTOBBIM KOJIOHOM, HHUIIMMPYIOIIUM TPAaHCISAIUIO, CiIy:kUT TpurieT AUG, a TpurieTsl
UGA, UAA, UAG sasttotcs cromi-kogoraMu. [Ipu stom AUG koaupyeT Takke aMUHOKHCIIOTY
MeTuoHuH (Met), BXOasI1yI0 B YHCIIO MPOTEUHOTEHHBIX, TOT/1a KaK CTON-KOJOHBI aMUHOKHUCIIOT
HE KOoaupytoT. {7t cuuthiBanus ctapToBoro kojgona AUG ucnonb3yeTcs crienuanu3upoBaHHas
mosnekyna TPHK, 1.1, uaniuupyromas TPHK (initiator tRNA), chapsokénnas
(amuHoOamIMpoBaHHas) MeTuoHUHOM (Met). ¥V 6axrepuii nnunuupytomas TPHK cuapsxaercs
ocTatkoM MouduimpoBanHoro MetnonrnHa — N-popmunmernonntom (fMet), [720-723]. Tem
cambiM Met (y GakTepuii, cooTBeTcTBeHHO, fMet) craHoBUTCS TIepBOi (MHUITUHPYIOIIEH )
AMHHOKHUCIIOTON CHHTE3UPYEMOTO MOJIMIENTHIA. DTOT aMHHOKUCIIOTHBIH OCTaTOK OOBIYHO
yAaJIeTcs Mocie 3aBeplIeHUs TPaHCIsIIuY, [ 724].

3aBepiieHue TPAHCISIINAN (TEPMUHALHS) PETYIHPYETCS CIEIHATN3UPOBAHHBIMHA OSITKOBBIMHU
dbakTopamu, Ha3pIBaeMbIMU (akTopamu TepmuHaiuu (release factors, RFs), [725]. Tem cambim,
MoutekyJibl TPHK B TepMuHanum yyactuss He npuHUMAaroT. TepMuHanus, B OTJIMYNAE OT
MHUIMAINH, HE COITPOBOXK/IAETCS MPUCOEIMHEHNEM aMHUHOKHCIOTHOTO OCTaTKa K
MOJIUIICTITHTHOM 1IenH. Y HAc HET BO3MOKHOCTH O0CYX/1aTh MEXaHU3M TEPMUHAIMH, O KOTOPOM
ceifuac MHOTO€ U3BECTHO, CM. Hampumep padoty [726] u coaepxaiiuecs B Heil ccbuiku. B
MOCJIETYIONEM U3TI0KEHHH OY/ET MCIOJIb30BaH TOT (DAaKT, 4TO y 3YKAPHOTOB B TEPMUHAIINN
npuHuMaet yyactue gaxktop eRF1, koTopslit pacnio3HaéT Bce Tpu CTON-KOJOHA. AHAJIOTUYHBIH
daxTop uMeeTcs Takxke y apxeil. Y Oakrepuii umeercs n8a gakrtopa, RF1 u RF2,
pacnosnatomue, coorBerctBeHHo, UAA/UAG u UAA/UGA, [727-729]. CTpyKTypHBIC
MCCIIEIOBaHMS MTOKA3aJIM, YTO MOJIEKYJIBI IIEPEUNCIEHHBIX (PaKTOpOB cBOEH (hopMoit UMUTHPYIOT
mounekyinbsl TPHK, [726,730,731].

Omnpenenénnas MHPOPMAIUS O CTAHOBICHIUH TEHETHYECKOTO KOZa COJIEPIKUTCS B JAHHBIX O
pPa3sHOYTEHUX — T.€. 0OHAPYKMBAEMBIX WHOT/Ia OTKJIOHEHUSX OT CTaHJapTHoro koja. Ha caiite
National Center for Biotechnology Information npuBeieHbs! 1aHHbIC 0 25 BapuaHTax
TEHETUYECKOr0 KO/Ia, OTIMYAIOIINeCs OT KaHOHHYIeCKoro, [732]. JleficTBUTEIbHOE YHCIIO KOJIOB,
BEPOSITHO, eni€ OoJbpie. B cuiry He cOBceM MOHSATHBIX TPUYHH aBTOPHI CUUTAIOT Pa3HBIMHU KOJIBI,
OTJIMYAIOIINECS CTOM-KOAOHAMM, HO Pa3HOUTEHHSI CTAPTOBBIX KOJOHOB OOBIYHO
UHTEPIPETHPYETCS KaK BapUaIH TOTO ke Koza. [1o 3Toi mpuuuHe, B 9aCTHOCTH,
HEKaHOHUYECKHE BapUaHThI CTAPTOBBIX KOJAOHOB HE IMOKa3aHbl Ha quarpamme Puc 5-6. [lpu
TIOUCKaX BO3MOKHOM CXEMBI CTAHOBJICHUS TEHETUIECKOTO KOJIa TAHHBIE O HEKAHOHHYECKUX
CTapTOBBIX KOJIOHAX OKA3bIBAIOTCS CTOJIb e LIEHHBIMU M HH(OPMATUBHBIMU, KaK U CBEJICHHS O
CTOM-KOJIOHAX.

Bapuayuu cmapmoesozo kodona. B nonHol mepe ctapToBbiid kKo oH AUG KaHOHUYIECKUM
MOXET OBITh Ha3BaH JMIIb IPUMEHUTENBHO K SyKaproTaM. Y NMPOKAPHUOTOB ITOT CTAPTOBBIN
KOJIOH siBJIsieTcs mpeobamaromuM, HO TpurieTsl GUG n UUG Toke 70CTaTOYHO 9acTo CITyKat
CHTHAJIOM JUIs Havyana TpaHcisuu. Y Oakrepuu Escherichia coli, nanpumep, nHHIIMEpOBaHHE
Tparcianuu obo3Hadaercs kak AUG, GUG u UUG, cootBercTBenHo, i 83, 14 u 3%
KonupyeMmbix Oenkos, [733]. Y Bacillus subtilis tpancnsiums 78, 9 u 13% Genkos,
COOTBETCTBEHHO, MHUIIMUPYETCSI HA3BaHHBIMH TpeMsl KojoHaMu, [734]. V apxeit kapTuHa
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CXo/iHas, HO ecTh 1 oTauuus. CrapToBelii kogoH AUG Hanbosee XxapakTepeH U AJisl 3TOro
nomeHa. B nienom, cunres 70-90% GenkoB y apxeit ununuupyercs kogonom AUG, onHako y
runeprepmoduiioB Aeropyrum pernix, Hyperthermus butylicus, Methanopyrus kandleri Bce Tpu
KOJI0HA HHUIIMHPYIOT TPAHCIIAIMIO OAMHAKOBO yacTo; y Pyrobaculum aerophilum tpaucisuu
32% O6enxoB unuuupyetcs kogonom GUG, [735].

ConocraBneHne KOJJOHOB, THUIIMUPYIOIIHUX CUHTE3 TOMOJIOTUYHBIX OCJIKOB, TPUBOIUT K
BBIBOAY O B3aumo3amensiemoctu TpumietoB AUG, GUG u UUG, no kpaiineit mepe, y 6akTepuii.
XO0Ts KOJI0H, 0003HAYAIONIMI HayaJlo TPAHCJISALMY TOTO UM MHOTO T€Ha, OUYEBUAHO, SIBISIETCS
HACJITyeMbIM NPU3HAKOM, TPAHCIISIMS TOMOJIOTUYHBIX OEJIKOB B Pa3HBIX BUJAX MOXKET
MHHUIIMAPOBATHCS Pa3HbIMHU KOoHaMHU, [734].

Xots tputeramu AUG, GUG u UUG unummuupyercst CMHHTE3 aOCOTIOTHOTO OOJIBIITMHCTBA
0eNKoB, y HeOOJIBIIOro KOIMYecTBa 0eIKOB 0OHAPYKUBAIOTCS aJIbTEPHATHBHbIE
MHHUIUMPYIOIINE TPUIUIETHL. Y OaKTEepPHH YHCII0 TaKMX OEJIKOB BCEr/Ia cocTaBisieT MeHee 1% ot
oOmero konuuecTBa, [734]. Y aykaproOTOB, JJIsI KOTOPBIX TOJIBKO U UMEIOTCS TTOJAPOOHBIC
CBEJICHUS, 3TO MaJIble JOJIM MpoIeHTa. B reHome yenoBeka oOHapyXeHo 59 OeIKOB, TPAHCIIALUS
KOTOPBIX HAUMHAETCS C KOJOHOB, HE SIBISIOMIUXCS KaHOHUYECKUM cTapToBeiM (AUG), Takux Kak
CUG, GUG, AUC, UUG, AUA, AUU, ACG, [736]. Temu ke TpUIIJICTAMH HHUITUUPYETCSI
TpaHcsnus HekoTopeix reHoB Drosophila melanogaster (ne menee 27 renos), [737].
WMannuypoBaHye TPaHCIALIUN TaHHBIMU TPUILIETAMU HOCUT HECITydaifHbIi xapakrep. Cpenu
HUX, HampuMep, HUKoraa He 0butn BerpedeHbl AAG mmn AGG, nuiib OJHUM CHMBOJIOM
oTaHyaromuecs ot kanonnaeckoro AUG.

AJIbTepHAaTUBHBIC CTAPTOBBIC KOJOHBI YaCTO BXOJAT B cocTaB T.H. NON-AUG-initiated N-
terminal extensions — me6ounbimx orpe3koB JJHK, pacronokeHHbIX B HaYalie reHa, 33 KOTOPBIMU
oOHapyxuBaeTcs kKaHoHH4YecKui crapToBblit KogoH AUG. TpaHcnsausg MokeT HaUMHATHCS Kak
Ha CTAaH/JApPTHOM KOJOHE, TaK M Ha aJIbTEPHATHBHOM, MTPE/IIECTBYIONIEM CTAaHIAPTHOMY.
SIBieHue 5TO HA3BIBAIOT AIbTEPHATHBHBIM HHUIIMKPOBaHueM (alternative initiation). B o6mieit
CJIO’)KHOCTH M3BECTHO 00Jiee COTHU MPUMEPOB aTbTEPHATUBHOTO WHUIIMMPOBAHHUS Y YEIIOBEKa,
MBIIIY, HACEKOMBIX U pacTeHUN. MexaHu3M 3TOro SBJICHHS aKTUBHO UCCIENYeTCs, €ro Mpupoaa
1 OMOJIOTHYECKOE 3HAYCHHUE TTOKa He BBISICHEHBI, [736-740].

BaxHyt0 0cO0€HHOCTh YHHBEPCAJILHOTO T€HETHUECKOT0 COCTABIISIET €r0 HEOTHO3HAYHOCTh B
OTHOIIEHNH cTapTOBOTO KoJjoHa AUG (aHanornyHoe siBJIEHUE UMEET MECTO JIJIS IBYX CTOTI-
KO/I0HOB, cM. HIke). Tpuruier AUG 0IHOBpEMEHHO UCIIONIB3YETCsl KaK CTAPTOBBIM KOJIOH M KaK
KOJ/I0H, 0003Hauaromuii MmetnonuH (Met). 3ramenyromuii Havano TpaHcisuu kojgoH AUG
pacrionaraetcs B Hadajie Tpanciaupyemoid MPHK. DToT koi0H cunThiBaeTcs
cnennanuzupoBanHod TPHK, 1.H. unuyuupyrower TPHK. V apxei u sykapuotos
uanupytomas TPHK cuapspkaercst (amunoanmnupyercs) Met, a 'y 6akrepuit —fMet. B
pesyasTare Met (fMet) oka3siBaeTcs mepBOii aMHHOKHUCIIOTOM B CHHTE3HPYEMOH
HOJIUIETITUIHOM 1IenH, OOBIYHO YAAISIEMOH 110 3aBeplIeHnH TpaHcasuu. [lpu pacnonoxenun
kojgoHa AUG B mo3uiusx, He SIBISIONIMXCS HavaabHOM, OH cuuThiBaeTcs nHoi TPHK,
OTJIMYAIOIIEHCS OT MHULMHUPYIOLIEH, HO ¢ TAKMM e aHTUKOJJOHOM, U B 3TOM cllyyae pudocoma
npucoenuHsier Met kK momunenTuaHoM nenu. Y 3yKapuoTOB CUTHAJIOM JJISl pacCTliO3HaBaHUS
tpuriera AUG kak cTapTOBOT0 KOJIOHA CIYXKHT OTPE30K HE KOIUPYIOIei
nocjeIoBaTelbHOCTH HykieoTua0B B Havaine MPHK, 1.1, «Ko0zak’s consensus sequencey,
COCTOAIIAS U3 YEThIPEX-IIECTH HYKJICOTHU OB, IPEAIIECTBYIOMIUX CTAPTOBOMY KOJOHY, U
OJTHOTO-JIBYX HYKJIEOTHIOB HETIOCPEACTBEHHO TOCIIE CTAPTOBOTO KOJIOHA, [741].

HHTEepecHO OTMETUTh, YTO CTpyKTypa nHunuupyromeit TPHK oOnapyxuBaet ocobeHHoCTH,
orcyrcrByromue y npyrux mosekys TPHK. [Ipu ncenenoBanum kpuctauimdeckon CTPYKTYphI
nanuupytomeit TPHK Esherichia coli apropamu pabotsr [742] Obutn 0OHapyKeHa YHHKaIbHAS
0COOEHHOCTh KOH(pOpPMAIUH IBOMHON CIIUPAIU ydacTKa CTPYKTYpPbI CTeOeb-NeTIIs,
cojJiepKalero anTuko1oH. CorinacHo BbIBOJaM aBTOPOB, 3Ta T€OMETpUUYECKast 0COOCHHOCTh
no3BouisgeT pudbocoMe oTanunuTh nHUIMHUpYomyo TPHK ot npounx monexyn TPHK.
[TpuMeydaTenbHO TakXkKe, 4TO MPH aTbTEPHATUBHOM MHULIMUPOBAHHH (T.€. KOT/Ia B KAUeCTBe
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CTapTOBOTO HUCIIOJIb30BaH KOJOH, oTIU4HbIN 0T AUG) cunThiBaHHE CTApTOBOTO KOJIOHA TOXKE
ocymectisiercs nannuupytomeid TPHK, xots eé antukonon kommiemertaper AUG u moatomy
HE COOTBETCTBYET KOJIOHY, MCIIOJIb3YEMOMY B Kaue€CTBE CTApTOBOro. CUHTE3 MOIUIENTUIHON
1eny no-npexkueMy HaunHaetcs ¢ Met, [743,738]. Tem cambIM, TP HHUITUUPOBAHUHT
TpaHcisinuu tin MoJieKyisl PHK okaseiBaeTcs BaxkHee KOJOHA.

B nocnenyromeit Auckyccun Ham MOHAA00UTCS e 0Ha 0COOEHHOCTh HHUITUUPOBAHUS —
CHHTE3 HHUIMUPYIOIIEH aMHHOKUCIIOTH Yy OakTepuid. BHOCHHTE3 MMOIaBISIONIEro Yucia
AMUHOKHCJIOT B KJIETKaX MPEIIIECTBYET MPUCOECTUHEHUIO COOTBETCTBYIOLIEH aMIHOKHCIOTHI K
TPHK (amunoanmnmupoBanuto). Takas mocie0BaTeIbHOCTh COOBITHI BIIOJIHE COTJIACYETCS C
MPEI0KEHHON BbIIIE CXEMOI BO3SHUKHOBEHHS TPAHCIIALIUY, B KOTOPOH M3HAYAIBHO (PYHKIIHS
TPAHCIUPYIOLIETO YCTPONUCTBA CBOAMIACH K OTJICIIEHUIO aMUHOKHUCIOT OT pru003uMoB. OIHAKO Yy
N-popmunmernonnna (fMet), — aMHHOKHCIIOTHI, C KOTOPOM HAYMHACTCS CHHTE3
MOJIUIIETITUIHOM 1IenH y OaKTepuii, — cxeMa CHHTe3a HHasg. DTa aMHHOKHUCIIOTa 00pasyeTcs
Mo (pULIIpOBaHNEM METHOHHHA (TPUCOeIUHEHUEM (POPMIIIBHOMN TPYIIIbI), YK€ COETUHEHHOTO
¢ TPHK (uannmupyromieii TPHK), [744]. CymiecTByeT emmé oHa aMUHOKHUCIIOTA,
CEJICHOIIMCTEUH, CHHTE3UpyeMasi CXOIHBIM 00pa3oM, MOIU(PUIIMPOBAHUEM OCTATKa HHOM
aMUHOKHCIIOTHI (cepuHa), coeauHénHoi ¢ TPHK. CooTBeTcTBYIOIIN CEIEHOMCTEMHY KOJIOH
UGA coBmniafiaet C OJHUM U3 CTOI-KOAOHOB. BepositHoe 00bsicHeHue 3Tux pakToB OyaeT
IPEJJIOAKEHO MO3KE.

>
(2]

(+3
5

>

-
>

AAAGAAUCUCACUUICAA GAA AAA GAA-3'
1 | Gin Glu Lys Glu

5925 6190
Capsid coding region

Puc 5-7. Yuactok PHK, HemocpeacTBeHHO NpeIIecTBYIONIUI MOCIeI0BATEIbHOCTH, KOAUPYIOIIEH OeJIOK KarcCubl
OJTHOTO M3 BUPYCOB HaCEKOMbIX. JIJIsi HHUIIMUPOBAHKS TPAHCIIALUK BMECTO cTapToBoro kojona AUG ncnons3oBaH
koo riryramuna CAA (oGo3HaueH kpacHbIM). Pacnionoskennast nepen CAA crpykrypa ricesaoysia (pseudoknot)
o0ecrieynBaeT MHALUHIPOBAHNE TPAHCIISIIIHH. U3 0630pa [745].

cO»
OO0 _CCOCH

Emgé onun nunTepecHslit pakT, KOTOPHIN TOHAI00UTCS HAM B JAJIbHEHUIIIEM, COCTOUT B TOM,
YTO UHUIMMPOBAHUE TPAHCISILMU Y HEKOTOPBIX BUPYCOB MOXKET OBITh OCyIIecTBIeHO 6e3 Met
win fMet u naxke 6e3 nnuruupyromieit TPHK. B pabote [746], HanpuMep, OKa3aHoO, YTO
TpaHcianusa mosekynsl PHK, koaupyromel karcuay HEKOTOpOro BUpyca HaCEKOMBIX,
HA4YMHAETCS C IIIyTaMUHa,a He METHOHNHA, 1 UHULIMUPOBAHUE OCYILIECTBIsETCS 0€3 ydacTus
nnnuupytromeid TPHK. Henocpeacreenno nepen kogoHom rimyramuHa B Mosekyine PHK
oOHapyxuBaeTcs 1ncepoysen, Puc 5-7. Hanuuus 3Toi CTpyKTyphl, Kak MOKa3aJid aBTOPHI,
JIOCTaTOYHO JUJISi UHULIUUPOBAHUS TPAHCIIALUY.

Pa3znoumenusn cmon-k000H06. BapnaHThl KOJ0B, B KOTOPBIX OOHAPYKUBAIOTCSI T€ UIH UHBIE
OTKJIOHCHHS B IPOUTEHUH CTOIM-KOJIOHOB, O0JIee pa3HOOOPa3HbI, YeM BapHUaAHThI
HEKaHOHMYECKHX CTAPTOBBIX KOJOHOB. M3BECTHBI Cllydan UCIOJb30BaHUsI OJTHOTO U3 CTOII-
KOJIOHOB KAHOHUYECKOTO KOa JIJIsi KOJUPOBAHUSI aMUHOKUCIIOTHI, €CTh KOZBI, B KOTOPBIX
KOJIOHBI, 0003HAYAIOIINEe aMUHOKHUCIIOTHI B CTAHAAPTHOM KOJIE, UCIIOJIb3YIOTCS B KAUECTBE CTOM-
KOJOHOB. CO CTOIT-KOJOHAMM ACCOLUUPYIOTCS U PA3HOUYTEHUS CTAaHAAPTHOTO KOJA: ABA U3 TPEX
CTOI-KOZIOHOB UCTIOIB3YIOTCS TAKKE IS KOJUPOBAHUS aMIHOKHCIIOT (CEIEHOIMCTeNHA U
nuppoau3nHa). [lepednciennpie OTKIOHEHUS Yallle BCEro 0OHApYKUBAIOTCSI B TEHOME
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MUTOXOH IpHiA, OakTepuii (Mycoplasma), murioMoHa, HEKOTOPBIX 3eJIEHBIX BOJOPOCICH U
Pa3IUYHBIX HHOY30PHi.

VY GonpmmHcTBa quruiomoHan kogousl UAA n UAG 00603Ha4aroT He OKOHYaHHE
TpaHCInuM, a octaTok rioramunaa (Glu), [747]. Takoit koa 0OHAPYKUBAETCS Y BCEX
JMITIOMOHAI, KpOMe TpezicTaBuTeneit poja Giardia, Tpanciisiiys B KOTOPBIX OCHOBaHA Ha
YHHUBEPCAIbHOM F'€HETUYECKOM KoJle. AHAJIOTUYHbIE OTKJIIOHEHHS] OOHAPYKUBAIOTCS Y 3€JIEHBIX
Bojtopocieii pogos Acetabularia u Batophora cemetictea Dasycladaceae. Ta sxe anomanust
obuapykuBactcs y okcuMonas (Oxymonadae, Majaou3ydeHHBIN KJIacC aHadpOOHBIX
KTYTUKOHOCLIEB, OOUTAIOMIMX B KHIIEYHUKE TEPMHUTOB). Y okcuMmoHnaa kogoHsl UAA u UAG
coorBercTBYIOT Glu, a UGA — eIMHCTBEHHBIH cTOM-KO10H, [748]. [Togo6HbIM 00pazom, UAA u
UAG komupytot Glu, a UGA — eIlMHCTBEHHBIH CTON-KOJOH Y MHOTUX HH(Y30pHii POJIOB
Paramecium, Tetrahymena, Stylonychia u Oxytricha, [749]. (Kpome Toro, y Tetrahymena B
JIOTIOTHEHNE K TUTUYHOH rroTaMuH-crienuduunoit TPHK, cunTsiBaromeii cranapTHBIE KOJTOHBI
rimroramuaa CAA u CAG, 6buti 00HapyKEHBI 1BE HEOOBIYHBIC TIIIOTAMUH-CIICITU(UIHBIC
mosekyisl TPHK, cunteiBaronme UAA 1 UAG.) B To ke Bpemsl, y HECKOJIBKUX MPEICTaBUTEIICH
undysopuii poxa Euplotes amunokucnora Glu kogupyercs kak CAA u CAG, coobpaszHo
yauBepcaibHoMy koay. Tpurierst UAA 1 UAG y ipencTaBuTeNe 3TOr0 poia sBISIOTCS
CTOI-KOJOHAMH, KaK B YHUBEPCAIbHOM KO, HO TPETHIi CTOIM-KOJIOH YHHUBEPCATHHOIO KOJa —
UGA, komupyer riucrens (Cys), [749].

B renome 6axrepuii poga Mycoplasma tpumierst UGA 1 UGG koaupyrot tpunrodan (Trp),
TOT/1a Kak B yHUBepcaibHOM Kojie Tosibko UGG cootBerctByet Trp, a UGA siBnsiercst cron-
kooHOM, [750,751]. CxomubiM 06pa3zom UGA koaupyet Trp y undysopuii Blepharisma
americanum u Coldoda, [752]. 3BecTHBI JeCATKH IPUMEPOB FTEHOMOB MUTOXOH/IPHi, B
KOTOphIX cTomn-Koa0H UGA crangapTHOro koja Toxe koaupyet Trp. Ecte npumepsl
MUTOXOHJIPHH, B KOTOPBIX CTOI-KOAOH cTaHaapTHOro koaa UAA coOTBETCTBYET TUPO3UHY
(Tyr), ecTb KO/IbI MUTOXOHPHIA, B KOTOPBIX KaHOHWYeCKHUil cTorn-ko0H UAG cOOTBETCTBYET
aernuny (Leu), a 1j1st HEKOTOPBIX MUTOXOH/IPHIA TOT e KOJIOH COOTBETCTBYeT anaHuHy (Ala)
[753].

Kak BuIHO M3 TPUBEIEHHBIX TPHUMEPOB, OJMHAKOBBIC OTKIOHEHUS OT YHHBEPCAILHOTO
TEHETHYECKOTO KOJIa YacTO OOHAPYKUBAIOTCS B (PUIIOT€HETUYECKH YAANIEHHBIX TEHOMAX, TaK 4TO
BapHalllM KOJia HE OTCIEKHUBAIOTCS MeToAaMu (puitoreHeTndeckoro aHanuza. C ocoboit
HarJsIIHOCTBIO ATOT (PeHOMEH ObUT IPOIEMOHCTPUPOBAH JIJIsl TEHOMOB MUTOXOHAPUI U
UHQY30pUH, TI€ WACHTUYHBIC OTKIIOHEHUS OT CTAaHIAPTHOTO KOAa 00OHAPYKUBAIOTCS Y
yIan€HHBIX BUIOB, TOT/Ia KaK MPEACTaBUTEIN OJJHOTO CEMEHCTBA MOT'YT UCIIONIB30BATh Pa3HbIE
CTON-KOJIOHBI. Y HCCIIeZoBaTeNeii co31aéTcs BIieUaT/IeHHEe, YTO aHAIOTUYHbIE BapHALlUU
TEHETHYECKOTO KOJ1a BOSHUKAIM HE3aBUCUMO JECATKH pas, [794,753-754].

Beiiie yxe ObI710 yIIOMSIHYTO, UTO CTOI-KO/IOHBI cuUThIBatoTCs 6e3 ydactust TPHK
crieraabHbIM OeKOBBIM (hakTopoM, T.H. release factor. V sykapuotos stot dakrop
obo3Hauaercs kak €RF1. [Ipu OTKIIOHEHUSIX OT YHUBEPCAITBHOTO KO, TAK MM HHAYE
3aTparuBaroIInX CTOIN-KOJIOH, JAJISl MPAaBUJIBHOTO MPOYTEHHSI CTOI-KOJI0HOB HEOOXOTUMBI
COOTBETCTBYIOILIME U3MEHEHUs B CTpyKType Mojekyn eRF1. OcobeHHOCTH CTPYKTYpBI (aKTOPOB
eRF1 un(y30pHii HEOJHOKPATHO CTAHOBUIIMCH OOBEKTOM HccienoBanuit. [lepekoanpoBku cror-
KOJIOHOB JICCTBUTEILHO COTIPOBOXKAAOTCS M3MeHeHussMA B eRF1, mpuuém, mogo6HO
NEePEeKOIMPOBKAM, 3T U3MEHEHUS TAK)KE HE OTCICKUBAIOTCS METOJJaMU (PHIIOT€HETHYECKOTO
aHaym3a, [755-758]. Uady3opun, B reHome kotoperx UGA komupyet Trp, Hampumep,
00HapyXUBAIOT CXOAHBIE N3MeHeHUs pakTopa ERF1, ogHaKo B reHOMe WX 00IIIero mpeaka,
COTJIACHO (PMIIOTEHETHYECKHM PEKOHCTPYKIIHSIM, 3TOT KOJOH HCITOJIb30BAJICS KaK CTOM-KOJIOH,
[752]. Kak eciau Obl HAEHTHYHBIE U3MEHEHUS TEHETHUECKOTO T0/1a MPOUCXOIMIN HEOAHOKPATHO,
HE3aBUCHMBIM 00pa3oM, ¥ IIPH 3TOM COOTBETCTBYIOIINE U3MEHEHHUS TIOCIIEI0BATEIILHOCTEH,
koaupyromux eRF1, Toxke BCIKUX pa3 OKa3bIBAIUCH CXOJHBIMU U TOXKE HE3aBUCHMBIM 00pa3oM.
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OTnenbHOro 00CYKACHUS 3aCITyKUBAET HEOJTHO3HAYHOCTh YHUBEPCAILHOTO KOJA B
otHomeHuu TpuruietoB UAG u UGA. OTu TpHUIUIETHI OTHOBPEMEHHO SBJISIOTCS CTOI-KOJIOHAMU
Y UCHOJb3YETCA Ul KOJUPOBAaHUS ABYX AMMHOKHCIIOT: IUPPOJIM3HHA U CEJIEHOIIMCTEUHA.

IMupponusun  (Pyl), HaseiBacmblii wmHOTAa 22-ii  aMHUHOKHCIOTOW, OYECHb PEIOK.
OOHapyXuBaeTcsi TOJNBKO Yy MeTaHOOpasyromux apxed u Oakrepuwiti. B mpupome »sta
AMHHOKHCIIOTa Oo0pasyercs M3 ABYX Mosiekyn jmsuHa, [759]. Tem cambim Pyl obGpasyercs
MoaudUKaMed JU3WHA, OJHAKO, B OTIMYME OT HECTAaHIAPTHBIX AMHUHOKHCIIOT, TaKHX Kak
rugpokcmsue  (hydroxylysine), N-metwmumsun (methyllysine) wu  runysun  (hypusine),
o0pa3yemMbIX MyTEM MOCTTPAHCIALMOHHON MOJU(HUKAIMKA JIM3MHA, obpazoBanue Pyl
MPEIECTBYET TPAHCIISILIUH.

[Mocne cuHTe3a, MOJOOHO CTaHAAPTHBIM aMHHOKHCIOTaM, Pyl coequusercs ¢ crneruduynoi
s mero TPHK, o6osnauaemoii tRNAPY. Curnanom toro, uro tpurier UAG cooTBeTcTByeT
Pyl, a He mnpekpaiieHuro TpaHCISAIUU, CIyXuT Haamurne B MPHK cTpykTypsl, mmenyemoi
PYLIS. PYLIS (pyrrolysine insertion sequence) mpeacrasisier coboit otpe3ok PHK Gosee wiu
MeHee (PMKCHPOBAHHOT'O COCTaBa CO CTPYKTYpO# ctebenb-netis. s Toro, 4ToObl KOAOH ObUI
MPOYTEH tRNA™' 1 ocrarok Pyl npucoenHKUICS K TOJMUICIITHAHON [IEMH, TOC/IEA0BATEIbHOCTD
PYLIS momxna cinemoBath HemocpeactBenHo 3a UAG B MPHK, [760]. Brnpoduem, Hammuwne
nocnenoBarenbHocTH PYLIS He siBnsiercs aOcomoTHO HEOOXOIUMBIM, B €€ OTCYTCTBUE TPUILIET
UAG npounThIBaeTCst KaKk CTON-KOJOH B OOJBITMHCTBE CIIy4aeB, HO HHOTJ]a UMEET MECTO CHHTE3
coaepskariero Pyl 6enka, [761]. Emié omHO 00CTOSITENBCTBO, OTIHYaiomee Pyl oT kaHOHHYECKHX
AMUHOKHCJIOT, COCTOMT B TOM, YTO COOTBETCTBYytomas 3Toil ammHokuciore TPHK (kak y
OakTepuil, Tak M JYKapUOTOB) OOHAPYKUBAET YyHUKAIbHbIE OCOOCHHOCTH. BTopuuHas wu
TpetuuHas cTpykrypa mosekyinbl TPHK, cBsswiBaromeiics ¢ Pyl, otnmyaercs oT cTpyKTypsl
kaHoHnuecknx TPHK. Onnako oTiuuusi, BIpoueM, 3TH HE Takue 3HauuTenbHble, kKak y TPHK
(oOcyxmaeMoii HUXKE) aMHHOKHCIIOTHI Sec, [762,763].

B

eGPx1 SECIS

»>

A SECIS

558 bp 148 bp
eGPx1 ORF 3'-UTR ™

Puc 5-8. Komom UGA B MPHK mnpouutsiBaeTcsi pubocoMoil Kak celieHOUMCTeMH (SEC) Ipu Haluduu
nocnenosarenbHoctn SECIC Ha 3’-konne monekynsl MPHK. A: Cxema MPHK cenenonporenna eGPx1 uny3opuun
Euplotes crassus. Ilokasano pacmonoxenue craproBoro komona (AUG), Sec(UGA), crom-komona UAA wu
nocnenosarensHoctn SECIS. B: TlocnenosarensHocts SECIS u3z MPHK cenenonporenna eGPx1. B pactBope
MOJIEKYJIa UMEET CTPYKTYPY CTEOENb-TIeTIIA. U3 pabomwr [715]

AMUHOKHCIIOTA CelIeHOIMCTeNH (SEC) mpecTaBisieT cOO0N CTPYKTYPHBIH aHAIOT [IUCTEMHA U
cepuHa. B cerneHonMCTeNHE aTOM CelleHa 3aHUMAeT TY TMO3UIINI0, KOTOpasi B IIUCTEHHE 3aHATa
aTOMOM CepBI, a B CEPHHE, COOTBETCTBEHHO, aTOMOM Kuciopoaa. [Tonoouo Pyl, sta
AMHHOKHUCIIOTA siBJsieTcst peakoid. Conmeprkamue Sec Oenkn 0OHapyKHBalOTCS HE BO BCEX
OpraHu3Max.

[Tomo6Ho Pyl, Sec koaupyercst ogHuM U3 CTON-KO10HOB. B oTinune ot Pyl, kogupyeMbim
tpurierom UAG, Sec xkomupyercs UGA. [l Toro yToObI 3TOT TPUILIET ObUT IPOUTEH Kak Sec,
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a He OCTaHOBKa TpaHCIAUU, HeoOxoaumo npucyrctBue B MPHK mocnenoBarensHocTr
HYKJICOTHIOB, Ha3biBacMoii Selenocysteine insertion sequence (SECIS), Puc 5-8(A), mogo6Ho
TOMY, KaK rocienoBateabHocTh PYLIS tpebyercs s npoutenus kogona Pyl. TTogoOHo
PYLIS, nocnenoBarensnocth SECIS, okosio 60 HyKJI€OTHUAOB JJIMHOM, B PACTBOPE UMEET
CTpYKTYpY credenb-nieris, Puc 5-8(B). V 6akrepuit nocienosarenbrocts SECIS pacronaraercs
B MPHK 3a cooTtBercTByromum kogonom UAG, y apxeil 1 9yKapuoOTOB 3TOT JIEMEHT
pacmonoxeH Bomu3u 3’-konna MPHK, [719].

Sec tRNA Cys tRNA

Gec

-6 ¢

U:‘ G-C

£ &

G*C s

GeC I:'A

Uy -

Cuge uCA “Cygeccc A
G‘Aguﬁ;" secay & & hsucet ccosy
G, UCU6GG |, . A Y TG atAeC

ca® 12 A

3:3 ‘ffa %ﬁ
[ G A 2':!

Puc 5-9. Cpasuenme BropuuHnoit ctpykrypsl TPHK cenenonmcrenna (Sec tRNA) u mmcremna (Cys tRNA)
uadysopun E. crassus. Kpacueim Boinenen antukogod UCA. U3 pabomer [7164].

bruocunTe3 SEC — 310 MHOTOCTaIMIHBIN MPOLIECC, OTIMYHBIA OT OMOCHHTE3a KAHOHUYECKUX
AMUHOKHCIIOT, B HEKOTOPOM OTHOILICHHH CXOJHBIN ¢ OMOCMHTE30M YIIOMHUHABIIETOCS BBIIIE
fMet. Crauama coorBercTByIomas Moekyna tRNA aMuHOAHIPYETCS CEPHHOM ¢
o0Opa3oBaHuEM Ser-tRNAS*. 3arem ocraTok ceprHa peodpasyeTcs B CEICHOLUCTENH, U B
pe3yabpTaTe moJIy4aeTcsi MOJIEKya Sec-tRNA®®, UCIIOJIb3yeMasi B CHHTE3€ MOJUTIENITUIIOB, [765].
Tem caMmbIM, CHHTE3 aMUHOKHUCIIOTHI 3aBepliaeTcs yxxe nocie npucoenunenus e€ k TPHK.

VHTepecHO OTMETHTB, uTo MolekyiIsl tRNAS® (T.1. selenocysteine inserting tRNAS)
OOHapYyKUBAIOT Pl YHUKAIBHBIX YepT, oTiaudaromux e€ ot crangaptHeix TPHK, [764]. B
KayecTBe WUTtocTpanuu Ha Puc 5-9 noka3zana BTopu4Has CTpYKTypa MOJIEKYIT tRNA> i
tRNA® uncysopuu Euplotes crassus. XapakrepHas «pykay, orcyTeryiomas y tRNAY,
COCTABJISIECT OJIMH U3 CTPYKTYPHBIX 3JIEMEHTOB TUITMYHBIX JiyIst Selenocysteine inserting tRNAs,
[764].

C Ouoxumuueckoi Touku 3penus Pyl u Sec umeroT mao o0iiero, 0JHakO UMeeTCs eié 0JTHO
0OCTOATENILCTBO UX COMIIKaroIIee: A 00X aMUHOKHUCIIOT He BIIOJIHE SICHBI IPUYUHBI, U3-3a
KOTOPBIX OHU CHHTE3UPYIOTCS OpraHu3MaMu. [t GONBITMHCTBA CEICHONPOTEUHOB (T.€. OEIKOB,
B COCTaB KOTOPBIX BXOJUT SEC) U3BECTHHI TOMOJIOTH, 0OHapykuBatomue 1ucteut (Cys) B
COOTBETCTBYIOIIMX MO3UIIUAX MOTUNENTHIHON 11eTd, [766]. CXOaHBIC SBJICHHS OMUCAHBI U IS
6enkoB, comepxanux Pyl, [767]. Yrparta Sec u Pyl B romosiorax mpezmonaraer, 4to 6€3 3Tux
JIBYX aMUHOKHCIIOT HECTIOKHO OOOUTHCH, ¥ TOTJ]a CTAHOBUTCSI HEMOHATHBIM, JUISL YETO HYKHO
ObUT0 UX co3aaBaTh? PenukTamMu, COXpaHUBIIMMUCS C APEBHEHITNX BPeMEH, KOT/1a CIIMCOK
POTEHHOTEHHBIX AMUHOKHUCIIOT ObLIT CKyZieH, SecC u Pyl ObITh He MOryT. MexaHu3M ux
O6uocHHTe3a U (PUIOTeHETHYECKUE TaHHbIE JIUTsl COOTBETCTBYIOMUX aMmuHoami-TPHK-cunreras
CBUJICTEIILCTBYIOT, UTO 00€ aMHHOKHUCIIOTHI BOHUKJIH MTO3/IHEE CTAHIapPTHBIX JBaIIaTH
AMHHOKHUCIIOT.

Emé ogno mHTEpECHOE siBIeHNE ObLTO0 00HAPYKEHO TTPH UCCIIETOBAaHIH MEXaHU3Ma
TpaHCIsIMU Sec B opranusMme nHgy3zopun Euplotes crassus, BeimoaeHHOM aBTOpamu [768]. B
reHoMe 3ToN HHY30pUH HCTIONb3yeTcs (yxKe 00CYKAaBIINIiCS BbIIIE) BapUAHT HECTaHIaPTHOTO
reHeTuueckoro kona, B koropom UAA u UAG sBISAIOTCS CTOM-KOJOHAMH, KaK B
YHHUBEPCAIHLHOM KOJIe, HO TPETUH CTOM-KOJOH YHUBepcabHOTo Koaa — UGA, Koaupyer 1iucTenH
(Cys). IIpu aTom, kak ObLTO 0OHApYkeHO aBTopamu [768], E. crassus cogepxut BoceMb

93



ceneHonpoTernHoB. Tem cambiM TpuruieT UGA ncnosib3yeTcsi OAHOBPEMEHHO ISl KOJUPOBAHUS
nByX amMmuHOKHUCHOT - Cys u Sec. bosnee Toro, aBTopam ynanoch OOHAPY>KUTh T'e€H, B KOTOPOM
ko0H UGA BcTpeuaeTcst HECKOJBKO pa3, U JIMIIb OJIWH U3 HUX, 3aKOHOMEPHBIM 00pa3oM,
TpaHcIupyeTcs Kak Sec, a octaiibHble — Kak CyS. CoryiacHo BbIBOJaM aBTOPOB, MPHU MOSIBICHUN
tpuriera UGA cpenu nocnennux asaauati kogoHoB MPHK (comeprkareit
nocienoBareabHOCTh SECIS) oH OyaeT npouynTad puO0ocoMol Kak SEC, a B OCTAIBHBIX MO3UIIHAX

TPUILIET MPOYUTHIBaeTcs Kak Cys.
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Puc 5-10. Ctpykrypsl PHK, accormupyromiuecs ¢ siBieanem stop-codon readthrough. Ctpykrypsl 00HapyKHBaIOTCSE
MPHK reHoB, HEIIOCPEICTBEHHO 3a CTOM-KO0HOM. CTOIT KOJOHBI 0003HAYEHBI KPACHBIM IIBETOM. M3 patomut [769]

Stop-codon readthrough. Omnucanre 0ocoOeHHOCTEH CTOI-KOIOHOB OyIET HEMOJHBIM 03
yroMuHaHus siByieHus Stop-codon readthrough events, 3akirouaromierocsi B TOM, 4TO B
onpeAeNEHHBIX cllydasx pubocoMa He 3aBepIIaeT TPAHCISALNIO Ha CTOI-KOJIOHE, a
«IIPOYUTBIBAET) €T0, BCTABIISAE AMUHOKHUCIIOTY B COOTBETCTBYIOIIEH O3ULIUN CUHTE3UPYEMOM
MOJIMNENTUIHOMN LIeTIH, U TPAHCIIALNS TPOJOJKAETCS 32 CTOM-KOJIOH, 10 OOHAPYKEHUS
cienytouiero cron-kojgona Ha MPHK. SIBnenue 3to xapaktepHo Juis BUpycoB, [770], 66110 OHO
obHapykeHo y 6akTepwii, [771], aposxxeii [772], y Drosophila, npyrux HacekoMbIX, y HEMaTO/I,
[769], y muekomuTaronux u uenoseka, [773,769].

YcranoBieHo, uto sBiaeHue Stop-codon readthrough we siBisiercst Kako#-mu00 CirydaiHOM
ouOKoM TpaHcsuu, [772,769,771]. In Vivo, COOTBETCTBYIOIIHI CTOM-KOIOH B OOJIBITHHCTBE
CJIy4aeB NPOUYUTHIBAECTCSA KaK CUTHAJI OCTAHOBKH TPAHCIIALIMU, U JIUIIb JIJIs1 HEOOJIBIIONW TOJIU
tpanciupyembix MPHK nmeer mecto readthrough. TIporieHT Takux COOBITHIT MOXKET
perynupoBaThCs pa3IMYHbIMU (pakTOpaMu, B TOM uncie snureHernyeckumu. B MPHK Bupycos
3a CTOI-KOJIOHOM, BOBJICYEHHBIM B siBjieHHe readthrough, oOeruno crieyeT cTpykTypa,
umeHyemas rniceoysiiom (pseudoknot). TlceBmoy3sen oxBateiBaeT yuactok MPHK, cremyrormii
3a cTon-kojtoHoM [770]. ¥V saykapuoToB B Takux MPHK oO6HapyXuBatoTCs CTPYKTYpBI METIISA-
ctebenb 1 Oosee ciioxkHble 00pa3oBanus, Puc 5-10. CTpyKTypbl 3TH HAaUHMHAIOTCS
HEMOCPEJCTBEHHO Ha CTOM-KOAOHAX (Ha pUCYHKE MOKa3aHbl KPACHBIM I[BETOM).

Huxe npeanoskeHa cxema 3BOJIIOLIMY FEHETUYECKOTO KO/1a, TIO3BOJISAIONIAs OOBSICHUTD
0COOEHHOCTH CTapTOBOIO M CTOI- KOJIOHOB, IEPEYNCICHHBIE B IBYX MOCIEAHUX MOIpa3aesax.

5.5.5.2. Uutepnperanusi. CTaHOBJIeHHE T€HETHYECKOT0 KO/AA.

CormacHo runorese, U3J10KEHHOM B pazfene 5.5.2, TpaHCIAIMKA BO3HUKIIA B PE3YJIBTATE
HBOJIFOLIMOHHOTO YCOBEPIIEHCTBOBAHUS MOJIEKYJISIPHOTO YCTPONCTBA, U3HAYAIBHO
IpeHa3HaYeHHOT 0 JUIs y1ajJeHUs] aMUHOKUCIIOT ¢ puO03uMOB. OCHOBY yCTpPOMCTBA, HATOMHUM,
COCTaBJIsJIa YKOPEHEHHAS B allaTUTOBYIO OCHOBY ofHouenodeyHas PHK, k koTopoii
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«TIPHUILIBAPTOBBIBAINCEH)» W30aBISIBIINECS OT aMUHOKUCIOT pubo3uMbl. Ju3aiin ycTpoiicTBa
TaKOB, YTO B3aUMHOE€ PACIIOJI0KEHUE OJHOLIEIIOUYEYHOTO MTOJINHYKJIEOTHIA B OCHOBE H
MOJIUIIETITH/Ia Ha TPaHu KPUCTAJUIa AUKTYeTCs (POPMON U pa3MepaMu MOJIEKYJT 00CITY)KHBAaEMBIX
prbo3uMoB. [ToaToMy 006CyXk1aeMoe MOJIEKYIISIPHOE IPUCIIOCO0IEHNE MOIJIO 00CITY)KUBATh
JIMIIB HEKHUH KJIacc puOO3MMOB, CTPYKTYPHO CXOJIHBIX MEXay co0o0ii. s ycnenrHoi paboTsl
BceX (DYHKIIMOHMPOBABIIUX B OpraHu3Me pub03UMOB, BUAMMO, TPeOOBAJICS Lieblil HabOP
NOJOOHBIX YCTPOMCTB. DBOIIOIMOHHOE YCOBEPIICHCTBOBAHHE KAXKI0€ U3 YCTPOUCTB JTOJIKHO
ObUIO NPUBECTHU K MOSABICHUIO COOCTBEHHOTO KOJa TPAHCIALMU. TeM caMbIM, H3HAYAJIbHO
JOJDKHO OBIJIO MIMETh MECTO COCYILIECTBOBAHNE HECKOJIBKHX TPAHCISATOPOB B OJJHOM OpPraHU3ME,
KQKIBIA CO CBOMM I'€HETUYECKUM KOJOM.

B coBpeMeHHBIX OpraHu3Max UCHOIb3YyeTCs JIMIIb OHH TPaHCIATOp — pudocoma. Bee 6e3
UCKJIFOUEHHS] puOOCOMBI SIBIISIFOTCSA TOMOJIOraMH (M Ha 3TOM OCHOBAHO MCIIOJIb30BaHUE
pubdocomuoit PHK is moctpoenust eIuHOro (pUiIoreHeTHYeCKOro ApeBa Xu3Hu). TpaHCsaIus BO
BCEX OPraHU3Max OIATH-TaKU OCYILECTBISAETCS HA OCHOBAHUM €JUHOrO0 Kofa. CuuTeIBaroIee
ycTporctBo — uHcTpyMeHTapuii TPHK — oaHOTHIIHO BO BCex opranusMax. Bo3HukaeT Bonpoc,
Kak [10,100HO€ eIMHO00pa3ue MOTII0 BO3HUKHYTh B IIPOLIECCE IBOIIOLMOHHOTO
YCOBEPIIECHCTBOBAHUS IPUMUTUBHBIX TPAHCIISITOPOB, ONIMCAHHBIX BBIIIE, N3HAYAJILHO
CYILIECTBEHHO Pa3IMYaBIINXCS CBOMMU XapaKTEPUCTUKAMU ?

Mo:xHO, HarpuMep, MPEAII0JIOKUTD, YTO BBICOKAs CTENEHb BBIPOKICHHOCTH YHUBEPCAIBHOTO
KO/1a B OTHOLIEHUU HEKOTOPBIX AMUHOKHCIIOT €CTh ClIACTBUE YHU(PHUKAIMU Ko10B. Ecin
M3HAYAJIBHO CYLIECTBOBAJIO HECKOJIBKO TPAHCIATOPOB, KAK/IbII CO CBOUM BAPUAHTOM KO/,
MOTJIa BO3HUKHYTb CUTYalUsl, KOI/1a pa3Hble TPAHCIATOPBI O-pa3sHOMY MIU(PYIOT OJIHY U TY e
aMUHOKHUCIIOTY. CBeJIeHNE pa3IM4HbIX KOJOB BOEUHO, TaK YTO CUMTHIBAIOIINE YCTPOUCTBA
(ananoru TPHK) onHOro TpaHcisropa noriaoumaTcs ApyruM, Moriio Obl IPUBECTH K
TMOSIBJICHUIO CUTYAIMU, CXOJHOM C COBPEMEHHOM, KOTJ1a OJHON aMUHOKHUCIIOTE COOTBETCTBYET
HECKOJIBKO Pa3IM4YHbIX KOJAOHOB. ONMCaHHBIE BbIIIE OTKIOHEHUS OT YHUBEPCAIBHOIO
TEHETUYECKOT0 KOJIa IIPU TAKOM IOJIXO0/I€ IIPEACTAOT KaK HEKUN «AKLEHT», COXPAHUBIIUICS OT
yTpaueHHbIX FeHETUYECKUX 3bIKOB. OJTHAKO MOIBITKU UCTOJIKOBATh B I0JI00HOM KIIIOYE BECh
Ha0Op UMEIOIMXCS TaHHBIX OKa3bIBAIOTCS MasloyoeauTenbHbIMU. Hike mokaszano, 4yTo
pa3sHOYTEHUS, BBIPOXKICHHOCTh KOJA U PAJ APYTUX OCOOCHHOCTEH TPaHCISIIMUA B COBPEMEHHBIX
OpraHu3Max IMpolie OObSICHUTH KaK pe3yJIbTaT IBOJIIOIIMOHHOTO YCOBEPIIEHCTBOBAHUSL 00HO20
TPaHCIIATOpA.

Ilpuuunwt eviposcoennocmu Kooa. 1IpennonoxuM, 4To B HEKOTOPOM OpPTaHU3Me
(YHKIIMOHUPOBAJIO HECKOJIBKO TPAHCIIATOPOB, MOAOOHBIX ONKMCAHHBIM B Havajie pasjerna,
W3HAYaJIbHO MPEeJHa3HAYCHHBIX I OT/IEJICHHUSI aMUHOKHUCIIOT OT pUOO3UMOB U BIIOCIIECTBUU
nepenpo@uINPOBAHHBIX JJI CUHTE3a NOJUNENTHI0B. Te MM HHbIE 0COOEHHOCTH KaX/10T0 U3
TPAHCIATOPOB U3HAYAIBHO ONPEIEISITUCH OCOOCHHOCTSAMHU 00CITYyKUBAaeMbIX PUOO3HMOB,
IIO3TOMY KaKJbI TPAHCIATOP MMEJ CBOM MHAVBUIAYAJIbHBIE TEOMETPUUYECKNE XapAKTEPUCTUKH,
CBOM Ko U T.71. VI3Ha4yanbpHO KOJI, HaBepHOE, He OblT 0JJHO3HAaYHbIM. Eciiu oauH prbo3um
CIIOHTAaHHO AMMHOALWJIMPOBAIICS Pa3HBIMA AMHUHOKHUCIOTAMHM, TO M COOTBETCTBYIOINI KOJIOH
JOJI’KEeH OBLIT COOTBETCTBOBATH Pa3HBIM aMUHOKHUCIOTaM. TeM camMbIM, OJJHO3HAYHOCTh
YHHUBEPCATbHOIO F€HETUYECKOT0 KO0/1a, UCIIOIb3yeMOro puO0OCOMOii, CKOpee BCEro, SBISETCS
pe3ysabTaToM 0TOOpa Ha OoJiee MO3JHeH CTaluu SBOJIIOLUHI TPAHCIATOPA, KOTAa OH
1[eJICHAIIPaBJIEHHO UCTIOIb30BANICA I CHHTE3a MOJUIENTHIOB (a HE JJIs OTAeNICHUs
AMUHOKUCIIOT OT pu003uMOB). OTHO3HAYHOCTh KOJ/IA SIBIISIETCS BAXKHBIM IIPEUMYIIIECTBOM,
IIOCKOJIBKY B OTCYTCTBHE €€ PE3yJbTaT TPAHCISALNN OKa3bIBAETCS HENPEICKA3yEMBIM.
BoIpok/IEHHOCTB KOJ1a B OTHOLIEHUHU TOM WJIM MHOM aMUHOKHUCIIOTHI ONPEENSIACh CTETIEHbIO
pa3zHo00pa3usl aHTUKOJJOHOB pUOO3UMOB, UCIIBITHIBABIINX CIOHTAHHOE aMUHOAIMIIMPOBAHNE
ATOI0 aMMHOKHUCIIOTOH. YeM OobIiie 6bU10 puO03UMOB, U3 YHCIIa OOCITYKUBAEMBIX OJTHUM
TPaHCISATOPOM, OOHAPYKUBABIIUX CPOJICTBO K HEKOTOPOH aMHUHOKHCIIOTE, TEM BbIIIE OblIa
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BEPOSITHOCTH BBICOKOW CTEIEHU BBIPOXKICHUS KOJIa JAHHOTO TPAHCIATOPA B OTHOLICHUU JaHHOU
AMUHOKHCIIOTHI.

[Ipenmonoxum Tenepb, YTO B U3BMEHUBIIUXCS YCIOBUSX AMHUHOKUCIIOTHI ITePeCTaa ObITh
BPEIHBIM KOMIIOHEHTOM CpPEJIbl, U 3a7jaua OTJIEJIeHHs UX OT puO03UMOB OoJiee He CTOosIa Ha
MOBECTKE JIHA. TpaHCISITOPBI, paHee CUHTE3UPOBABIINE MOJUIEHTHABI PaJi MACCUBUPOBAHUS
aMUHOKMHCIIOT, TeTepb MPOU3BOAMIN UX PaJH MOCIEAYIOIEro UCIIOIb30BaHMs. ChIpbEM N1IIs
CHHTE3a CIY>KWIA aMUHOKHCIIOTHI, LIEJICHANIPaBICHHO CUHTE3UPYyEeMbIe OpraHu3MamMu. B HOBBIX
YCIIOBUSX KPUTEPHUEM IOJIE3HOCTH TPAHCISITOPA IS OpraHU3Ma CIIy>KHUJia He CIIOCOOHOCTD €ro
CBSI3BIBATH AMUHOKUCIIOTHI, a 3 (PEKTUBHOCTD, C KOTOPOH TpaHCITUPyeMble OCITKH MO3BOJISLTH
OpraHu3My pelIaTh HOBBIE 33/1a4H, IIOCTABJICHHBIE [TEPE] HUM B IIPOLIECCE IBOIIOLMOHHOIO
pa3Butus. Ha 3T0i cragum pacimpeHue CrrcKa HCIoJIb3yeMbIX aMUHOKHUCIIOT OBLIIO, HABEPHOE,
OJIHOM U3 NEpBOOYEPEIHBIX 3a/1a4, a BBIPOXKICHHOCTh KOJIa, KaK MIOKa3aHO HUXKE, CYIIECTBEHHO
oOneryaer e€ peleHue.

Wcxoaupiii HaOOp aMUHOKHUCIIOT, UCTIOJIBb3YEMbIX NPH CUHTE3€ MOJIUIIENITUAOB, ObLT CKYJICH,
TaKk aMUHOKHUCIIOTHI OBLIH €CTECTBEHHOTO (abroreHHoro) npoucxoxaeHus. [Tocie Toro, kak
OBLIT OCBOCH CHHTE3 aMUHOKHUCIIOT, OMIMOKH CUHTE3a BCIIEICTBUE CIIy4allHbIX MyTallUl
MPUBOAINA K BOSHUKHOBEHHIO HOBBIX aMUHOKHCIIOT C KAKUMHU-TO CBOMCTBaMH,
OTCYTCTBYIOIIUMHU Y aMUHOKHUCIIOT-TIPEAIIECTBEHHUI], KOTOPbIE MOTEHIIHATEHO MOTU ObI OBITH
MCIIOJIH30BAHBI IJIs1 CO3/IaHus 00JIee COBEPILICHHBIX MOJIEKYJISIPHBIX MauH. CriocoOHOCTh
TPaAHCIATOPA K PACIIUPEHHUIO CIIMCKA KOJUPYEMbIX AMUHOKHUCIIOT B ATUX YCIOBHSIX JAOJKHA ObLia
CTaTh OJHUM M3 BaXHBIX ()aKTOPOB 0TOOpA, 0OSCIICUNBIIUM OIPEICTIEHHBIC TIPEUMYIIESCTBA
OpraHu3My — obnajaTesnto. 9Ta CHOCOOHOCTh BO MHOTOM OIPEIEsiach CTENEHBIO BRIPOXKICHUS
KOJa.

PaccmoTpuM cHavana npefenbHblid ciydail KOJUPYOIIEro yCTPOMCTBA, UCIOJIb3YOIIETr0
HEBBIPOKJIECHHBI TEHETUYECKUN KO, B KOTOPOM KaKJI0M aMHMHOKHCIIOTE COOTBETCTBYET B
TOYHOCTU OAMH KOJAOH. JlJ11 BHECEHUSI HOBOM aMHUHOKHUCIIOTHI B CIUCOK KOAUPYEMBIX
AMUHOKUCJIOT, TOMHUMO aMUHOKHCIIOTBI CaMOM TI0 ce0e, Hy)KHA TaKXKe MOJICKYJa-HOCUTEIb,
crocoOHast ¢ JaHHOW aMHUHOKHCIIOTOH cBsizaThes (ananor TPHK), Hy»HO mosiBieHne HOBOro
kosoHa Ha MPHK u nosiBiieHne COOTBETCTBYIOLIETO aHTUKOJOHA Ha MOJIEKYJIE-HOCUTETIE.
OnHOBpeMeHHOE BOZHUKHOBEHHE HECKOJIBKUX MYTallui, 00ECIeYnBaIOIIUX OCYIIECTBICHUE
NEPEYUCIIEHHBIX COOBITUM, KpaiiHe MaJOBEPOSITHO.

PaccmoTrpum Teneps cirydail BBICOKOM BBIPOKJIEHHOCTH T€HETUUECKOro Koja. B mensax
HaTJISITHOCTY TIPEANOJI0KUM, YTO U3HAYAIBHO TPAHCIATOP OOCITYKUBAJI CHHTE3 MOJIUIENTHIOB,
COCTOSIBIIMX U3 BOCBMHU a@MUHOKHUCIIOT, U KaX/10 aMUHOKHCIIOTE COOTBETCTBOBAJIO BOCEMb
TPUILIETHBIX KOJIOHOB (TaK 4To 00Ilee YHCIIO KOJIOHOB PaBHSIOCH 64, KaKk B COBPEMEHHOM
YHHUBEpCaIbHOM Koje). JlomycTuM, OMOKN CHHTE3a KaKOW-TO aMHHOKHUCIIOTHI, TPOUCXOISIIIHE
BCJIEZICTBHE MYTAIlUH, IPUBEIIN K TOSIBJICHHIO HOBOW aMHUHOKHUCIIOTHI, i B pe3YyJIbTaTe HEKOTOpas
9acTh T€X BOCKMHU KOJOHOB, YTO OOCTYXKUBAIH MPEKHIOI0 aMUHOKHCIIOTY, OTOILIH K HOBOH.
HoBast amuHOKHKCI0Ta BOBJIEKAETCSI B CHHTE3 MOJIUNENTHAA 0€3 KaKuX-Tn00 N3MEHEHUN BCe
cuctembl Tpancisiun. Yacts monekyn TPHK, o6cnykuBaBmmx BcTpauBaHue MpexkHeH
aMUHOKHCIIOTHI B O€TKH, TiepeaaéTcsi HOBOM aMMHOKHUCIIOTE. B TOM citydae, eciii BOBJI€UEHHE
HOBOM aMUHOKHUCIIOTHI JA€T CYIIECTBEHHbIE IPEUMYIIECTBA, COOTBETCTBYIOLIAS MYyTaIlUs
3akperuisieTcsi. CIUCOK UCITOIb3YeMbIX aMUHOKHCIIOT TIPU STOM PACIIUPSIETCS, a CTETICHb
BBIPOKJEHHOCTH KO/Ia YMEHBIIAETCSI.

Hcxomast u3 BBITIEU3I05)KEHHOTO, MOYKHO MTPEATION0KHUTH, YTO TPAHCISATOP, KOTOPHIN
oOciyxuBan pubo3uMbl, HeiHE U3BecTHbIe Kak TPHK, oTinuasncs BeIcOko n3HaYaIbHOM
CTEMEHBIO BBIPOKICHHS CBOETO TEHETUUECKOTO KO/Ia. DTO MO3BOJUIIO eMy OBICTPO PacIIUPUTh
CIUCOK KOJIMPYEMBIX aMUHOKHCIIOT. J[pyrue TpaHciaTopsl, QyHKIIMOHUPOBABIINE B TOM XKe
OpraHW3ME WIH B IPYTUX OPTaHU3MaX, OTINYAINCHh MEHBIIIEH BBIPOXKICHHOCTHIO Ko1a. OHA
OKa3aJICh HE B COCTOSIHUU PACHIMPUTH CIICOK aMUHOKHUCIIOT C TOH K€ OBICTPOTOMN U IOTOMY
HCYE3IIH.

96



Ilpuyunvr mpuniemunocmu Kooa. TpUILIETHOCTH KOJA, CKOPEE BCETO, ABJISIETCS CIIEICTBUEM
CTPYKTYPHBIX OCOOCHHOCTEH prOO3MMOB, cTaBIIKX Mpoodpaszamu coBpemeHHbIX TPHK. TlepBas
Y3 OMMCAHHBIX BBIIE CTAAUN MIPOLECCA TPAHCIIALMU, B TECUEHUE KOTOPOM BHEIIHUM Y4aCTOK
netiau PHK wHexoToporo pubosuma (mpoodpa3 TPHK) «mpummBapToBsiBaeTCs» K
onHouenoyeuHo muHeitHoi monekyne PHK, pacnpaBiennoii B ocuoBe (mpoo6pasz MPHK),
npejnoaraeT 00pa3oBaHUE BOJIOPOJHBIX CBA3EH MEXAY HECKOJIBKUMH HYKJICOTUIAMU METIH U
nuHeHo! Monekyibl. [Tockonbky Monekymna-poodpas MPHK pacnipaBiena B ocHOBE U HE
CrocoOHa N3rudaThCsi, KOJIMUYECTBO 00pa3yIOUINXCS Map HYKJICOTUI0B TUMUTHPYETCS
KpUBU3HOM neTinu. KpuBu3Ha neTiau B IepBOM NPUOIIMKEHUH ONpeesieTcs €€ JIUHOM.
KoncTpykius o0cykaeMoro TpaHCIsATOpa A0MYCKAeT Bapuallii apaMeTpoB NETIIH, TOITOMY
nocJje nepenpouIpoBaHus TPAHCIATOPA, KOT/Ia OH MCIIOJIB30BANICS JJISl CHHTE32
MOJIMIIENTUIOB € LEJbIO MOCIEAYIOLIEro UX UCIOJIb30BAHUS, JUAMETP METIU U pa3Mep KOJOHA
MOTJIM CTaTh OJHUM U3 (pakTopoB 0TOOpa. OcTaéTesi HEACHBIM, OBLT JIM KOJ TPAHCIISATOPA,
pa3BUBIIErocsi B pudb0COMY, TPUILIETHBIM C CAMOT'0 Havajia, BBUAY KaKHX-TO OCOOEHHOCTEH
MOJIEKYJ 00CTYKHBAEMbIX PUOO3UMOB, WM e TPUIUIETHOCTh BOSHUKIIA B PE3yJIbTaTe
nocneayriero oroopa. 1 B Tom, u B Apyrom ciiydae TPUILIIETHOCTh, B COSAMHEHUHU C
TEXHHYECKUMHU OCOOCHHOCTSIMU TPAHCIIITOPA MTO3BOJISIET OOBICHUTH €IIE OJJUH HAOIF0JaeMbIi
dbeHomeH: yncio paznuyHbix Mosiekya TPHK cyiiecTBeHHO MeHbIIIE YKclia CYUTHIBAEMBIX
KOJIOHOB.

Pu3MYEeCKUM HOCHUTENIEM KOJIa, €r0 CUMTHIBAOIINM YCTPOMCTBOM SIBISIFOTCS. MOJIEKYIIbI
TPHK. Autukonon (BeineneHsslii yaactok TPHK) npesncraBnsier coboii mociea0BaTenbHOCTh U3
TPEX HYKIICOTHIOB, KOTOPBIE 00Pa3yI0T BOAOPOIHBIE CBA3H C HYKICOTHAAMH KOJJOHA — y4acTKa
Ha MPHK. M3BecTHO, 4TO TOJIBKO NEPBbIE JIBA HYKJIEOTUAA KOJJOHA 00pa3yr0T KaHOHUYECKHE
YOTCOH-KPUKOBCKHE Taphl, @ TPEThs Mapa OOBIYHO OKa3bIBACTCS HEKAHOHUYECKOM.
Hcnonp30BaHnEe HEKAHOHUYECKUX Map HYKJICOTHUIOB MO3BOJISIET YMEHBUIUTH 00I1lee YUCIIO
ucnonbpzyembix MoJiekyn TPHK, mockonbky oMH HYKI€OTHT MOXKET 00pa30BbIBATH HECKOIBKO
HEKaHOHMYECKUX Map (Ha nmpakTuke as8e). [1o sToit npuunne obmee uncio monexkyn TPHK B
COBPEMEHHBIX oprann3max (0koso 40) MeHbIIe 001Iero ynuciaa KoJaoHoB (64), [774].

MexaHu3M CUUTBIBAHUS KOJA, P KOTOPOM JIMIIb TIEPBHIE JIBa HYKJIEOTHAA KOJJOHA
00pa3yIoT YOTCOH-KPUKOBCKHE Maphbl, a TPEThs Mapa HyKJICOTHI0B OKa3bIBACTCS
HEKaHOHMYECKOH, BEpOSITHO, BO3HUKJIA HA paHHEH cTaJuy 3BOIIOIUH TPAHCIATOpa, KOTraa
MPOILIECC TPAHCIALMU OB OPraHW30BaH HA MOBEPXHOCTH allaTUTOBOrO KpucTaiia. [Tockonbky
Hecymias kooH PHK umeer popmy netiu, a konupyromas mosiexkyna PHK (mpoo6pa3z MPHK),
Oyay4n yKOpeHEHa B OCHOBY, SIBJISETCS MPSMOIMHEHHON, TPeTHIH HYKJICOTHA KOJAOHA
OKa3bIBAETCs Ha OOJIBIIEM yIAJICHUH OT KOJAUPYIOIIEH MOJIEKYJIbI, HEXKEIH MEePBhIE JBA.
[ToaTomMy TpeThs apa HyKJIEOTHUIOB OKa3bIBAE€TCsl HEKAHOHUYECKOM.

Bo3nuknogenue 3nakoeé npenunanua Kooa. B rporecce 3BOIIONMU TPAHCIATOPHI, HABEPHOE,
COBEPIIEHCTBOBAIINCH, M 3TO CO3/1aBAJIO MPEATIOCHUIKY JUIS CHHTE3a BcE 00JIee COBEpIIEHHbBIX U
pa3sHOOOpa3HbIX OeNKOB, 00CTY)KMBaBIINX BCE OoJiee pa3HOOOpa3HbIe MOTPEOHOCTH OPTaHU3MOB,
IBOJTIOLIMOHUPOBABIINX B HAIIPABICHUH ycI0KHEHH. Koib ckopo pazHooOpa3ne He MOXKET
ObITH 0OecrieueHo 0e3 yATUHEeHUs IOJIUIENTHIHON 1eTH, BO3HUKaIa He00X0AUMOCTh
TIOJTy9YeHUsT OETTKOB BCE OOBIIEH UIMHBL. B 3THX yCIOBHAX B KQUECTBE MOJIE3HOTO
HOBOBBEJICHUSI MOTJIU TMOSIBUTHCS CHIEIMATIbHBIE TeHETUYECKUE CUTHAJIBI, 3HAMEHYIOIINE
WHUIHAAIIIO TPAHCISIMK U €€ 3aBepiieHne. Ham cienyromuii mar COCTOUT B BBISICHEHHH, B
caMbIX OOIIMX uepTax, Kak (yHKIIMOHUPOBAJA 3Ta CUCTEMAa 3HAKOB MPEMMHAHUS.

Conocmaenenue UHUHUUPOBAHUA U MEPMUHAYUU MPAHCAAYUU. B COBPEMEHHBIX OpPraHU3Max
MeXaHU3MbI THUIIMMPOBAHSI TPAHCISIIAN M €€ TIPEPhIBAHUS Pa3ITUYAIOTCS IPUHIIMITAATEHBIM
o0pa3oM. Bellie yka3bIBajaock, YTO CTAPTOBBINA KOIOH pacno3Haércs nHunuupytomeid TPHK
(initiator tRNA), cHapsokénnoit (aMmuHoamupoBannoii) Met (y 6akrepuit fMet), Torna kak
CTOT-KOJIOHBI paclo3HaroTcsl OenkoBbIME (hakTopamu Tepmunaiun (release factors, RFs).
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TpaHciAnyMsa HaYMHACTCS IPUCOECIUHEHUEM aMUHOKHCIIOTHI, BIIOCIEACTBUU OTAEIAEMOM, TOrAa
KaK TEpMUHALMS HE COMPOBOKAACTCSA MPUCOCIUHEHUEM WU OTACICHUEM AMHUHOKHCIIOT.
JlaHHBIE pa3Inuus, BEpOSTHO, BO3HUKIIM B PE3YJIBTATE JIIUTEIbHOU dBOIIOLHH.
@YHKIIMOHUPOBAHNE IPUMUTUBHOTO TPAHCIIATOPA, COCTOSIBLIETO U3 AllAaTUTOBOTO KPUCTAJLIA C
pacipasIeHHOU B €r0 rpaHu oaHouenodeynor monekyion PHK, naBepnoe, perynuposanocs
6osee npocThIMU MexaHu3Mamu. M3 o0mmux coodpaxeHui, HTHULIMMPOBAHUE U TEPMUHALINS
TPaHCISALUU MOTJIM [IPEACTABIISTH COOOM NOCIIEN0BATENBHOCTh OJJHUX U TEX K€ XUMHUYECKHUX
IPEBpAILCHUH, OCYLIECTBIAEMBIX B IPIMOM U OOPaTHOM HalpaBJICHUU.

B cuity BhIeckazanHoro, oopaiiaer Ha ce0si BHUMaHHUE yAUBUTEIbHAS CAMMETPHS CBOMCTB
IByx amuHokucaoT — fMet u Sec. B nensx yno0GcTBa, CBOWCTBA 3TH pacloOKEHbl B BUIE

TaOIALIBL.

Ocooennocmu fMet:

Ocobennocmu Sec:

Komgon fMet (AUG) coBnamaer co
CTapTOBBIM KOJIOHOM (YHUBEPCAJIBbHBINH KOI).

Komou Sec (UGA) coBmamaer co CTOII-
KOJIOHOM (YHUBEPCAJIbHBINA KOII).

VY 6akrepuii kogon fMet coBragaer ¢
konoHoMm Met.

VY Euplotes crassus kozioH Sec coBmnaaaet ¢
kosoHOM CYS.

Konon AUG npounteiBaetcs kak fMet
(CTapTOBBIiT), €CIM OH PACIIOJIOKEH B HAJaJIe
MPHK, B mpoTuBHOM cilydae oH
npounTbiBaeTcs Kak Met (yHuBepcalbHbIi
KOJTI).

VY Euplotes crassus kogon UGA
IPOYUTHIBAETCS KaK Sec, eciiu OH
pacnonoxeH k koHue MPHK (nocnennue 20
KO/I0HOB). B mpoTHBHOM cityyae oH
npounThiBaeTcs Kak Cys.

VY 3yKapHOTOB CUTHAJIOM JJISl TIPOYTCHHUS
AUG kak cTapToBOTr0 KOJIOHA CITY>KUT
OTPE30K HE KOJIUPYIOIIel
HIOCJIEZI0BATEIEHOCTH HYKJIEOTH/IOB, T.H.
«Kozak’s consensus sequence», B Havaje
MPHK.

Curnanom nis npoutenuss UGA kak Sec
ciyxut nocienosarenbHocTh SECIS co
CTPYKTYpOil cTebenb-nietnis. Y GakTepuil oHa
pacnonaraerca B MPHK 3a
cooTBeTcTBYyOImMUM KogoHnoM UGA, y apxeii
1 DYKapUOTOB ATOT JIEMEHT PACIOJIOKEH
BOmm3u 3’-xonna MPHK.

fMet amuHOAIITHPYETCS T.H.
uauiuupyrorieit TPHK (initiator tRNA),
otimunor oT TPHK 20-Tu kaHoHHYecKnx
AMHHOKHCIIOT.

Sec amuHOAIITHpYETCS
cnenuanusuposanHoi TPHK, T.H.
selenocysteine inserting tRNA, otin4HOi# OT
TPHK 20-Tn KkaHOHMYECKUX aMHUHOKHCJIOT.

buocunrte3 ftMet HeoObIUEH, 3aBepIIaeTCs
I10CJIE AaMUHOALUIIUPOBAHUS.

buocuntes Sec HeoObIYeH, 3aBepIIacTCs
MOCIIe aMHHOAITMITHPOBAHMUSL.

OueBHIHAS CUMMETPHUS CBOMCTB IBYX aMUHOKHUCIIOT MOKET OBITh OOBSICHEHA, €CIIU
MIPEANOIOKUTD, YTO paHee MEXaHU3Mbl MHUIIMUPOBAHUS U TEPMUHAIIMN TPAHCIIALNH ObUTH
cxonaHbIMU. BepositHo, fMet ncronb3oBaiics Kak nepBasi aMIHOKHCIIOTa CHHTE3UPYEMO
MOJIMTIENITUIHOM T1eTH, a Sec — kak 3ambikatomas. [Ipu pacnonoxxennn B Hauane MPHK komon
AUG npounTbIBaiicsi Kak cTapToBbIif, a fMet craHoBMIICS TTepBOi AMUHOKKCIIOTOM B TICTIH, B
OCTAJTBHBIX TO3HIIHSX TOT KOJIOH MpounThiBaJics kKak Met. [TogoOHBIM 00pazom, kogon UGA
CITY’KHJI CTOI-KOJIOHOM TIpH pacmoniokeHuu B koHiie MPHK, u B aTom cnyuae Sec
MIPUCOEIUHSIICS K TIOJUTICTITATHOM TN B Ka4eCTBE 3aMBIKAIOIIEeH aMUHOKHUCIIOTHI. B
octanbHbIX no3unusx Tpurier UGA mpounTtsiBasics kak Cys. CUrHaIoM AJst IpOYTeHUs
Ka)XJIOTO U3 KOJIOHOB, COOTBETCTBEHHO, B KQUE€CTBE CTAPTOBOTO U CTOI-KOIOHA CITY)KUITH
otpesku PHK co cTpykTypoii crebenb-nets. [TocienoBarenbHOCTH HYKIEOTHAOB, UMEHYEMbIE
«Kozak’s consensus sequence» u «SECIS» npeacTaBisioT co00i pyJUMEHTBI STHX CTPYKTYP.
[To 3aBepiieHNs CMHTE3a 00€ KOHIIEBbIE aMHUHOKHUCIIOTHI OT/IEISUIUCH OT MOJUIIENTHIHON 1T,
nos100HO TOMy, Kak ynansercs fMet mocie cuHTe3a 0eIKoB y OaKTEpUid.

Cxo/1cTBO Mpoleyp MHUIIMHPOBAHUS U TEPMHUHAIIUY TPAHCIISIIUN HE UCUEPIIBIBACTCS
ocobennoctsmMu fMet u Sec, momeménapiMu B Ta0auIe. OOCY)AaBITHECS BHIIIE SIBICHUS,
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UMEHyeMbIe albTepHATUBHBIM HHUIIMMpoBaHueM (alternative initiation) u stop-codon
readthrough, mampumep, ABISIOTCS 3epKAIbHBIM OTPasKeHHEM ApYT apyra. [lpu
IBTCPHATUBHOM WHUIIMUPOBAHUH TPAHCIISIIINS HAYMHACTCS JI0 TIOSBJICHHSI CTAPTOBOTO KOJIOHA,
a B MO3HIIMIO, COOTBETCTBYIOIIYIO CTAPTOBOMY KOJOHY, BCTaBIsieTCsl aMuHOKuUcoTa. [Tpu stop-
codon readthrough TpaHcsIHst IPOIOKASTCS MOCIEe BCTPEUYH CTAPTOBOIO KOJIOHA, a B
MO3UIMIO0, COOTBETCTBYIOIIYIO CTOI-KOJJOHY BCTaBJsieTcsi aMmuHokucaoTa. C serenuem Stop-
codon readthrough accouuupyrTcsi CTPYKTYPBI CTEOCIIb-TIETIISA, YACTO TAKIKE UMEIOIIHE
CTPYKTYPY IICEBIIOY3J1a, PACIIOIOKEHHBIE MOCIIE CTON-KO0Ha, Puc 5-10. CuMMeTpruYHBIM
oOpa3zom, otpe3ok PHK co cTpykTypoii nceBoy3ina HHULUUPYET TPAHCISALUIO Y HEKOTOPBIX
BHUpYyCOB, Puc 5-7.

BBuy NpUHIUIHATBHBIX OTJIMYUI MPOIEAYP HHUIIMAPOBAHUS U TCPMUHALIUN TPAHCIISAIIHH Y
COBPEMEHHBIX OPraHU3MOB, Pa3yMHO MPEINOI0KUTh, YTO OTMCUCHHBIC AaHATIOTUH YKa3bIBAIOT Ha
CXOJICTBO 3THX MPOIEIYp B IpouuioM. B opranusmax 0osiee IpeBHUX MEXaHU3MBI
WHHUITUMPOBAHKS U TEPMUHAILIUH TPAHCISIIUU ObLIH TIPOIIE, YeM y coBpeMeHHbIX. CKopee Bcero,
B 00euX mpoleaypax ObuT 3a/IeiiCTBOBaH HA0OP CXOJHBIX XUMHYECKUX MTPEBPAIICHHH, IIPH
WHHUITUMPOBAHMH OCYIIECTBIIABIINNCS KaK IpsMast Peakilysi, a Ipyu TePMUHAIIUN — KaK oOpaTHasl.

Cxema cmanoeenusa ynusepcanbho2o kooa. Bee GakTel U JaHHBIE 00 aMUHOKHCIOTAX M UX
KOJIOHAX, M3JI0’KEHHBIC B HACTOSIIIIEM Pa3Jielie, MOTYT ObITh OOBSICHEHBI KaK Pe3yJbTaT
MOCJIEIOBATEIBLHOTO IBOJIIOLIMOHHOTO YCOBEPILICHCTBOBAHUS JBYX MEXaHU3MOB: MEXaHU3Ma
WHULIMUPOBAHUS TPAHCISIIIUU U MeXaHu3Ma e€ TepmuHanuu. [Ipenmnonoxum, B pe3ynbTaTe
3BOJIIOLMY IPUMUTHUBHOTO TPAHCIUPYIOLIETO YCTPOUCTBA, ONMCAHHOIO B HaYaje pasjena,
BO3HHK TPAHCIISATOP, CHHTE3UPYIOMHUHA MOTUNENnTUABL. V3HAaYaIbHO YMCIIO UCTIOJIB3YEMBIX
AMUHOKUCJIOT ObLIIO HEBETTUKO, HE 00JbIle BochbMU. Ko 3TOro TpaHciasTopa XapakTepu30Baics
BBICOKOU CTEMEHBIO BHIPOXKICHHOCTH, TaK YTO KaXK/1ass aMUHOKHUCIIOTA KOJUPOBAJIaCh MPUMEPHO
BOCEMbIO TPUILIETAMU. DTOT TPAHCIATOP KAKUM-TO 00pa30M CIPABIISIICS C CUHTE30M
HECKOJIBKUX TOJIMTICNITHIOB, ¥ 3TUM €0 (YHKIIMH HCYCPIBIBAIMCH. B K0/1€ 3TOr0 TpaHcusaTopa
He ObUIO KOJIOHOB, COOTBETCTBYIOIINX MHUIIMALIUN U TEPMUHAIIUHN TPAHCIIALIUU.

[Ipeanonoxxum, Ha CIEAYIOIIEM 3TAle SBOJTIONUH TPAHCIATOpA OBLIN 3apE3ePBUPOBAHEI JIBE
AMUHOKHCIIOTBI, UHUYUUPYIOWAS N 3AMbIKAIOWAs, OTMEYABIIINE, COOTBETCTBEHHO, HAYAJIO U
KOHeIl TpaHcsuu. [1o 3aBepiieHnn TpaHCISIUK KOHIIEBbIE aMUHOKHUCIIOTHI YAQISIIUCH (KaK
ynansercs: fMet y coBpeMeHHBIX OakTepuii), U IOTOMY OHU HE BXOJIUIIA B COCTAB
CHUHTE3UPYEMBIX MOJTUIEITHIOB.

BcenenctBue myranmii, B paboTe TpaHCISATOpPa BPeMsl OT BPEMEHHU CITy4alluch cOOu, U
koaupyromue nociaenosarenbHoct (MPHK mnu e€ ananor) npounTeIBaJIvCh € OLIMOKaMHU.
TpaHcims Morja Ha4aThCsl paHbIlIe KOJIOHA HAYaJIbHOM aMUHOKUCIIOTHI, MJIM OHA MOTJIa
3aKOHYUTHCS TT03)KE KOHEYHOW aMHUHOKHUCIOTHI. [Ip1 5TOM COOTBETCTBEHHO, MHUIIMUPYIOIIIAS
WJIM 3aMBIKAIOIIAsi aMUHOKHUCIIOTA OKA3bIBAIACh HA YAAJIEHUH OT COOTBETCTBYIOIIETO KOHIIA
CHUHTE3UPYEeMOU monumnentuaHoi nenu. COOTBETCTBEHHO, OHA HE YJaIsIach MOCIE 3aBePIICHUS
TPAHCIISIUU U TEM CaMbIM OKa3bIBajach BOBJICUEHHOM B CHHTE3 NOJUIIENTUIHOM 1lenu. Ecnu
CHUHTE3UPOBAHHBIN TTOJIUIIETITHT OOHAPY>KUBAJ MOJIE3HBIE CBOMCTBA, MyTaIusl (PUKCUPOBAIIACH.
CooTBeTcTBYIOIIAs aAMUHOKHUCIIOTA yTpauyruBaja NpeKHUM cTaTyc (COOTBETCTBEHHO,
WHULMAPYIOIINH WM 3aMBIKAIOIINN ) U IEPEXOHIIA B pa3psl MPOTEMHOTEHHBIX. OTMETHM,
onucaHHbIe BbIlIe siBieHus alternative initiation u stop-codon readthrough B Tounoctu
BOCITPOM3BOJIAT MPEIJIaraéMy0 CXeMY BOBJICYCHHSI aMUHOKHUCIIOTHI B YUCJIO TPOTEMHOTEHHBIX, C
TOM pa3HUIIEH, UTO MOCIEAHNE 1B SBJICHHS MPOTPAMMHUPYIOTCS U TOTOMY OIIMOKaMU He
SIBJISTFOTCSL.

C nepexo/1oM Ha4aJIbHOW MJIM KOHEYHOW aMUHOKHCIIOTHI B CTaTYC IPOTEUHOT€HHBIX
BO3HHUKaJIa HEOOXOAUMOCTh B HOBO aMUHOKHUCIIOTE, HaYaIbHON WJIM KOHEYHOH. TeM caMbIM
CO3IaBATMCh TIPEIMOCHUIKH JIJIsl pACIINPEHUs OOIIEeT0 CIIUCKA CHHTE3UPYEMbIX aMUHOKHCIIOT.
HoBast aMMHOKHCIIOTA B CBOIO OYepe/ib BOBIIEKAJIACh B CHHTE3 MTOJIMITETITH/IOB, BHOBb BO3HUKAJIA
HEO0OXOUMOCTD B elI€ OJIHON aMHHOKHCIIOTE, M TaK fanee. PacmupeHue cnucka aMUHOKHUCIIOT,
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TEM CaMbIM, OKa3bIBAE€TCS CIEICTBUEM HECOBEPIIEHCTBA JEHCTBOBABIIEN TOTAA CUCTEMBI
WHUIUUPOBAHUS U TEPMUHAIIMY TpaHCIALMU. B kauecTBe curnasna, cooOuaroniero o Hauasie
TpaHCISALUU WK €€ 3aBEPILEHUH, CKOPEE BCETO, BHICTYIIAIA CaMa MOJIEKYJIa aMUHOKHUCIIOTHI, a
He e€ xogon i TPHK. B nmpotuBHOM ciiydae monekyibl kanHonndeckux TPHK oOHapykuBaim
051 OostbIIe OTIAMUMI Mex Ty co00ii. X MOKHO ObLIO OB pa30UTh HA TPU KOHTPACTHBIE TPYIIIHI,
(burypaibHO BRIpaXasch: () CTapogaBHUE XKUIbIGI, (0) MOACEIEHHBIC, B3OIISIIINE Yepes3
napajaHoe, u (B) nojcenéHuple, npoHukKime yepes u€pusiii xoa. Kanonnueckue TPHK ne
pacnagaroTcs Ha TaKUE IPYIIbL, @ BOT CPEAU aMUHOKHCIIOT 3TH TPYIIIBI TPOCMATPUBAKOTCSL.

PaccmoTpuM HaGOp KOJOHOB, UCHIOIB3YEMBIX B KAUECTBE CTAPTOBBIX, IIPU CTAHAAPTHOM WJIH
aJIbTEPHATHBHOM MHUIIMUPOBAHUH y Kakux-nmu06o opranuzmon: AUG, GUG, UUG, CUG, AUC,
AUA, AUU, ACG. DTr BoceMb KOJIOHOB B COBOKYITHOCTH COOTBETCTBYIOT IISITH
AMUHOKHUCJIOTaM (B TEPMHHAX YHUBEPCAILHOTO N'€HETHYECKOI0 KOa):

TP = {Met, Val, Leu, lle, Thr}.
PaccmoTpum Tenepsr aMHHOKHCIOTHI, TEM WJIM UHBIM CIIOCOOOM aCCOLIUUPYIOIINECS CO CTOII-
KOJ1I0HOM. K 3TOi1 Kareropuu Mbl OTHECEM AMUHOKHUCIIOTHI, YEH KAHOHUYECKUX KO
UCIIOJNIb3YETCS B KAUeCTBE CTOIM-KOJIOHA B KaKoM-J1100 opranusme. Cro/ia e OTHECEHbI
AMHHOKHCIIOTHI, B KAKHX-JIMOO OpraHu3Max KOIUPYyEeMbIe CTOIN-KOJAOHAMH CTaHIapTHOTO KO/Ia
(cMm. Puc 5-6):

UX = {Gly, Ser, Arg, Cys, Trp, Sec, Pyl, Tyr, GIn, Leu}.
[TpencraButenu rpynmnsl [TP/] Ha kakoii-To cTaauM 3BOIIOIUH MOOBIBATIN B CTaTyCce HaYallbHOMN
aMHHOKHUCIIOTHI, a mpeacTaButesid YX — KOHEeUHOW. JISUIIMH OKa3bIBa€TCs €IMHCTBEHHOM
AMUHOKHCJIOTOU TMoMaBIIei B 00e rpyIibl. BeposTHO, 3Ta aMUHOKHKCIIOTA ycIieNna moObIBaTh
VMHULUUPYIOIIEH /Ul OHOM TPYIIIbI OPraHU3MOB U 3aMbIKaroIel 1uist 1pyrux. OcraBuivecs
BOCEMb AaMUHOKHCIIOT COCTaBIISIOT KPYXKOK HarboJiee MOIXOSIINX IPETEHACHTOB Ha
CTapO/JaBHOCTH:!

KOPEHHBIE = {Phe, Pro, His, Asn, Lys, Ala, Asp, Glu}.

[Tocne HECKOMBKUX UKIIOB OMMCAHHOIO BBIIIE AITOPUTMA «BOBJIEUEHHUS KPAaHHUX) J10JKHA
OblJ1a BOSHUKHYThH CUTYalus, 6mu3kas Kk xaocy. Co3naéres BreyaTiieHUe, 4To MOCIeyroIas
ABOJIIOLIMS TPAHCISATOPA M €r0 KOJOB Oblila HalpaBiieHa, [JIaBHBIM 00pa30M, Ha IIPEO0ICHHE
3TOro xaoca. Bo BcsikoMm citydae, 3T0 MpeanoaokKeHne M03BOIsIeT 00bSICHUTD BCE CBEIEHUS 00
0COOEHHOCTSIX TPaHCISALMH, 00Cyk1aBInecs Boilie. CXeMbl BBIX0/1a U3 CIOKHUBIIECHCS
CUTYalluX MOTJIM OBbITh pa3nu4yHbIMU. Hanbosee BepOsSTHBIM MpeCTaBIsAETCS BbIIEIEHUE
HEKOTOPO! IpyMIibl aMUHOKHUCIIOT (moaMHOkecTBO [IPJ]), KoTopble HCTIOIb30BAINCH B KAUECTBE
VMHULMHUPYIOIIMX IIPA HAX0XAEHNN COOTBETCTBYIOIIEro KofoHa B Hadane MPHK, u kotopsie
CTAaHOBWJIMCH TPOTEUHOTCHHBIMU MPU HAXOXKJEHUHU TOTO K€ KoJioHa Te-muoo emié Ha MPHK.
OTa cxeMa MHULMUPOBAHUS, HAIIOMHUM, JI0 CHX IIOP MCIIONb3YETCs y apXeH U DyKapHuOTOB.
CxonHbIM 00pa3oM, Moriia 000COOUTHCS TPpyIa aMUHOKHUCIIOT (OAMHOXkecTBO UX),
(YHKIMOHMPOBABLIMX B KAUECTBE 3aMbIKAIOIINX MPH PACIIOIOKEHUH COOTBETCTBYIOIIETO
kosioHa B KoHIIe MPHK, 1 BXOAMBIIKX B COCTAB MOJMMNENTH/IOB I OCTAJIHBIX MO3UIUN
Ko/10Ha. Bce nmpourie aMMHOKHCIIOTHI (B MX YHUCIIE BCE KOPEHHBIE) UCIIOIb30BAIHICh
UCKJTIOYMTENbHO KaK IPOTEMHOTeHHbIE. B 1ensix pacrio3HaBaHUs HHULIMAPYIOIUX U
3aMBIKAIOIINUX AMMHOKHCIIOT Ha KoHIIaXx MPHK Moriu BO3HUKHYTH clielIMalIbHBIE CTPYKTYPBI,
CIIOCOOHBIE pacro3HaBaTh COOTBETCTBYIOLINE AMUHOKHUCIIOTHI U II€pe1aBaTh COOTBETCTBYIOIINN
CUTHAJI TPAHCIISTOPY.

YnomuHaBmrecs Bblle 00pa3oBaHMsI U CTPYKTYpbI, 0OHapykuBaeMble Ha MoJiekynax MPHK,
takue kak Kozak s consensus sequence, curaanusupyromas npourerue tpumiera AUG kak
cTapToBoro kojgoHa B Hadasie MPHK sykapnoToB, cTpyKkTypa nceBaoy3ia HHULUUPYIOLIas
TPAHCIIALMIO Y HEKOTOPBIX BUPYCOB HaceKoMbIX, (Puc 5-7), mocnenosarensnocts PYLIS co
CTPYKTYpOii cTebemnb-rieTiis, cieayromas 3a TputuietoM UAG, curHam3upyromnias, 9to 3To
konoH Pyl, a He cromn-konoH, mocnenoBarenbHOCTh SECIS ToXE CO CTpyKTYpO# cTedenb-neTss,
curHanmsupyromnias npourenue tpuriera UGA kak Sec, a He cTon-kofoH, Puc 5-8, cTpykTypsI
TUNAa cTeOeNb-NeTIIs, YaCTO 00pa3yoIIUe MCEB0Y3Ibl, ACCOLUUPYIOLIUECs ¢ sIBIeHUuEM Stop-
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codon readthrough, ciemyroiue HEOCPEICTBESHHO 3a CTOM-KOAOHOM, Puc 5-10, BeposTHO,
MPEJICTABIISIIOT COOON PYJUMEHTHI M BUIOM3MEHEHUS MOJIEKYISIPHBIX YCTPONCTB, paHee
CUTHAJIM3UPOBABIINX UHUIIMMPOBAHUE UM OCTAHOBKY TPAHCISAIUMU. Y CTPOHUCTBA
(mocnenoBaTeNnbHOCTH HYKJIEOTHI0B), PACIIO3HAIOIINE HHULIUUPYIOLIINE AMUHOKUCIIOTHI,
pacnosiaranucs B Hagasie MPHK, a nociie1oBaTenbHOCTH, CIIyKMBIIME JI PACIIO3HABAHMS
3aMBIKAIOIIMX aMUHOKHUCITOT — B KoHlle MPHK. Panee kaxioe U3 3Tux ycTpoMCTB, BUTUMO,
ACCOLIMHUPOBAJIOCH C OMPECIEHHON aMUHOKUCIOTOM. MI30upaTensHO ¢ HErO CBSA3BIBAsICh, OHO
nepeaBaio CUrHaI TPAHCIATOPY 00 HHUIIMMPOBAHUH UITU O IPEKPALICHUH TPAHCISALUU.
HekoTopbie U3 nMepedncIeHHBIX YCTPOWCTB IO CUX MOP OCTAIOTCS PYHKIIMOHATHHBIMHU, HO
OOJIBIIMHCTBO MX PEIyLIUPOBAINCH U PEBPATHIINCH B MapKEPhI, paclo3HaBaeMble OETKOBBIMU
(dakTopaMu, HbIHE PETYIUPYIONTUMI MHOTOKPATHO YCIIOKHHUBIIUKCS TMIPOIECC TPAHCIISAIINU.

BeposiTHO, onucanHas BbIlIe cUCTEMa MHUIIMUPOBAHUS U TEPMHUHALIUU, C IBYMS
ceMelcTBaMU aMUHOKHUCIIOT, HaJIeNEHHBIX AyajJbHbIM CTaTyCOM, XOTS U pelliaja 3a1a4y
peryJiMpoBaHUs TPAHCISALNHU, HO BCE jK€ B YETKOCTH U HA/IKHOCTU PabOThI CEphEIHO yCTymana
COBpEMEHHOI pubocome. Bpemsi oT BpeMeHH MPOUCXOIUIN HOBBIE COOU B CUCTEME
pEryJIMpoBaHUs, B Pe3yJIbTaTe YEro ouepeiHasi aMUHOKHCIIOTa yTpaurBalia AyalbHbIN CTaTyC U
Nepexo/inia B pa3psij MPOTEHHOTEHHBIX, 00JIee HE HCIIOIb3yeMbIX B KA4eCTBE WHUITUUPYIOIIHX
WM 3aMBIKAIOIIIHX.

Beiie ynomMuHaiack 0co0eHHOCTh aMUHOKHCIOT Pyl 1 Sec, panee He momy4duBIas
00BsICHEHUS. DTH aMUHOKHUCIIOTBI, OUE€BUTHO MO3AHETO MPOUCXOKICHHS, IPOU3BOIAT
BIICYATIICHUE MCUE3AIOMUX. Y CEIICHOMPOTEHHOB (()SPMEHTOB, COIEPKAMUX SEC B AKTUBHOM
LEHTpe) OOHAPYKUBAIOTCSI TOMOJIOTH, SEC He cofepskaiiue. Ta ke KapTuHa XapakTepHa U JUIs
6enkoB, coneprxkantux Pyl. [Tpuuém 00e aMHMHOKUCIIOTHI KOJUPYIOTCS CTOI-KOIOHAMHU.

MoskHO OBLTO ObI IPEIIIONIOKUTD, 4TO Pyl 11 SEC MOMOMHKUIN CIIMCOK aMHHOKHCIIOT Kak
3aMBIKAIONINE AMUHOKHCIIOTHI, YTO NMEPBOHAYAIBHO OHU UCIOJIB30BAIKUCH JJIsl TPEKPAIICHUS
TPaHCISALUH, 3aTeM ObLTH BOBJICYEHBI B CHHTE3 MOJUIEHTH/IOB YKE B KAUECTBE
MPOTEUHOTEHHBIX, OJIHAKO OKA3aIMCh OECIIOJIE3HBIMU, U B CHITY 3TO TEIEPh OHU MTOCTETICHHO
ucueszaroT. OJIHAKO /JIs1 BOBJICYEHUS B CIIHCOK MPOTENHOTEHHBIX AMHUHOKHUCIIOTHI IOJIKHBI
MIPOJIEMOHCTPUPOBATH MOJIE3HBIE CBOMCTBA, BHITOA OT UCIIOIB30BAHUS KOTOPBIX MTPEBOCXOIUT
MOTEPH, CBSI3aHHBIE C IOMOJHUTEIbHBIMU TPYJHOCTSIMH, BOZHUKAIOIMMHU H3-32 YXYAIIEHHOTO
perynupoBanus TpaHcsaunu. OTCYTCTBHE TaKOBBIX CBOMCTB y Pyl u Sec mokasbiBaer, uto
MEXaHHM3M CMEHBI CTaTyca aMUHOKHUCIIOT M MEPEX0/ia UX B pa3psij MPOTEUHOTEHHBIX C YTPaTOM
perynupyoome GyHKIIUA MOT ObITh O0J1ee ClI0KHBIM. OJTHO U3 BO3MOXKHBIX 00BSICHEHUN
3aKJIFOYACTCS B TOM, YTO K MOMEHTY mosiBiicHust Pyl 1 SeC npuHIubl yHKIIHOHUPOBAHUSI
TpaHCIISITOpA MIPETEPIIeNN 3HAUUTEIbHBIE H3MEHEHUsI. B KauecTBe curHaia, peryimpyromero
WHUIIMHUPOBAHUE U MIPEphIBAaHUE TPAHCIALINHY, BBICTYIANA y)KE HE aMUHOKHUCIIOTA, a e€ TPHK.
[TosTomy HeoObIuHBIH cTaTyc Pyl u Sec moxkeT ObITh CBsI3aH co cBoiicTBamu ux TPHK.

[Ipenmonoxum, BcaeICTBUE CUCTEMATUYECKUX COOEB B CUCTEME PEryIupOBaHuUs
TPAHCIISIIIUU, TPAHCIISATOP SBOIIOIUMOHUPOBAI B HAMPABIICHUH, TOCTENEHHO U3MEHHUBIIIEM
XapakTep peryIupyrollero curHana. B kayecTBe curHana, 3HaMeHyIIero HHUIMUPOBAHUE WIIN
MIpEpHIBAHUE TPAHCIISIMH, UCIIOJIb30BAIACH TETIEPh HE CaMa aMUHOKHCIIOTA, @ KOBAJIEHTHO C HEIO
coenunénnas TPHK.

Bbiiie yrxe HEeCKOIbKO pa3 ObLI0 YIOMSHYTO 00 oTinunu uHuIpupyromeit TPHK (initiator
tRNA) u TPHK cenenonucrenna (selenocysteine inserting tRNA) ot Bcex apyrux MOJIEKYJI 3TOTO
knacca. [Ipeamonoxum, U3 BceX aMUHOKHUCIIOT, TPUHUMAIOIINX y4aCTHE B MHUIIMUPOBAHUH,
BbIIeTIIIach oiHa — Met, 1 3a Heii ObLT 3aKperIéH AyallbHbBIN cTaTyc. bblia Takke BbIIEICHA
0JIHa aMUHOKHCIIOTA U3 YUCJIa 3aMBIKAIONTUX, SEl W SEC, M OHa TOKE COXPaHMIIA TyaTbHBIN
cratyc. Bce ocranbHble aMUHOKUCTOTHI CTAIM MPOTEMHOT€HHBIMU U IIPSIMOTO YYacTHsl B
PETYIMPOBAHUH TPAHCISAIIUU OoJiee HEe TPUHUMAIH. B oTinyme oT nmpexHero MexaHu3ma
PEryJIupOBaHMs], HOCUTEIIEM CTaTyca CTajJu HE aMUHOKUCIIOTHI, IBE COOTBETCTBYIOIINE
Mosekyabsl TPHK. Bepostho, naununpyromas TPHK B3anmopaeiicTBoBana co cnenuanbHOM
HYKJICOTHUJIHOM TTOcieIoBaTeabHOCThIO B Hauane MPHK, octaTkoM koTopoii siBisercs
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coBpeMeHHas «K0zak’s consensus Sequencey, 1 3TO CITY>KUJIO CUTHAJIOM Havajla TPaHCISIHH.
Cxomnabsim 06pazom, TPHK cenenonucTenHa (CHapsHKEHHAS CEPUHOM HITH IIUCTECHHOM )
B3aMMOJIEIICTBOBAJIAa C HEKUM aHajoroM nocienoBarenbHocTd SECIS, u 310 cayxuino curaanom
MpEeKpalleHus: TpaHCIALUU. B oTcyTcTBHE yKa3aHHbIX nocienoBaTenbHocTed Ha MPHK Te xe
KOJIOHBI CYUTHIBAIUCH IpyruMu Mosekyinamu TPHK (kaHoHnueckuMu), HO CHapsHKAroIue ux
AMUHOKHCIJIOTHI OCTaBAJIUCh TEMHU XKE.

HoBplii crtoco6 peryanpoBaHus TPAHCIALUHU ObLI, BEPOSATHO, JIyUIlle IPEKHET0, HO OIIHOKU
BcE e cimydannuch. [1oaToMy 0coObIi cTaTyc BbIAEICHHBIX ABYX Mosiekys TPHK Obut ycuen
MOIU(HUIIMPOBAHUEM MIPHCOSTUHEHHON K HUM aMUHOKHCIOTHL. Met Op11 MoanduupoBan ¢
obpaszoBanuem fMet, a Ser (uau Cys) 0611 MOAM(HIIEPOBAH ¢ 00pa3oBaHUEM SEC. Y CHIIHBAJICS
craryc TPHK, a He aMHHOKHUCIIOTBI, TO3TOMY MOIU(DUIIUPOBAHKUE TTPOU3BOTUIIOCH YXKE ITOCIE
AMHUHOAIMIIUPOBAHUS, KaK TO UIMEET MECTO TMOHBIHE (CM. BhIlie 00CyXaeHue naHHbIX 0 TMet u
Sec). MoaupunupoBanre aMMHOKHUCIIOTHI MPEKIEC aMIHOAIMIIMPOBAHMS MOTJIO ObI TPUBECTH K
TOMY, YTO MOAU(DUIIMPOBAHHAS AMHUHOKHCIIOTA MprcoeAMHUTCA K kaHoHndeckoid TPHK, u
peryarpoBaHKE TPAHCISIIUN TEM CaMbIM HapyIIUIOCH OBI.

OueBuIHO, MPUBEAEHHAS CXeMa BO3HUKHOBEeHUS U (yHKImoHupoBanus fMet u Cys u
acconuupytonuxcsi ¢ HUMU TPHK moTHOCTBIO OOBSCHSET JaHHBIE 00 3THX JIBYX
aMHUHOKHCIIOTaX, COOpaHHBIE B BU/IE TAOJIUIIBI BhIIIEC B JaHHOM paszzaene (ctp.97). B wactHocTH
nosxydaet o0ObsCHeHue ToT ¢akt, uto y Euplotes crassus komon UGA mnpounTsiBaeTcst Kak Sec,
ecyu oH pacnoioskeH omuxe k kony MPHK (nociennue 20 ko10HOB). B ocTanbHBIX MO3UIMSIX
UGA npounTtsiBaetcs kak Cys. BeposTHO 3T0 HeO0IbI10€ BUAON3MEHEHNE OITMCHIBAEMOT0 371ECh
MexaHu3ma tepmuHaimu. Mznauansao tpurier UGA mpouynTsiBajics Kak SeC mpu
pacnosioxenun ero B koHue MPHK, a Bo Bcex oCTalnbHBIX MO3ULIMAX 3TOT K€ TPUILIET
npounTbiBajics kak Cys. [1pu npounteiBanuun UGA kak SeC ncrosiab30Baiach
crienuanu3npoBanHas selenocysteine inserting tRNA, pacrio3HaBaBiiascsi TpaHCIATOPOM Kak
CUTHAJ TepMUHAIMK. B ocTanbHBIX cilydasx ucnoib3oBaiach kaHonndeckas TPHK nucrenna.
Tem cambIM siBieHUsI, HaOt01aeMble B E. Crassus coBnajgaroT ¢ ONMCaHHBIM HAMU MEXaHU3MOM
TEPMHUHALIMU TPAHCISAIUH C JBYMsSI OTJIMYUSAMU: SEC OoJiee He SBISIETCS 3aMbIKaroIIen
aMHHOKUCIIOTOH (x0Ts TprmuieT UGA mo-npekHeMy UCTIONB3yeTCsl KaK CTOM-KOJA0H
yHHBepcaiabHOro kona), 1 UGA npountsiBaercs y E. Crassus kak SEC He TOJIbKO B OCIeTHEH
no3unun MPHK, a mpumepHo B ABafaTi NOCIEAHUX NO3ULHAX. BeposTHBIE TPUYUHBI 3TOTO
00CYX/1al0TCSI HUXKE.

[lepexon OoT nmpexxHEro MexaHU3Ma PEryIUpOBaHUS TPAHCISAIMN, OCHOBAHHOTO Ha JIBYX
ceMeicTBaX aMUHOKHUCIIOT, HAaJIeNIEHHBIX AyalIbHBIM CTaTyCOM, K HOBOMY, B KOEM OCOOBIM
cTatycoMm Hajensnuck ase Monekyiasl TPHK, BepositTHO Ob1u1 mocTenennbiM. Bollie ynomMuHanach
amuHokucioTa Pyl, Bo MEOrOM cxosnas ¢ Sec. [Togo6uo Sec, nantomuuM, Pyl kommpyercs
OJTHUM M3 CTOI-KOJIOHOB YHHBepcalibHOTo Koaa — Tpurietom UAG. JlaHHbIi TpUtuieT
POYHUTHIBaETCS prubocomoii kak Pyl nmpu Hamuuuu mocieaoBarenbaoctd PYLIS co cTpykTypoit
crebenb-nietyst, pacnonoxkennoi nocie UAG. I'nasaoe otimune Pyl ot Sec (¢ Touku 3penust
MIEPCIIEKTUB MCIIOIb30BaHUS X B KAYECTBE 3aMBIKAIOIINX AMHUHOKHCIIOT) B TOM, 4TO cuHTE3 Pyl
3aKaHYMBACTCs 10 aMHHOAIMIIMpoBanus (a He nocie), u TPHK y Pyl, xots u oTnuuaercs sBHO
ot kanoundeckux TPHK, Ho BcE k¢ He Tak cuiibHO Kak Selenocysteine inserting tRNA. BepositHo,
Pyl ucrionb30Basicsi B Ka4eCTBE 3aMbIKAIOIICH aMUHOKHCIIOTHI HEITOCPECTBEHHO mepe Sec, B
NepUOJ, KOT/Ia MIPEKHUI cIoco0 peryIupoBaHus TPAHCISIIUYU MOCTENICHHO 3aMEHSJICSI HOBBIM, U
ocobennoctu ero TPHK Bo3HuKIM Kak aganTaius B CUTyalluu, KOT/1a IPEKHUN CITOCO0
peryiaupoBaHus (KOTJla CUTHAJIOM CIY>KUT aMUHOKHCIIOTA) €1I€ He yrpa3aHEH, a HOBBIH (B
KoTtopoM curHaioM cinykut TPHK) He Brostae odopmuics.

[To Bceit BunuMocTu, ucnoisibzoBanue nnunuupyomeit TPHK B kauecTBe ocHOBHOTO
¢dakTopa, peryaupyronero HHUIMUPOBaHUE TPAHCISIIUHU, OKAa3aJI0Ch YCIEIIHBIM, U 3TOT
MEXAHMU3M COXpaHUIICS B Ipouecce 3Botonuu. Mcenonszosanue nannuupyromeit TPHK co3nano
MPEOCHUIKY JJIsl YHU(UKAIIMK CTaPTOBBIX KOJAOHOB, U UX YUCIIO YMEHBUIMIOCH /10 TPEX Y
apxei u 0akTepHil ¥ 10 OTHOTO Y DYKapUOTOB. Y TOMUHABIIHUICS BhIIE (AKT, UTO MPU
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aIbTEpHATUBHOM MHUIIMMPOBAHUY, KOT/Ia B KAUECTBE CTAPTOBOI'O UCIIOJIB30BaH KOJOH,
otimuHbiil oT AUG, cunThiBaHUE CTApPTOBOTO KOJIOHA, TEM HE MEHEE, OCYIIIECTBIISICTCS
unuuupyromieid TPHK (xots e€ antukonon komrmiementaped AUG u moatomy He
KOMIUIEMEHTapEH UCI0JIb3yeMOMY KOJIOHY), U CHHTE3 MOJUMIENTUIHON e MO-TIPEeKHEMY
HaunHaercs ¢ Met, ceunerenscTByet 00 ycnexe ucrnonb3oBanus nauimupyromeit TPHK (a ne
COOTBETCTBYIOILIEH aMUHOKHUCIIOTHI) B KaUeCTBE peryaupyromero ¢pakropa tpancisnuu. Camo
SBJICHUE AJIbTEPHATHBHOIO UHULIMMPOBAHUS, BUIUMO, COXPAHWIOCH JIMIIb [IOTOMY, YTO
MO3BOJIIET MOJIU(DULIMPOBATH CHHTE3 COOTBETCTBYIOIIUX OCIKOB, TPAHCIUPYS Pa3HBIMU
croco0amMu OJIMH | TOT K€ TeH. DTO CPAaBHUTEIHHO PEAKOE SIBICHUE CIYKHUT HAITOMUHAHUEM 00
3M0Xe, KOTJja CTapTOBBIX KOJOHOB ObLIO CYIIECTBEHHO OOJIbIIIE, HEXKETU TEIepPh.

B nporusononoxuocts naunuupytonieir TPHK, ncnons3zoBanue selenocysteine inserting
tRNA B xauecTBe (hakTOpa, OCTAHABIMBAIOIIETO TPAHCIIAINIO, YCIIeXa HE UMEJIO.
CooTBeTCTBYIOIIAsE aMHHOKHUCIIOTA, SEC, ObLIa B OUEPEAHON pa3 BOBJICUYEHA B CUHTE3
MOJIMNIENTUIOB U, YTPATUB CTaTyC 3aMbIKAIOUICH, Mepelia B pa3psia MPOTEHHOT€HHBIX
aMHHOKHCIIOT. Accouuupytorasicsi ¢ Sec selenocysteine inserting tRNA tosxe yrparuina ocooblit
CTaTyC PEryaupyIOLIero YCTPOHCTBA U JIajiee UCII0JIb30BalIaCh TOIBKO JIJISl CYUTHIBAHUS KOJIOHA,
COOTBETCTBYIOIIETO SEC, IPU CHHTE3€ CEJICHOMPOTENHOB, TIOJJOOHO OCTAILHBIM MOJIEKYJIaM
TPHK. B pe3ynbrare Mexanu3m OCTaHOBKH TPAHCIIALUU ObLT U3MEHEH B OUEPEAHOM pa3.

K MomMeHTy c0O0st B cuCTeMe TpepbIBaHMsI TPAHCIISALINH, IPUBEIIIETO K BOBICYCHUIO SEC B
CUHTE3 MOJUMENTH]IOB, TPAHCIAIUSA cama 1o cebe Oblia y)ke OCBOCHA B CTEIIEHH COBEPILICHCTBA,
MO3BOJIABILEN IPOM3BOJAUTH OEJIKH I0CTATOYHO CJIOKHOM CTPYKTYphl. [loaTOMY B HOBOM
MeXaHHM3ME B KauecTBe (haKTopa, OCTaHABIUBAIOIIETO TPAHCISIINIO, Hctonb3oBanack He TPHK, a
OJIMH WJTK J1Ba OCITKOBBIX (hakTopa, MMeHyeMbIx release factors. Kak yrmoMuHanocs Bblie,
MOJIEKYJIBI 3TUX (AKTOPOB UMUTHPYIOT Mosiekynsl TPHK, oHM pacnio3HaroT cTon-KoaoHbI
CTaHJAPTHOTO KOJa, OJJHAKO MX MCIIOJIb30BAaHHE PUOOCOMOI HE COMTPOBOXKAACTCS
MPUCOSAMHEHUEM aMUHOKHUCIIOTHI K CHHTE3UPYEMOU MONMUNIETITUAHON STH.

Co3nanuem release factors, mo3BossiFoLMM MPEKpaIaTh TPAHCISAIMIO 0€3 IPUCOSTNHCHUS
AMUHOKHCIJIOTHI K MOJIMTNIENTHY, ObliIa IOCTaBJIeHA TOYKA B [UIUTEILHOM UCTOPUU MIOMCKOB
3¢ (EeKTUBHBIX TyTEW HHULIUUPOBAHUS U OCTAaHOBKH TpaHCISIMU. [IpekpaTuiaock U BoBieUeHHE
HOBBIX AMMHOKHCJIOT B CUHTE3 MOJUIENTHIHBIX LIETIEH.

OcTtaéres HesCHBIM, KaK OCYILIECTBUIICS MEPEXO OT MPEXKHET0 MEXaHU3Ma IPEKPALICHUS
TPAaHCIALUY, C IPUCOECIMHEHUEM 3aMbIKAOIIEH aMUHOKHUCIIOTHI K CUHTE3UPYEMOM LETH, K
HOBOMY, C y4aCTHE release faCIOI’S, HE COIIPOBOXKAAOIMIMMCS ITPUCOCAUHECHNCM aMUHOKHACIOTHI.
BeposaTHO, nepexos 0CyIECTBIISUICA IOCTENIEHHO U 1BA MEXaHNU3Ma IIPEPhIBaHMS TPAHCIIALIUN
KaKO€e-TO BpeMsl COCYILeCTBOBAIN. MHOTOUNCIIEHHbIE PUMEPHI HECTAHJAPTHBIX T€HETUYECKUX
KOJI0B, B KOTOPBIX 00 KAHOHUYECKHUH CTOI-KOIO0H KOAUPYET AMUHOKHCIIOTY — JTHO0
KaHOHMYECKHUI KOJOH aMUHOKHCIIOTHI UCTIOIB3YETCS KaK CTOM-KOAOH (cM. Puc 5-6), moru
BO3HUKHYTh B IIPOLIECCE 3aMEHBI IPEXKHET0 crioco0a MpephIBaHUs TPAHCIALUN HOBBIM. BBy
COCYIIIECTBOBAHUS ABYX MyTeH MpepbIBaHUs TPAHCISLUU, OHU, BEPOSITHO, 10 HEKOTOPOM
CTereHu OblTH B3auMo3aMeHsieMbl. BO3M0KHO, IMEHHO B3aMMO3aMEHIEMOCTBIO JIBYX CIIOCOOOB
IpephIBaHMsI TPAHCIIALNUN U OOBSICHSIOTCS XapaKTepHbIe ISl MHPY30pHi 1 MUTOXOHIPHUIM
CTPAaHHOCTH B IIPOYTEHHH CTOI-KOJIOHA, KOT/1a (PUIIOT€HETHUYECKH Y1alEHHbIE BUIbI
00HapyXHUBaIOT UACHTUYHBIE OTKJIIOHEHHS OT YHUBEPCATLHOTO T'€HETHYECKOIo Koa,
CONPOBOXKIAMOIIMECS K TOMY XK€ CXOIHBIMH U3MEHEHUSIMU COOTBETCTBYIOIMX release factors
(mo kpaiiHeit Mepe, y uH(Yy30puii), Toraa Kak 00jiee poJACTBEHHBIE UM BHABI MOTYT
UCII0JIb30BaTh YHUBEPCAIbHBIN KOJI.

W3noxxeHHas 3/1ech cXxeMa BOSHUKHOBEHUS U 3BOJIIOI[UN T'€HETHYECKOT0 KO/1a HOCHUT
npeBapuTeNbHbIN Xapakrep. OHa yCTaHABIMBAET B3aUMOCBS3H MEXY Pa3HOOOPAa3HBIMU
SBJIEHUSIMU, OOHAPYKEHHBIMH NPU HCCIEA0BAaHUN OCOOCHHOCTEH TPaHCIIALUHU, XOTSI IPUYUHBI
Ha0JII01aeMbIX U3MEHEHHI He BCeria MOTyT ObITh YTraJaHbl € I0CTATOYHONW TOYHOCTHIO.
Bo3MoxHO, ¢ IpUBJIeUEeHUEM IONOJHUTENBHBIX CBEACHUM, Tpeiaraemas cxema Oyaer
OTpEAAKTUPOBaHa WK IiepecMoTpeHa. by iyun npeaBapuTenbHoO, Ipeiaracmas cxema BeeE ke
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MIOKa3bIBACT, YTO UMEIOLIHECS JaHHBIE 00 OCOOCHHOCTSIX TPAHCIISALUHN U TEHETHYECKOTO KO/1a
MOTYT OBbITh OOBSICHEHBI KaK PE3yJIbTAT IBOIIOIMOHHOIO COBEPIICHCTBOBAHMSI €JMHCTBEHHOIO
TpPaHCIUPYIOUIETo ycTpoiicTBa. TeM caMbIM, HCTOPUS TEHETUYECKOIO KOJla — 3TO UCTOPUS KO,
UCIOJIb3yeMoro pubocoMoii. B To xe Bpemsl, pa3BUTbIE HAMU paHee MPEICTABICHUS O
BO3HUKHOBEHUH TPAHCIISILIMY IPUBOJAT K BHIBOJlY O COCYIIECTBOBAHUU HECKOJIBKHUX
TPAHCIATOPOB, KAXKAbI CO CBOMM KOZOM, Ha OoJiee paHHMX 3Tanax pa3BUTUSA KU3HU. Huxe
cZieJlaHa MOIBITKA IMOHATh, I0YEMY M3 BCEIO MHOKECTBO TPAHCIIATOPOB B IIPOLIECCE IBOIIOLIUU
COXpPaHWICS JIMLIb OJIUH.

5.5.5.3 «TpuympanbHoe mecTBue» pudOCOMBI.

Kopabnw, na komopom omnavin Teceti ¢ Mor00viMu 1H00bMU U
cuacmauso eepuyics, ovil mpuoyamugeceibhwvill. Agpunsane bepecnu e2o
00 epemen [lemempus Danepckoco, npuuem ompuleanu cmapwvle 00CKU U
3AMEeHANU UX OpyeUumMu, Kpenkumu, 6ciedcmsue 4eeo oaxce unocogul,
paccyaicoas 06 ysenuueHuu pazmepos Cyuecmsyoue2o 8 npupooe,
CNOpUNU, NPUBOOSL 8 NPUMED IMOM KOPabib, — OOHU 2080PUIU, YMO OH
ocmaemcsi mem Jice, yem Obll panvule, opyeue — 4mo e2o bonee He
cywecmeayen.

Inymapx. Teceti u Pomya.

Bompoc 00 3BOTIONMOHHOM ITyTH OpraHU3Ma, B KOTOPOM COCYIIECTBYIOT U B3aUMOJICHCTBYIOT
HECKOJIBKO TPAHCIIATOPOB, CI0KEH, U MBI HE MOKEM TMOAPOOHO €ro 3/eCh paccMaTrpuBath. M3
001X cOO0paXKeHUI TPYTHO MPEeAyTraaTh BEPOSTHOE pa3BUTHE COOBITUNA. MOXKET JH,
HaIpUMep, TPAHCIIATOP JEMOHCTPUPOBATH CTPATETHUIO, TIOXOXKYIO HA MPOSIBIICHUE AIbTPYHU3MA,
Korja OenKku, TPOU3BOUMbBIE OJJTHUM TPAHCISATOPOM, UCTIONB3YIOTCS JIJIsl YCOBEPIICHCTBOBAHUS
JPYTOTO, ¥ TIEPBBI B pE3yJIbTaTe OKA3bIBACTCS MEHEE COBEPIICHHBIM M yTpauuBaeTcsi? J{OMKHBI
JIM KOJIbI, MCTIOJIb3YEMbIE IBYMsI COCYIIECTBYIOIIUMHU TPAHCISTOPAMH, B XOJI€ IBOJIOLIUU
MOCTEIIEHHO cOMMmKaThCs? Vi e TOMKHBI UMETh MECTO KPUTHUYECKUE SIBJICHHSI, TT0I00HbBIE
bazoBOMy TIepexo/1y, TaKk YTO U3HAYAIBHO OMU3KHE KOJBI OyIyT CONMKATHCS, a U3HAYAIBHO
Oosee ynan€uuele — yaanarbes Bc€ 6omee? Harm moaxon k mpobieme Oyner cyryoo
WHTYUTUBHBIM.

NHTYyHTHBHO, HATMYHE HECKOJIBKUX TPAHCIISATOPOB B OJJHOM OPTaHU3ME SBIISICTCS
MOJIOKUTEIBHBIM (PaKTOPOM, CIIOCOOCTBYIOIIUM YCTIEIIHOM alanTalliy, IPH YCIOBUH, UTO UMEET
MecTo nyonupoBanue ux GyHKuud. CUTyanusi, Korjaa OJMH TPAHCISITOP CIOCOOEH B3SITh Ha ceOst
(GYHKIIUH Ipyroro, MHOTOKPATHO O0JIeTYaeT IBOIIOIMOHHOE YCOBEPIICHCTBOBAHUE CAMUX
TPaHCIATOPOB. [Ipy HAIMYIKY JTUIITIH OJHOTO TPAHCISITOPA, MYTAIHH, TTPHBOISAIINE K
M3MEHEHUSIM B ero pabote, ¢ 0oJiee BEICOKON BEPOSATHOCTHIO MPUBEAYT K THOETH OpraHu3mMa,
MTOCKOJIbKY HAPYIIEHHBIM OKa3bIBACTCSl CHHTE3 Cpa3y BCeX MPOU3BOIUMBIX OeIKOB. boree
BBICOKHE TEMITBI SBOJIIOIIMH TPAHCISTOPOB, B CBOIO OYEPE/Ib, TO3BOJISIIOT COOTBETCTBYIOIIEMY
opranu3my ObIcTpee 003aBeCTUCh OeIKaMHM JTy4Ilero KauecTBa, U 9TO 1aCT eMY BO3MOXHOCTh
Jy4iie U ObICTpee MPUCIIOCabINBATHCS K YCIOBUAM cpebl. TeM caMbiM, TPH HATUYHUU B
OpTraHu3Me JIBYX TPAHCIATOPOB COITOCTABUMBIX 110 CTEIICHH TEXHHYECKOTO COBEPIIICHCTBA, KOJIBI
KOTOPBIX U3HAYAIBLHO OJM3KU, IBOJIOLUS JOJHKHA MTOWTH B HAMIPABJICHUH JTalbHEHIIIEero
cOMmmKeHus Ko10B. [Ipy OJITU30CTH KOJIOB, JIO ITOJTHOTO COBITAJICHUS, OJMH U TOT e I'eH MOXKET
OBITH TPAHCIMPOBAH PAa3NTUYHBIMU TpaHcsiTopamu. [Ipu 3Tom mpouecc or6opa Oyaer
CTIIOCOOCTBOBATh COXPAHEHHUIO B OJTHOM OpPTaHU3ME JIBYX HIIH 00Jiee TPAHCITHPYIOIIIX
YCTPOMCTB, KOAUPYEMBIX PA3TUYHBIMHU T€HAMHU.

[IpencraBuM cede Tenepb MPOTUBOIOIOKHYIO CUTYAITUIO, KOT/IA, B CHITY TE€X HJIU HHBIX
MPUYWH, B OJJHOM OPTaHU3Me OKa3aJI0Ch JIBa TPAHCISATOPA CHIIBHO OTIMYAIONINXCS U KOJAaMU, U
CBOMMH TEXHUYECCKHMH BO3MOXXHOCTSAMH. B TIporiecce 3BOITIONMH TaKOTO OpraHu3Ma OelKH,
MIPOU3BOIUMbBIC MEHEE COBEPILIEHHBIM TPAHCISATOPOM, OJHH 32 IPYTUM, OYIyT 3aMEHEHBI
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OenkaMu, TPOU3BENEHHBIMH 00JIe€ COBEPIIICHHBIM TPAHCIUPYIOIUM ycTporcTBOM. bosee
COBEpILEHHBIN TPAHCIATOP, B OOJIBLIEH CTENEHU CIIOCOOCTBYS MPOLIBETAHUIO OpPraHU3Ma-
oOagaressi, MOCTENIEHHO BO3bMET Ha ce0sl (YHKIIMU OCTAIBHBIX TPAHCISATOPOB, YCTYIAIOIIUX
€My B CTEIIEHH COBEPILEHCTBA IPOU3BOAUMBIX O€lIKOB. MeHee COBEpIICHHbIE B Pe3yibTaTe
OyIyT yTpaueHbl, a UCIOJIb3YEMbIE MU allaTUTOBbIE KPUCTAJLIBI MCUE3HYT UJIM IPEBPATSTCS B
cTspKeHUs (pocdaToB, 10100HbIE BOJIIOTUHY, HEOCPEICTBEHHO B TPAHCIISILIUY HE
3aqeiicTBoBaHHbIe. DUTypallbHO BBIPAXKasiCh, BHIOOP B MOJIB3Y 00JI€€ COBEPIIEHHOTO
TPAHCIIATOPA COBEPLIAECTCS U3 COOOPAKEHUI CUIOMUHYTHOM BBITO/IbI, XOTS B 00Jiee OTIaIEHHON
NEPCHEKTHBE 3Ta CTPATETUS MOXKET OKa3aThCs MPOUTPHIIHON. CKOIb OBl HU OBUT COBEPILICHEH
n30paHHbIN TPAHCIATOP, AaJbHENIIEE €r0 yCOBEPIICHCTBOBAHUE IBOIIOLMOHHBIM ITYTEM
3aTPyaHEHO BBHUY OTCYTCTBHS TPAHCIISATOPA, CIIOCOOHOTO TyOIMpPOBAThH €r0 (PYHKIIHH.

HaGnrongaeMmslii ¢pakT HaIM4us B IPUPOJIE JIMIIb OJHOTO TPAHCIATOPA — pPUOOCOMBI —
NOJIy4aeT OObSICHEHHUE, €CITU MPEATONIOKUTH, YTO B IMIPOIIECCE IBOIIOIHMH O0JIee MM MEHEee
CTaOWIJIBHO B TEUEHUE 3HAYUTEIBHOIO OTPE3Ka BPEMEHU MOXKET IOJIEPKUBATHCSI OJIHA U3 IBYX
curyanuii. [lepBas 3akimrouaeTcs B COCYIIECTBOBAHUH JIBYX M 00Jiee TPAHCIATOPOB
(KOOMpPYeMBIX pa3HbIMU I'€HaMH ), ObICTPO 3BOIIOLMOHUPYIONIUX, HO O0JIaAAI0IIUX CXOAHBIMU
TEXHUYECKUMH BO3MOKHOCTSMHM U HCIIOJIb3YIOIINX CXOAHbIE WM UICHTUYHbIE KOJbl. BTOpas
cTaOWIIbHAs CUTYalUsl — 3TO HAJIMYKE JIMIIb OJJHOI'O TPAHCIATOpa B OPraHU3Me, U B 3TOM cllyyae
HBOJIIOLIMS TPAHCIIITOPA OKA3bIBAECTCS 3aMEUICHHOM.

[Ipenmnonoxum, Ha HEKOTOPOU CTaZUU Pa3BUTHUS )KU3Hb PA3BUBAJIACH 10 IEPBOMY CLICHAPUIO.
Wmenuch rpynmnsl opraHu3MoB, 00J1aJaloMX HECKOJIBKMMH TPAHCIATOPaMHU IIPUMEPHO PaBHBIX
BO3MOYKHOCTEH, U TPAHCISTOPHI 3TH OBICTPO COBEPLICHCTBOBAIUCH. PazmuuHble IpyIbl
OpraHU3MOB IIPU 3TOM 00JIaJJaJId TPAHCIATOPAMHU Pa3HON CTEIIEHHU COBEPLIEHCTBA, U TIO3TOMY
CKOPOCTH 3BOJIIOLIMU PA3HBIX TPYII ObLIN pa3IUYHBbI.

DBOITIOLIMOHHOE YCOBEPUICHCTBOBAHNE TPAHCIISITOPOB, 00ECTIEUNBAIOIIEE TOCTEIIEHHOE
YCOBEpLIEHCTBOBAHHUE OEIIKOBBIX MOJICKYJISIPHBIX MAIllH, PAHO UJIH MO3AHO JTOJDKHO OBLIO
IIPUBECTHU K MOSBJICHHUIO HOBBIX (popM mapaszutusMa. TpynHo cka3aTh, Kak B TOYUHOCTH OHU
BN e, J{o Hamux gHel 3Tu GopMbl He coxXpaHuiIKch. [1o aHamoruu ¢ coBpeMeHHbIMU
BHUPYCaMH, MOXHO MPEAINOI0KHUTh, YTO 3TO ObLIa HekoTopas ¢popma noasmwxHoi PHK win JTHK,
— FeHHBbIN MaTepual, TOMEIIEHHBIN B O€JIKOBBINM KOHTelHep (aHanor karcuabl). [1o anamoruu ¢
COBPEMEHHBIMHU BUPYCAMH, KOJIUPYIOLUIUMU IOJMMEPA3bl, MOKHO IIPEANIOIOKHUTH, YTO 3TH
3JIEMEHTBI KOAMPOBAIIM TpaHCIUpyoliee yecTpoiicTBo. O01aaHie COOCTBEHHBIM TPAHCIATOPOM
OBLIIO OJTHUM U3 YCIOBHH ycriexa napasuTHUECKON CTpaTeruu B yCIOBUSIX, KOTJIa OpraHU3MBI
Pa3HUIIMCH TUIIOM 33JI€HCTBOBAHHBIX TPAHCIATOPOB, U IOTOMY KOAUPOBAJIH HACIIEACTBEHHYIO
MH(}OPMALIMIO B Pa3HBIX T€HETUUYECKUX KOAAaX. ITH (POPMBI MTOABHKHBIX T€HETUYECKUX
3JIEMEHTOB HE KOJAWPOBAIM MOJUMEPa3bl, IOTOMY YTO MOJIEKYJISIpHbIE IPUCIIOCOOIEHUS 3TOTO
THIIa BO3HUKIIU NO3HEe. BEpoATHO, OHM MCTOIB30BANIN AlTATUTOBBIE KPUCTAJLIBI KIETKH,
CIIy’KUBILIEH 00BEKTOM MapasuTH3Ma, AJIsi KOMPOBaHUs cBOMX reHoB. [Tocie mosBienus
MIOJIMMEPA3 U YIIPa3IHEHHUs TEXHOJIOIMU KOIIMPOBAHMS T€HOB CTEMIIMHIOM, KaK MOPAJIbLHO
ycTapeBIIe, 3TH (JOpMbI OJIBHUKHBIX T€HETUUECKHUX 3JIEMEHTOB JOJDKHBI ObUIM MCUE3HYTh WIIN
BHJIOU3MEHUTHCS.

Bo3nukHoBeHHE HOBOM (hOpMBI apa3uTU3Ma — MOJBM)KHBIX T€HETUYECKHUX 3JIEMEHTOB,
HCIIOJIB3YIONINX OENIKH, CTAJIO pe3yJIbTaToOM Mporpecca TEXHOIOrHuH TpaHcasauuu. [lostomy
BO3HUKHYTh 10100HbIE (HOPMBI Tapa3uTU3Ma JIOJKHBI OBLIIH B CPEJIe OPraHU3MOB,
MIPOM3BOIUBIINX OEJKU HAaUBBICILIErO KayecTBa. TeM caMbIM, BO3HUKIINE Mapa3uThl ObLIN
OCHAILICHBI HAUJTY4YIIUM U3 TPAHCIATOPOB, CYLIECTBOBABIINX Ha TOT MOMEHT. BeposTHO, KIETKH
OpPraHU3MOB, Ha KOTOPBIX Mapa3UTUPOBAIIU U B CPE/I€ KOTOPHIX BO3HUKIIU 00CYyX1aeMble (OPMBI
napasuTU3Ma, CaMH coJiepKayiu 6osiee OHOro TpaHcasTopa. OnHaKO KOJUPOBAHUS JIUIIb
OJIHOTO M3 HAJIMYECTBYIOIIUX TPAHCIATOPOB OBLIO AOCTATOYHO I YCIIEIIHOM Mapa3uTHYeCKon
CTPaTETHH.

JlanpHeiee o4eBUIHO. 3apaxasi pa3IuYHbIe TPYIIIbl OPraHU3MOB, HOBOSIBJICHHBIE TTAPa3UThI
pacIpoCTpaHUIIU CPEIN HUX HOBBIN TpaHCiATOp. OObEKThI Mapa3uTu3Ma 00J1aaaIu
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TPAHCIATOPAMH, TEXHUYECKU YCTYMAIOIIMMU HOBOIIPUOOPETEHHOMY, UCTIONIB3YIOIIMMU UHBIE
reHeTHYEeCKUE KOoAblL. [[0CKONBbKY MapasuTsl CHAPSAKAIKUCh JIUIIb OAHUM TPAHCISATOPOM,
BO3HUKAIOILAsl CUTYallUsl, KaK pa3bsiCHEHO BbIIIE, OKa3bIBAJIaCh HECTAOMIbHOW. OpraHu3Msl,
HOJy4YMBILIME B 00JIa/laHUe TPAHCIIATOP HOBEMIIEro o0pasia, B MOCIEAYIOLIEH IBOIIOLUH
CJICZIOBAJIM HAIllEMy BTOPOMY ClieHapuio. MICXOHbIe TPAHCIATOPHI OPTraHU3MOB ObLTH YTPAaUyeHBI,
a KogupyeMble UMU OeJIKH ObLIIM 3aMEHEHbI HOBBIMU, JTyulllero kadectsa. HoBeimii
TPaHCIATOP, MOIYYUB BCEOOIIEe pacpoCTpaHEHUE, OKA3AJICS €IMHCTBEHHBIM
IpUCIOCOOIEHUEM TaKOT0 POJia, U CKOPOCTh €0 3BOJIIOLUH 3aMEUINIACh.

3akioyaromnias B cebe mapajokc jgerena o kopadne Teces, nepeckazannas [Imyrapxom, B
HOBOE BpeMs o0cyxanachk Takxke ['066com n Jlokkom. [IxoH JIOKK, Kak U3BECTHO, Pa3MBbILIUISIT
0 CHOILIICHHOM JIFOOMMOM HOCKE, B KOeM 00pa3oBaiack mpopexa. MOKHO JIM CYUTATh HOCOK TEM
K€ CaMbIM HOCKOM I10CJI€ IUTOINKH, KOTAa JbIpa 3aeiaHa? byier Jin HOCOK TeéM K€ HOCKOM,
€CJIN 110CJIE MHOTOKPATHBIX IITONOK CTapble HUTKHU MOJHOCTBIO 3aMEHUTh HOBBIMU? OcTaéres
JIOTraJIbIBaThCS, KaK BBIIICHA3BAHHBIA MBICIUTENb OTHECCS OBl K IIPEUIOKEHUI0 ce0s1 caMoé
yIoJ0OUTh BBIILIEO3HAUEHHOMY HOCKY.

Ob6parumcs ewé pa3s k ¢punorenernueckomy apeBy PHK manoit cyoweannuis: pudbocomsl,
nomeménHoMy Ha Puc 5-2. B cBeTe m3maraeMpIX MpeCTaBIeHUH 0 BOSHUKHOBEHUH DBOJIIOLIAN U
yHU(DUKALUU IPOLEAYpbl TPAHCISIMY, JuarpaMMa Ha Puc 5-2 MokeT ObITh HCTOJIKOBaHA KaK
OTpaKE€HHE UCTOPHHU pacceieHus pUOOCOMBI (M TPAHCIATOPA, BIOCIECICTBHN PA3BUBILETOCS B
pubocomy) U e€ nociueayoux U3MeHeHuil. BO3HUKHYB B OpraHusMe npejika apxeu, reHsl,
koaupytomme pudocomy, TPHK u Bce Hy)kHBIE (haKTOPBI TPAHCISAIUH OBLTH 3aHECEHBI C
napa3uTaMH B OPraHU3MBbI [IPEIKOB UHBIX apXei, a 3aTeM U B OpraHu3Mbl IIpeikoB OakTepuil. B
X0/I€ TIOCTIENYIOIIEH IBOIIOIIMHY COOCTBEHHBIE O€JIKU OPTaHU3MOB, OJIMH 3a APYTUM, 3aMEHSINCh
HOBBIMH, IOJJOOHO CTHUBIINM j0ckaM kopaOist Teces. CoOCTBEHHbIE TPAHCIISITOPBI, MEHEE
COBEpUICHHbIE, IOCTENIEHHO UMH YTPauUBAJINCh.

AHanorus ¢ ITONaHHBIM HOCKOM JIy4llle IEPENaET XapaKTep CTAHOBJICHUS COBPEMEHHBIX
OpraHM3MOB, HEXEJIU JereHaa o kopabdise Teces. HoBble 10cku, UCIIOb3yEMbIE B PEMOHTE
KopabJisi, ObLIM TOUHON KOMMEN yTpauMBaeMbIX, TOI1a KaK HOBbIE OEJIKHU, IPOU3BOANMBIE
pubOCOMOM, 3aMEHSIIN MECTO MPEKHUX MOCKOIBKY OTJIMYAJINCH OT HUX B JIyYIIYIO CTOPOHY.
HuTky B mITONKE TOKE MOTYT OTINYATHCA OT UCXOIHBIX U COCTaBOM, U 1IBETOM. OHU MOTyT
0Ka3aThCsl MPOYHEE, MHBIM MOKET OBITh CaMblil CIIOCO0 CIUIETEHUS UX B 00pazyemoil TkaHu. Tak
WM MHAa4Ye, Mbl HE MO’KEM Ha3bIBaTh OaKTEpUU OAKTEPHUSIMU HE BIajasi B MapajjoKc.
@uiioreHeTn4ecKoe ApeBo pUOOCOMBI CIYKUT WILTIOCTpaLel HICTOPUH PAa3BUTHS U PACCETCHUS
prbocombl. PuoreHeTHYECKUE JePEBbs, TOCTPOECHHBIE TS pa3IMUHBIX OeTKOB, pudOoCcoMOi
CUHTE3UPYEMBIX, OTPAXKaIOT €€ k€. Mbl, BEpOSITHO, HUKOI'/1a HE M Y3HaeM, U3 KaKiX OeJIKOB
JIeNTaJICh OPTaHU3MBbI 10 HACTYIUIEHUS 3Pbl, KOTOPYIO MOKHO Ha3BaTh «TPUyMQallbHbIM
[IECTBUEM PHUOOCOMBI».

EnnnoobOpa3ue TpaHCIMPYIOLIEro yCTPOUCTBA, HACTYIHBILEE 1TOCIE «TPUyM}aabHOro
IIECTBUSI pUOOCOMBI», CO3/aJI0 MPEANOCHUIKH JUIs €1I€ OAHOTO SBJICHUS: TOPU30HTATBHOIO
nepeHoca reHoB, KOJUpyoux Oenku. BBuay crpemurenbHOro pacceneHus pudocoMsl,
OpraHu3Mbl (PUIOTeHEeTHYECKU ylal€HHbIE, paHEee HCIIO0Ib30BaBIINE Pa3HbIE TPAHCISTOPHI C
pa3IMyYarOMMUCS KOJAaMHU, TIOJTYyYHIA BO3MOXKHOCTh TPAHCIIMPOBATh IE€HBI APYT APYyTa.
CnocoOHOCTh 003aBECTHCH HOBBIM F€HOM U YCIIEUTHO €ro TPaHCINPOBaTh, BEPOSITHO, cTaja
BA)XHBIM [TPEUMYIIIECTBOM, OJHUM U3 (PaKTOPOB 0TOOPA, B CBOIO OUYEPEb CIIOCOOCTBYIOIIAS
JaIbHENUIIEMY paclpOCTpaHEHHIO puOOCcOMBbL. IMEHHO ¢ rOpU30HTaIbHBIM IEPEHOCOM T€HOB U
CllelyeT, BUIMMO, CBA3BIBAaTh (DAKT YHUBEPCATHLHOCTH F€HETUYECKOTO KOJJa pUOOCOMBI.
EnunHCTBO KO/1a COCTABISAET OJJHO U3 YCIOBUHM YCIENIHOIO 3aMMCTBOBaHUS TeHOB. [loaToMy B
XO0JI€ TIOCTIEAYIOIIEH PBOJIIOIIMH KOJI HE MEHSJICS, MJIU )K€ N3MEHEHUS IPOUCXOANIIN CUHXPOHHO,
BO BCEX COCYIIECTBYIOUIUX IPyMIax OpraHu3MOB, BOBJICUEHHBIX B 0OMEH T€HaMHU.

[Ipennomnoxenue o CBA3U eIMHO00pa3usi FEHETUYECKOT0 KOJIa C TOPU30HTAIbHBI IEPEHOCOM
TEHOB COTJIaCyeTCs TaKXkKe ¢ TeM (aKTOM, YTO HEKaHOHMYECKHE KOJJOHBI 4aCTO OOHAPYKUBAIOTCS
y OpraHei — MUTOXOH/IPUH, THAPOT€HOCOM M XJIOPOIIacToB, Puc 5-6. Y craHOBIIEHO, YTO 3TH
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OpraHeyIbl UMEIOT YHI0CUMOMOTHYECKOE TPOUCXOXKACHNE. MUTOXOHAPUH U THIPOTEHOCOMBI
ABJISIFOTCS TIOTOMKaMH OaKTepUH, IPEAIOI0KHUTENBHO, POJCTBEHHOW PUKKETCHUSM, a
XJIOPOIIIACTHI MTPOUCXOAT OT HaHoOakTepuil. s s3HIOCUMMONOHTA, KJIETKU OaKTepuH,
oOuTaBILell BHYTPH KJIETKU 3YKapHOTa, IPOLlecC 0OMEHA T'eéHaMM € OCTaJIbHBIMU OaKTEpUsIMU
ObL1 3aTpynHEH. KieTka X0341Ha peoCcTaBisiia JOMOIHUTEIbHYIO 3alllUTy OT
Napa3uTUPOBABIINX HA OAKTEPUSAX MTOJBUKHBIX T€HETHUECKUX IEMEHTOB ((paros, I1a3Mu] UK
UHBIX (hOpM, 10 HaIIEro BpeMEHH He COXpaHHUBIIUXCs). B pe3ysbrare mpoiecc cTaHOBICHHUS
TEHETHYECKOTO KOJIa B HUX OCYLIECTBIIIICS C HEKOTOPBIM OIO3JaHUEM, U 3aMEHa IPEKHETO
c1oco0a MHULMUPOBAHUS U MPEPBIBAHUS TPAHCISALUN HOBBIM OCYILECTBIISLIACH HE COBCEM TakK,
KaK y ocTallbHbIX OakTepuil. Eciu BbIckazaHHOE MpenoioKeH!e BEPHO, TOT1a BOSHUKHOBEHUE
9YKapHOTOB JOJDKHO OBUIO MPEANIECTBOBATH MOSIBICHUIO COBPEMEHHON BEPCUH YHHBEPCAIBHOTO
TEHETHUYECKOT 0 KOJA.

OnHa 13 0COOEHHOCTEN IBONIOIMHU MPU HATTMYUH JIUIIb OJJHOTO TPAHCIATOPA, KaK
OTMEYAJIOCh BBIIIE, COCTOUT B 3aMEJICHUH DBOJIIOLIUU CaMOro TpaHciasaTopa. BeposTHo,
3BOJTIOLUS pEOOCOMBI 3aMeUINIIACH TTOCTIE TOT0, KAK OHA IOJIy4YHJIa IOBCEMECTHOE
pacripocTpaHenue. B urore pubocoma, npeodpazoBapilasi MUp, HalIOJHHUBILAS €TO
MHOTOpPa3INYHBIMU OEJIKOBBIMU MOJIEKYJISIPHBIMHU YCTPOHCTBAMU HENPEB30MIEHHOTO
COBEpILEHCTBA U U3SIIECTBA, CaMa MaJlo U3MEHMJIACh CO BPEMEH, Koria OeIKU MPOU3BOAMINCH
NPUMUTHBHBIME TPaHCIATOpaMHU. MOHCTPYO3HBIN 00MK prOocombl — xutpociuieterns PHK,
UHKPYCTUPOBAaHHBIE TYT U TaM HEOOJIBIIMMH MOJIEKYJIaMH OEJIKOB, — BEPOSITHO, TAET
IIPEACTABJIEHUE O TOM, KaK BBIIVISIEII TUIINYHBIE MOJIEKYIISIPHBIE YCTPOMCTBA, IPOU3BOJUMBIE C
MCII0JIb30BaHUEM IIPUMUTUBHBIX TPAHCISATOPOB.

5.5.5.4. MunuaTwopusauus TPAHCJIATOPOB.

J3aiiH TpaHCIMPYIOLIETrO YCTPOKUCTBA, B BUJE allaTUTOBOr0 KPUCTAILIA C PACIIPABICHHOM B
HEM MoJiekynoit ogHouenodyedHor PHK, 611 HECKOIBKO TPOMO3IKUM, TOCKOJIBKY JTHHA
MCIIOJIb3YEMOT0 KPUCTAJIIA JIOJKHA ObLTa COOTBETCTBOBATH JITTMHE TPAHCIUPYEMOU MOJICKYJIe
MPHK. B paznene 5.7 nokaszaHo, 4To Ha onpeeEHHON CTaIuy IBOIOIMN OpraHu3MaMu ObLI
OCBOCH IIeJICHANPABIIEHHBIN CHHTE3 COOCTBEHHBIX allaTUTOBBIX KPUCTAIIJIOB. SIBJIEHUE 3TO MBI
OyZeM Ha3bIBaTh BEpUTOHOIIEHUEM. BerieicTBUE BEpUTOHOIIEHHS pa3Mep KPUCTalIa-OCHOBBI
CTaHOBUTCS OJIHUM U3 peraroumx (Gakropos ot0opa. BBuy HE00X0AUMOCTH OJHOBPEMEHHO
TPaHCIUPOBATH OOJBIIOE KOTUYECTBO OETKOB, KaK TO MMEET MECTO B COBPEMEHHBIX OpraHU3MaXx,
COOOpakKeHHSI IKOHOMHH BEIIECTBA, KOTOpoe J{apBUH HeTapoM Ha3bIBaJ «CTOJIb [ICHHBIM
U3BECTKOBBIM (ocaTom» BKyIe ¢ HEOOXOIMMOCTHIO YMEHBIIUTH OO 00bEM, 3aHUMAEMBbIN
TPAHCIISATOPAMHU, JOJKHBI ObUTH MPUBOIUTH K MOSBICHUIO MOJIEKYJISIPHBIX YCTPOMCTB,
BBITIOJHSBIINX T€ k€ (YHKIIUU, HO MEHBINIUX pazMepoB. M Hade roBops, 1u3aitH
TPAHCIUPYIOILIETO YCTPOUCTBA JIOJDKEH ObLT SBOTIOIIMOHUPOBATH B HAITPABICHUHT
MUHHATIOPU3ALUH.

Ucxonnpiit qu3aiin, koraa mosekyna MPHK (unu e€ ananor) ¢pukcupoBana B OCHOBE, a
pubosumbl (ananoru TPHK) «npumiBapToBBIBarOTCS» aHTUKOAOHAMH K PA3TUYHBIM y4acTKaM
MPHK (kxomonam), 6611 3aMEHEH HOBBIM, TTOJI00HBIM COBPEMEHHOMY, B KOTOPOM MOJIEKYJIa
MPHK nponéprusanace uepes tpancistop. Takoil nn3aifH O3BOJIMI MHOIOKPAaTHO YMEHBIINUTh
WCITOJTB3YEMBIN allaTUTOBBIN KPUCTAJLT, IPUOJIM3UB €ro pa3Mephl K pa3MepaM 3aJ1eiCTBOBAaHHBIX
B TPAHCIISAIUU pUOO3HMOB.

BeposiTHO, ydacTByroIre B TPaHCISIITUU pUOO3UMBI PACTIONAralIuCh ¢ IBYX CTOPOH
HCIIOJIb3yEMOT0 MUHUATIOPHOrO KpUcTaJlla. B X01€ fanbHENIIero yMeHbIIEHUS Pa3MEPOB
KpHUCTaJUIa, KOTJa OH PEAYIIMPOBAICS JI0 «TOPCTKU aTOMOBY, pHOO3HMBI IO 00EUM €ro CTOpOHaM
COIIUTHCh BOEAMHO, 00pa30BaB JIBe CYOBEAMHHIIBI COBpEMEHHOM prbocoMbl. HarmomHumMm,
pubocoMa JUCCOIMUPYET Ha JBE CyOBEAMHUIIBI, €CITH KOHIIEHTPAIUs KaTHOHOB Mg2+ B
pacTBOpE HENOCTATOYHO BeluKa. [10 Bcell BUAMMOCTH, HECKOJIBKO KaTHOHOB Mgz+,
YACPKUBAIOIINE IBE CYOBEAMHUIIBI BMECTE, — ATO BCE, YTO OCTAIOCH OT allaTUTOBOTO
KpHUCTaJUIa, HEKOTJJa CIIYKUBIIEr0 OCHOBOU MPU TPaHCIISIIIUU.

107



5.6. Bo3HMKHOBEHNEe MeMbpaHbl U MOGUIbHbLIX FEHETUYECKUX 3J1IEMEHTOB.

It seems difficult (if not impossible) to imagine the early
development of an elaborated metabolism in the absence of
cellular confinement.

Patrick Forterre

CreMIUHT — 3TO NPOLECC CUHTE3A OJUHYKICOTHIOB, OCYILECTBIISIEMBIN HA TIOBEPXHOCTH
Kkpucrauios anarurta. [Ipu BozHukHOBeHnu Mupa PHK 1 Ha panHux 3Tamax ero pa3BuTus 3TOT
IpOILeCcC MOT OBITh OPraHM30BaH Kak cuHTe3 aByxuenodeynoir PHK u3 Mononykieotnaos de
novo mim kak perumkanusa PHK ¢ ucnons3oBaHneM MOHOHYKIIEOTHAOB U OJHOLIETIOYEYHON
PHK-matpuusl. B 000ux ciyyasx HakoljaeHHe MPOIyKTa PeaKkLui MOIJIO IPUBECTH K
00BOJIAKMBAHUIO KPUCTAILIA, UCIIOJIB3YEMOIO B KAUE€CTBE OCHOBBI, IOJIMMEPHON IIIIEHKOH,
cocrosimert 3 PHK wiu e€ agnykros. Takast mui€Hka 10mkHa OBITH TPOHUIIAEMOM TSI MOJIEKYIT
BO/JIbI, PACTBOPEHHBIX B HEW HEOPraHMUECKUX MOHOB U HEOONIBIINX MOJIeKyN. OHAaKO OHa MOTJIa
0Ka3aThCsl HENPOHULIAEMOM JJIs1 KAKMX-TO PACTBOPUMBIX B BOJIE€ IPOAYKTOB MOJIEKYJIIPHOIO
metabonu3ma. B mociennem ciaydae noj mi¢HKy OCMOTUYECKHM JaBlICHHEM JJOJDKHA Obliia
HarHeTaTbCs BOJA, U IUIEHKA B3 yBalach My3bIpéM ¢ 00pa3oBaHUEM BHYTPEHHETO IPOCTPAHCTBA,
OTBEIUHEHHOTO OT BHELIHEN cpenbl. [locTenenHoe HakomIeHue METabOoIUTOB JOJIKHO OBLIO
IIPUBOJUTH K JaJbHENIIEMY BO3PACTaHUI OCMOTHYECKOro AasiieHus. [1o noctmxenun
OINpeAeIEHHOr0 KPUTUYECKOTO JTABIEHUS ITY3bIpb BCKPBIBAJICS U OMIOPOYKHSIICS. BO BHEIIHIOO
cpeny. Conepxanuecs B my3bipe Mosekyisl PHK BbIcBOOOXKJauCh 1Sl KOJOHU3AIMK HOBBIX
KPHCTAJUIOB.

MHOrokpaTHoe NOBTOPEHHUE BBIIIEONMCAHHOTO IPOLECCA, BOZHUKILETO CaMOIIPOU3BOJIBHO,
JIOJDKHO OBLIIO TIPUBECTH K BHIPAOOTKE MOJIEKYIISIPHBIX MTPUCIIOCOOICHUHN, PETYIUPYIOMINX
IPOHHUILIAEMOCTh MEMOPAHBI, IIUTEIbHOCTh UKIA U T.II. UepeioBaHUEe B3AYTHI U pa3pbIBOB
N0J0OHOTO TTY3bIPSl MOTJIO B MIPOIIECCE IBOIOIHUHU TIOCTETIEHHO CAETATHCS TEM, UYTO YK€ MOKHO
Ha3BaTh KU3HEHHBIM LIUKIIOM, CPOJHH )KU3HEHHOMY LIMKIIy COBPEMEHHBIX BUPYCOB.

C nosiBjieHHEeM MPUMHUTHUBHON MeMOpaHbl, OrOpakKMBAIOIIEH NCIIOJIb3YEMBIH JUIsl pEIUIMKALMH
KpHUCTaJIJ alaTuTa, NOSABISAETCS BO3MOXKHOCTD JEJIEHUS PEIUTUIUPYIOIUXCS puOO3UMOB Ha
«CBOUX» U «UYXHUX». «CBON» CTAaHOBSTCS CUMOMOHTaMH, OOBEANHSISICh Pl CHHTE3a HOBBIX
HYKJIEOTHJIOB C MOCJIEIYIOIIMM HCIIOJIB30BAHUEM UX JUIsl BOCIIPOU3BOJICTBA MYTEM PEIITMKALUN
PHK. B nocnenyromiem, Takue MOJIEKYJIbI TOJKHBI ObLIIN CO3/1aTh O0Jiee WM MEHEE YCTONUNBbIE
o0beIMHEeHUs, Beylue 0oJiee iu MeHee 0CEUIbIi 00pa3 ku3Hu. Cpean «UyXKUX» TeM
BPEMEHEM MOTJIM CPOPMUPOBATHCA PUOO3HUMBI, HE OOpeMEHsBILNE ce0st 3a00TaMH O CUHTE3€
HYKJICOTH/I0B, COBEPIICHCTBOBABILHUECS B HCKYCCTBE 0mMobedams Hauepamulocky. Moriau
BO3HUKHYTh U MOJABH)XHbIE T€HETHUECKHE AJIEMEHTHI, BCTYNAaBIINE B CHMOMOTHYECKHE
B3aMMOOTHOIIEHUS C «OCENTIBIMUY OOUTATENSIMU OThEIMHEHHBIX MEMOPAHOI IPOCTPAHCTB.

B nocnenyromieit 3Bostoiny 00beAMHEHNS «OCEIIIBIX) MOJIEKYJI, OTTOPAXKUBAIOIINXCS
HOJYIPOHHUIIaeMO MEMOPaHOI OT BHEIIHETO MHpa, MOTJIM Pa3BUThCA B KIETOUHBIE (POPMBI
#u3HU. [IpumutuBHBIe MeMOpansl, coctosume u3 PHK niu PHK-aanykToB, Op111 mocTeneHHO
3aMeHEeHbI Ha MeMOpaHbl COBpeMEHHbIX KeToK. Tem He menee, PHK-ayKThl UM UX peTUKTHI
MOTJIM COXPAaHUThCS B MeMOpaHax coBpeMeHHBIX KieTok. [Totomku noasmxkubix popm PHK,
Napa3sUTUPYIOIUX HA 00BbEAMHEHUSIX «OCEIBIX» MOJIEKYJT MJIM BCTYMABIIUX C HUMHU B
CUMOMOTHYECKHE B3aUMOOTHOILEHUS, MOTJIM COXPAHUTHCSA J0 HAIIKX JHENH KaKk MOOMIIbHBIE
reHeTHYecKue 3JeMeHThl. Hike npuBoasaTes cBeaenus o coaepxanux ¢pparmentsl PHK
MoOJIEKyJax B MeMOpaHe OaKkTepuii, BO3SMOXKHO, TPEICTABIISIIOIINX COOOM PETUKTHI IPEBHEHIIINX
MeMOpaH, a TakXke HEKOTOpbIe JaHHbIe 00 HHTPOHAX rpymmnsl | ¥ rpynmsl || B reHomax 6aktepwit,
BEPOSITHO, MMPOUCXOSIINX OT MOOMITBHBIX T€HETUIECKUX AIeMeHTOB n3 mupa PHK.
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5.6.1. Xonanouasl 6akTepuaIbHbIX MeMOpaH.

B coBpeMennbIx opranusmax Bxoxaenue pparmenToB PHK B kineTounyio memOpany
OIKCAHO TOJBKO I OAKTEPHiA, ¥ TOJBKO B BUJC XonaHoua0B. Xonanouaamu (hopanoids)
HA3bIBAIOT HEOOBIYHBIN KIIACC MOMUIMKIMYECKUX TUMUAOB (TOYHEE, MEHTAIIMKINYECKUX
TPUTEPIIEHOUIOB), TPOU3BOAUMBIX HEKOTOPHIMHU OaKTEpUsSMU (TJIaBHBIM 00pazoM -
proteobacteria). ITo cTpykType OHM HAIIOMHHAIOT CTEPOJIbI, UTPAOIIHNE BAKHYIO POJIb B
pEryJIMpOBaHUH CBOMCTB MEMOpaH dYKaproOTOB, HO UMEIOT Ha OJHO KOJIbIIo Ooubiie, Puc 5-11.

Cholesterol Diplopterol

Puc 5-11. CpaBHeHHe CTPYKTYpHI XONAaHOUOB (Ha IpUMepe AUIUIONTEPOa, CIIpaBa) U CTEPOJIOB (Ha mpuMepe
XOJIecTepuHa, CIeBa).

@OyHKIMM XOMaHOMUIOB B KJIETKax OakTepuil (1o kpaiiHell Mepe, Te, YTO U3BECTHBI) TaKXKe
aHAJIOTUYHBI (DYHKIMAM CTEPOJIOB HYKapHOTOB. Il10cKre MOJIEKy bl XONIAaHOUI0B BCTPaUBaIOTCS
MEX1y MOJIEKYJIaMU OMJIMIIUAHOTO CJIOS KJIETOYHONM MEMOpaHbl, PEryaupys UX cTaOUIIbHOCTD,
MIPOHMIIAEMOCTh M MEXaHUYECKHE CBOMCTBA, [673]. BbiaeeHHbIC U3 pa3IMYHbIX OaKTepuid
XOIMaHOUABI OOHAPYKUBAIOT HEOOBIYAWHYIO BAPHATUBHOCTD B CTPOCHUH OOKOBOM 1enu. XOoTs
HOPUYHMHBI U (PU3NOJOTHUECKUE 3HAUCHUE ATUX OTJIMYMNA IIOKA HE OBLIN MOHATHI, UX UCIIOIb3YIOT
B KauecTBe OMOMapKepoB OMOJIOrMYECKON aKTUBHOCTU OakTepuid, [674].

XomaHou bl OOHAPYKUBAIOT HEOOBIYAHYI0 YCTOWYMBOCTD K BO3/ICHCTBUIO 11I€T0YEH, KUCIOT
U BBICOKOH TemrnepaTypbl. OHM HE pa3iaraloTcsi U COXPaHSAI0TCA B OCaI0UYHBIX MTOPOAAX, U ITO
MO3BOJISIET UCTIOJIb30BATh XOMAHOU/IbI B KaUeCTBE OMOMAPKEPOB JKU3HEACATEIbHOCTH OaKTepHid
B BbIMepiInx 6uorax. [lInpokyro n3BECTHOCTH MpHOOpENo 0OHApYKEHHUE XOMIaHOMUIOB B CJIaHIaX
apxeiickoro kpatona Pilbara B Actpasuu, Bo3pactom 2700 MiTH. JierT.

B 1985 r. aBTopsI [675] BeIACTWIN U3 TypITypHOH HecepHOi Oakrepun Rhodopseudomonas
acidophila HeoObIuHBII XOMaHOM T — aJeHO3MIXOMNaH, Puc 5-12.

Puc 5-12. AgeHo3nixomnad.

3arem B pabote [11] 6bUT0 BBICKA3aHO MPENONI0KEHNE, YTO TaHHOE COEAMHEHUE MPEICTABIAET
co0oit penukt mupa PHK. Kak nonarator aBropsl, pparmentsl PHK, koBasieHTHO cBS3aHHBIE C
TEpIIeHOUIAMHU, 00Pa30BBIBAIM MOJSPHYIO YacTh aMPUPHIBHBIX JTUIUIHBIX MEMOpaH
JIpEeBHEUIINX OpraHu3MoB. BepHa 3Ta rumnoresa uiu HeT, CyAUTb TPYJIHO, OJTHAKO CPAaBHUTEIHHO
HEeJaBHO B paboTte [676] 0110 0OHAPYXKEHO KOCBEHHOE €€ TIOTBEPKICHIE — OBLIIO TOKA3aHo,
YTO aJICHO3UJIXOMAH JIEUCTBUTENBHO SBJSIETCS OUE€Hb JPEBHUM COEIMHEHUEM, UMEBIIUMCS yXKE B
o011eM npeake Bcex OakTepuit.

109



ABTOpEHI [676] HccnenoBamy MeXaHu3M 00pa3oBaHUsl OOKOBOI 1IeTIH XOMAHOUIOB B
Oaktepusix. My ObUTM MIEHTH(PHUIIMPOBAHBI T€HBI, OTBETCTBEHHBIC 3a TICPBBIC JIBE CTAMU ITOTO
npoiiecca B 6aktepun Metilobacterium extorquens. Co3iaBasi HCKYCCTBCHHbBIC MyTaIlUH B
reHOMe OaKTepUH M aHATU3UPYS U3MECHEHUS B MEeTa0O0JIM3Me, aBTOPhI YCTAHOBHJIH, YTO CHaYasa
JTUTUIONTEH COSAMHSIETCS C S-aIEHO3MIMETHOHMHOM C 00pa30BaHUEM aJCHO3HMIXOIAHA, a 3aTeM
UMEET MECTO OTIICIUICHHE aJICHUHA OT aJIeHO3MIXomnana, Puc 5-13.

Hanee, mpoBens GUIOTEHETUYESCKHUI aHATN3 OTOXKIECTBICHHBIX T€HOB, OTBETCTBEHHBIX 32
o0pa3oBaHue OOKOBOII IIENM XOMaHOU OB, aBTOPHI MPHIIUTH K BBIBOY, YTO MPEIOKEHHBIH MU
MexaHu3M yHuBepcayieH. O6pa3oBaHre OOKOBOM LIENH BO BCEX OAKTEPUAX BKIIOYACT
aJICHO3WIIXOMAH KaK MPOMEXKYTOYHOE COCTUHEHHE, C TTOCIICTYIOIIUM OTIICIUICHUEM aJICHUHA.
NuauBuayanbHble 0COOCHHOCTH OOKOBOH IIETIH XOMMAHOWIOB U3 PA3IMYHBIX OaKTepuit
npuoOperaroTcsi Ha Ooiie mo3aHuX craausx. CorllacHO aBTOpaM, YHUBEPCAIBHOCTh MEXaHU3Ma
CBUJICTEILCTBYET, YTO a/ICHO3UIXONAaH HECOMHEHHO IPUCYTCTBOBAJ B OPTaHU3ME OOIIEro
npejKa Bcex OaKkTepui.

bacteriohopanetetrol bacteriohopanetetrol cyclitol ether

Puc 5-13. [epBble aBe cTaanu OHOCHHTE3a GOKOBOM LIEMH XOMaHOUIOB: (hepMeHT, 0003HaYeHHbIN Kak hpnH
MPUCOETUHSCT S-aJeHO3MIMETHOHNH K JUIUIONTEHY ¢ 00pa30BaHHEM aIeHO3MIXOMAaHa. 3aTeM aJIeHUH ylaJsieTcs
bepmentom hpnG. U3 pabomwi [676].
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JIpeBHOCTB aJIEHO3MIIXOIMAHA COIIACYETCS C MIPEAIIONIOKEHUEM aBTOpoB [11] o Tom, uTo
MeMOpaHBbI IPEBHEHIITUX OPTaHU3MOB cocTosin U3 anaykToB PHK u TeprienonoB. BaxHo
OTMETHTb, YTO COTJIACHO Pa3BUBACMbIM HAaMU IOJIOKEHUSIM, H3HAYAIIBHO, 3Ta MEMOpaHa He
00pa3oBbIBajla MULIEJIJIBI — OHa 00BOJIAKMBAJIa KPUCTAILI allaTUTA.

[IpucyrcTBUE X0MaHOUOB B MeMOpaHax OakTepuil U OTCYTCTBHE X B MeMOpaHax apxel —
9TO JIMLIb O/IMH U3 MHOTUX IPUMEPOB OTJIMYMIA B CTPOCHUH JIMIINIOB B MEMOpaHax apxeu ot
JUMUAJOB B MeMOpaHax OakTepuil U 3yKaprOTOB. DTH OTJIUYHUS PACCMATPUBAIOTCS KaK MPU3HAK
PAHHEro PacX0XKICHUs IBOJIOLMOHHBIX OPOUT apxeil n 6akTepuid, emeé 10 MOSIBICHUS Y HUX
COBpPEMEHHBIX MeMOpaH, [777-779]. B cBeTe Mo0oKEeHHIA, N3TI0’KEHHBIX BHIIIE, B pasjene 5.4,
COOTHOCSIILIMX BO3HUKHOBEHUE MPEJIKOB OaKTepUil C BOSHUKHOBEHUEM HOBOT'O THIIA KU3HEHHBIX
IIUKJIOB, OCHOBAHHOT'O Ha YepEeIOBAaHUH TPAHCKPHUIILUU U 00PaTHON TPAHCKPHUIIIIUH, OTIHYHUS B
CTPOEHUU JIMIIMJIHBIX MeMOpaH apxel 1 9ykapuoToB o3HauaroT, yto JJHK Bo3Hukia emeé no
HOSIBIICHHSI COBPEMEHHBIX KJIETOUYHBIX MeMOpaH. Ctoins panHee Bo3HUKHOBeHHE [IHK
COIIACYETCs C BBICKa3aHHBIM HAMM paHee NPEATION0KEHUEM, YTO BOCCTAHOBIICHHUE
PUOOHYKIIEOTHIOB 10 A€30KCUPHOOHYKICOTHIOB OCYIIECTBIISIIOCH C UCIOIB30BaHUEM
KaTaJIUTUYECKON aKTUBHOCTHU anaTUTA.

5.6.2. UuTponsl rpynns! | u rpynnsl || B reaomax npeakoB 6akTepuii.

Homnuws [0ywa mos Tpsanuuxun), kax mvl ¢ moboi
bedcmeosanu, 06edanu HAaWePaAMbIHCKY U KAk 00UH pa3 OblL1o
KOHOUmMep cX8amuji MeHs 34 0POMHUK HO NOB00Y CbeOeHHbIX
NUPOIHCKOB HA cHem 00X0008 a2IUYK020 KOPOos?

Huxonau I'oconw

Cpenu coBpeMeHHBIX MOOMIIBHBIX T€HETUUECKHX 3JIEMEHTOB I10YTH BCE KOAUPYIOT
cOOCTBEHHBIE MTOJINMEPA3Bbl, 32 UCKIIOYEHUEM UHTPOHOB rpynisl |, uHTpoHOB rpynmns! | u
HeOobIIMX MIa3Mu. [Ipu 3ToM X XKHU3HEHHBIE LIUKIIbI, KaK IPaBUJIO, HIMEIOT Majlo 00LIero ¢
JKU3HCHHBIM [UKJIOM X03suHa. Jlo mossienus bona fide monmnmepas, Bocripon3BoaCcTBO
MOOWJIBHBIX T€HETUYECKHUX 3JIEMEHTOB JJOJDKHO OBLIIO OCYIIECTBIATHCS CTEMIIMHIOM XO03SHCKOTO
anatuta. [locneanee mpenmnonaraer, 4To )KM3HEHHBIN IIUKJ IPEBHEUIINX MOOMIIBHBIX
TFeHETUYECKUX 3JIEMEHTOB ObUI TaK MM MHAYe «BCTPOEH» B )KM3HEHHBIN IIMKJI X03suHa. Hike
cZieJlaHa MOMBITKAa MPOMHTEPIPETUPOBATH MOJI TAKUM YTJIOM 3pEHMSI JaHHbIE 00 HHTPOHAX
OaKTepHii, UCX0/1s1 U3 MPENIOI0KEHHsI, CAETAHHOTO paHee (CM Bhllle, pasnen 5.4.1), uro
YKU3HEHHBIM IUKJI IPEJKOB OAKTEpU OCHOBBIBAJICS HA YEpEIOBAaHUU TPAHCKPHUIIMK U 00paTHON
TPAHCKPHUIILIHN.

MHorue coBpeMeHHbIe HUHTPOHBI Ipymbl | 1 rpynmnsl || cogepkaT OTKpBITYIO paMKy
cunthiBanus (ORF), kogupyromiyto 0eskH, KOTOpble COOOIIAI0T UHTPOHAM CBOMCTBO
MoOuIbHOCTU. OJIHAKO BCE U3BECTHBIE MEXAHU3MbI MOOUIIBHOCTH 0053aTE€IBHO UCIOIB3YIOT
xo3s1ckue cucreMsl penapanuu asyxuenodeynoi JIHK. [Tockonbky Takne MEXaHU3MBI HE
MOTJIM (pYHKIIMOHUPOBATH /10 NosBieHus Apyxuenodeunoit JIHK, ux obcyxnenue Oyzaer
OTJIOKEHO 110 pazaena 5.10, B KoTopoM, B YaCTHOCTH, IIPEATIOKEHA MOJENb BOSHUKHOBEHHUS
perutnkanuu JIHK u Moaenb BO3HUKHOBEHHS MEXaHU3MOB MOOMJIBHOCTH Y UHTPOHOB TpyMIIb |
u rpynmsl |1

Humponwt cpynnat |. 3akOHOMEPHOCTH paclpeieeHns MHTPOHOB B FTeHOMax OakTepuid
obcyxmaroTcst B 0030pHOI padote [717]. CoriacHo BRIBOJaM aBTOPOB, B OAKTEPUSIX
OoOHapy’KUBaeTcs JBa KOHTPACTHBIX CEMEWCTBAa MHTPOHOB I'PYIIIBI |: HHTPOHBI
MHKOPIIOPUPOBAHHBIE B XPOMOCOMBI M UHTPOHBI BXOsIIKE B cocTaB (aroB. IHTpOHEI B
XpOMOCOMaXxX HUKOTJIa He NMPEPBIBAIOT MOCIEI0BATENbHOCTE], Koaupyomux oenku. OHU Beeraa
00HapyXHUBAIOTCS B IIOCIIEA0BATENBHOCTX, Koaupyromux yetbipe TPHK, u B ouens peaxux
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ClIydasix — B IOCIIEI0BATEIbHOCTSX, Koaupyromux pudbocomuyio PHK. B npoTHBONOI0KHOCTD
UM, UHTPOHBI ()aroB BCer/ia IpephIBalOT MOCIE0BATENIbHOCTH, KOAUPYIOIINE OCIKH.

Emé omHa 3akOHOMEPHOCTH, 0OHApY)KeHHAas aBTopamiu [717], moaTBepkIaeMasi TAaKxkKe B
0030pe [684], cOCTOUT B TOM, YTO CIIAHCUHT MHTPOHA, HHKOPIIOPUPOBAHHOTO B XPOMOCOMY,
OCYILIECTBIISICTCS [P YUACTHH OEIIKa, KOJUPYEMOTo X03slicKUM reHomMoM. CaMm OeJoK,
CIOCOOCTBYIOILIUH CIUIACUHTY, T.€. MPOSIBIISIFOIINI aKTUBHOCTh MaTypas3bl, MOKET UMETh
pazMyHy0 NpupoAy: pubonykieasa, Tupo3ui-TPHK-cunTerasza, ncnosib3yromniuii 3Hepruto
AT® manepon u ap. Bce oHU KOIUPYIOTCS XO35WCKOI0 XPOMOCOMOM M, TOMUMO CIUJIAaHCHUHTA,
BBITIONHSIOT U IpyrHe (PYHKIMH B KJIETKE. Y HHTPOHOB ()aroB 3aKOHOMEPHOCTH WHAS: OHH
00b19HO coaeprkat ORF, u cruraiicuHr 00BIYHO OCyIIeCTBIIsIETCS OeakoM, koaupyeMmbiMm ORF
TOTO € UHTPOHA.

Emé onna 3akoHOMEpHOCTD, MOIMEUECHHAsi aBTopaMHu [717], cOCTOUT B TOM, YTO UHTPOHBI
rpymnisl | 6akrepuii ¢ ORF, kogupyronmMu caMOHaBOISIINECS SHAOHYKIIEA3bl, 32 PEAKUMHU
UCKJTIOYCHUSIMH, aCCOLUUPYIOTCS ¢ araMu U paccekaroT KOIUPYIOIIHE OCIeI0BATeIbHOCTH
OenkoB. [IpruéMm Juist TaKUX UHTPOHOB XapaKTEPHO BHEJIPEHUE B BHICOKOKOHCEPBATUBHbIC
Yy4aCTKU F'€HOB OEJIKOB, TaK WM MHaYe ydyacTByrommx B Metabonu3me JJHK. MHorna uHTpoHS!,
conepxange ORF, konupyromnyro caMOHaBOISIIYIOCS SHAOHYKIIea3y, pa30nBarOT I'eHbI B
xpomocomax Oakrepuu (a He para). [Ipu 3TOoM pazOuBaeMblii reH Toxe KOaupyeT OesoK,
yuactByromwmii B Merabonusme JTHK (pexomOunaza A, pubonykiieoTr peaykrasa, [780,781].

®eHoMeH BHEAPEHHUSI HHTPOHOB ¢ CAMOHABOSIIUMHUCS SHAOHYKIIEa3aMH B T€HbI OCIIKOB,
yuactByronux B Metabomm3me JJHK, Oynet pazwsacuén manee, B pasaene 5.10. 3mech 310
SBJICHUE YIIOMHHAETCS B LIEJSIX MOJHOTHI U3J10XKeHHs. OcTanbHbIe 1BE 0COOEHHOCTH
pacripeielieHusi HHTPOHOB TPYNIbI | B GaKTepusix MOTYT ObITh TOHSTHI UCXO/IS U3 BBICKa3aHHBIX
HaMU paHee MPEeNoIoKeHU 00 UCIOIb30BaHUH UX MPpU cTeMnuHre (pasznen 5.1.2) u
TpaHcisuu (pazaen 5.5.2).

Cas3p untponoB rpynnsl | ¢ TPHK u pubocomuoit PHK yxe o6cyxaanace Beiie (pazaen
5.5.3). Oro sBIIeHKE, HATOMHKUM, OBLJIO OOBSICHEHO KaK HACJIEANE BPEMEH, KOTJa MHTPOH TPYIIIIbI
| ucrionb3oBaics B TpaHcasuu. [IpeanonoKuTensHO, STOT UHTPOH UCIIONIb30BAIICS AJIs
KaTajii3a peakiuu aMUHOAIMINPOBaHUs (MU 0OpaTHOM €if), IUPKYJIUPYs B IIpoliecce
tpancnauuu mexay TPHK u pubocomnoit PHK. Tam xe, B paznene 5.5.3 BbIckazaHO
MIPEANOI0KEHHE, YTO YIACTBYIOIINE B TPAHCISAIIMK UHTPOHBI TPYIIHI | KOAMPOBATUCH KaK
yuactku reHoB TPHK, 13 koropeix onu 3arem (nocne tpanckpunimu JJHK, mockonabky peds B
JTAHHOM CiTydae HAET O IpeKax 0akTepuil) yaaasiauch ayTociaicuarom. BrocnencTsuu e xe
WHTPOHBI MOTJIM OBITh UCIIOJIb30BAHBI MPEAKAaMU OaKTepUil sl KATAIUTUYECKOTO 00pa3oBaHus
dbochoandGUpPHBIX CBSA3EH MPHU CTEMIIMHTE, TOATOMY KaTaTUTHYECKass aKTUBHOCTh HHTPOHOB
ObL1a coxpaHeHa. (X0Ta UHTPOH TPYIIbI | KaTanu3upyeT pa3nudHble peakiuy, KaTaan3 BCeraa
OCYIIIECTBIISIETCS C UCIIOJIb30BAaHUEM OJIHOTO M TOTO )K€ aKTUBHOI'O LIEHTPA.)

3aKOHOMEPHOCTb, COCTOSIIAsA B TOM, YTO CIJIAHCUHT HHTPOHOB, MHKOPIIOPUPOBAHHBIX B
XPOMOCOMBI OaKTEpUid, OCYIIIECTBIISIETCS C UCMIOJIH30BAHUEM MaTypa3, KOAUPYEMBIX KJIETOUHBIM
reHoMoM (a He ORF uHTpoHa) Toke MmoydaeT pallioHalIbHOE 0OBSICHEHHE B TIPEION0KEHUU 00
WCIIOJIb30BAaHUU UHTPOHOB Ipytibl | mpu cremmnunre. B caMmom jene, MHTPOHBI KOJTUPYIOTCS
KJIETKOM, UCTIOJIB3YIOTCS KJIIETKOM, TEM CaMbIM U CIUTAMCUHT UX CIUTAMCUHT OCYILECTBISETCA B
WHTEpecax KJICTKH, TO3TOMY HET HeOOXOIMMOCTH KoupoBath MaTypa3y B ORF unTpoHAa.

Ji1s 00bsicHEeHUST 0COOCHHOCTSIX MHTPOHOB IpynIbl |, accoruupyromuxcs ¢ ¢paramu,
MIPEAMOIOKHAM, YTO MPEIKH OAKTEPUN CIY>KUITU 00BEKTOM Mapa3uTU3Ma sk KaKUX-TO
MOOUIIBHBIX T€HETHYECKHUX AJIEMEHTOB, MOJ00HBIX COBPEMEHHBIM (araM. HazoBém nx
npomoghazamu. JXN3HEHHBIA TUKI MPOTO(}aros, CKOpee BCero, ObUT OCHOBAH Ha YepeI0BaHUU
TPAHCKPHUIILIUU U OOPATHOM TPAHCKPHIILIUHU, KaK U y UX X035eB. [1o100HO cBOMM XO03sieBaMm,
nportodaru, o KpaiHel Mepe, OJIHY U3 IBYX dTUX PEAKIIUA OCYIIECTBIISIIN CTEMITMHTOM
amaTUTOBOM OCHOBBI. J{JIsl CTEMITMHTA UMH HCIIOJIb30BaJICs X03stiickuii anmatuTt. [Togo6HO
COBpPEMEHHBIM aram, ycIiex 3aXBaTHUUECKON CTpaTeruu MpoTodaroB BO MHOTOM OTIPEIETISIICS
OBICTPOTOI, C KOTOPOW OHM OCYIIECTBIISIIM CBOM KU3HEHHBIN UK. [loaToMy mpeacTaBisercs
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pa3yMHBIM IPEIIOI0KUTh, YTO MPOTO(hArk KOJUPOBATH COOCTBEHHBIN HHTPOH Ipymisl |,
UCIIOJIB3YS €ro NIl KaTAIUTUYECKOTO COEAMHEHUS HYKIEOTHA0B (hochoanrbupHBIMU CBAZSIMU
npu cremnuHre. s yecKopeHus CcIulaliciHTra HHTPOHA OHU, MOJA00HO COBpEMEHHBIM (haram,
KOZMPOBAJIM COOTBETCTBYIOIIYIO MaTypa3y, ognako ORF matypa3sl He Obl1a pacmnosioxeHa
BHYTPH KOJHUPYIOIIEH TOCTIEI0BATEIFHOCTH HHTPOHA. J[Ba MOABMKHBIX TCHETUYECKUX JICMECHTA
— npoTodar ¥ UHTPOH TPYIIIbI | — cOCTOSAIN B CUMOMOTHYECKUX B3aUMOOTHOILICHUSIX: T€H,
KOJMPYIOIIHNA MaTypasy, ObUT HEe0OX0IUM JIJIsl ycIieXa )KU3HEHHOU cTpareruu npotodara,
no3TomMy HeoOxoaumocTtu B pazmenenus ORF matypassl BHyTpu HHTpOHA HE BO3HUKAJIO.
3arem, B X0ZI€ MOCTIEIYIOIIEH SBOIIOLNY, IPEIKNA OAKTEpHil 0TKA3aJIUCh OT CTEMITHHTA,
HOJIHOCTRIO mepeiiis Ha bona fide monumepassl. Benen 3a xo3sieBamu, Ha TIOIMMEpa3bl EPEILTH
u nnporodaru. CHayana OHH MOJIB30BAINCH XO3SHCKIMHU OJIMMEPa3aMH, a 3aTeM 003aBEJINCh
coOCTBEHHBIM HAOOpOM I'e¢HOB, oOecneunBaronmx cuare3 JJHK, npesparusimces B bona fide
¢aros.

C mepexo/10M Ha MoiUMepasbl y3bl SHI0CUMON03a MEX Ty (haraMu 1 UHTPOHAMU TpymIibI |
OBLTH pa3opBaHbl. BeitencTeue 3Toro B oqHUX (parax MHTPOHBI OBLIH YTPaueHBI MTOJHOCTHIO, a B
JIPYTUX UHTPOHBI COXPAHUIIUCH B KAYECTBE Mapa3uToB. JKU3HEHHBIHN LUKI Tapa3uTUPYIOIIEro Ha
¢darax UHTPOHA MOT OBITH OPTAaHU30BAH PA3TMYHBIMH CIIOCOOAMU, U MBI HE CTAaHEM YTIyOISATHCS
B uXx o0cyxnaenue. OHaKo mpu Jr0O0M CrIocobe CaMOBOCIIPOU3BEACHUS APA3UTUPYIOIIHA Ha
¢darax UHTPOH JIOJKEH KOJUPOBAThH COOCTBEHHYIO MaTypa3y. Takum o0pa3oM, MbI TIoJIaraeM,
4TO pa3OuBaroIIKe TeHbl 0JIKOB MHTPOHBI IPYIIILI | 6akTepuii B JeHCTBUTENLHOCTH SBIISIOTCS
napazutamu (aro. [ToaToMmy oHH, Kak nipaBmiio, coaepxar ORF, komupyromnryro Matypasy.

Humponwt epynnot |1. IHTpOHBI JaHHOH TPYIIIBI B 0AKTEPHSIX ACCOMUUPYIOTCS C MOOMITHLHBIMU
dopmamu JIHK, rmaBHbIM 00pazom mmiasmuaamu, [717,782]. MoKHO NPEIIOIOKUTh, YTO paHee
9TH MHTPOHBI IMAPa3UTUPOBAIH HA MIPEIKAX COBPEMEHHBIX TUIA3MH/I, YTO KU3HCHHBIHN IUKII TEX U
JIPYTUX OCHOBBIBAJICS HA YE€PEIOBAHUU TPAHCKPUIIUU U 0OpATHON TPAHCKPUIIIIUH, KaK U Y UX
x03s1eB (mpeaKoB O6akrepuii). JKuzHeHHbIC IUKIIBI Ta3MU] H HHTPOHOB H3MEHHIIUCH TIOCTIE TOTO,
KaK CTEMITUHT Y MPEJKOB OaKTepuil ObLIIO OTMEHEHO, & OCHOBOM KU3HEHHOTO 1IMKJIa CTalla
permukanus JJTHK (oOGcyxnaercs nanee, B pazaene 5.11 ). OnHako )KU3HEHHBIN UK TEX
UHTPOHOB rpynisl ||, KoTopbie KOTUPYIOT COOCTBEHHYIO 00pATHYIO TPAHCKPHUITA3Y, I10-
MPESKHEMY 3aKJTFOYACTCS B YePEAOBAHUH TPAHCKPHUIIIIUU M OOPATHOW TPAHCKPHITIIAN
(obcyxmaercs B Aanee, B paznene 5.11.2).

5.7. O heHOMEHe BepUroHOLIEHUs1 U KOMMPECCUumn reHoB.

['pOMO3AKOCTH KPUCTAIIIOB, HCIIOIB3YEMBIX B
Ka4yecTBE OCHOBBI, TOJDKHA ObLIa CTaTh (PaKTOPOM, HE
TOJILKO OOPEMEHSIONINM MTOBCETHEBHYIO JKU3Hb
JPEBHEHMIINX OPraHu3MOB, HO U CO3JIAIOIIUM
NPEMSATCTBHS K UX YBOJIOIMOHHOMY
COBEpILIEHCTBOBaHMIO. B HacToseM pazaene
MOKa3aHO, YTO MCIIOJIb30BAaHUE CTEMITHHTA IS
00paboTKM HacHIeICTBEHHON HH(DOPMAIIUU IPUBOIUT
K SIBJICHUIO, 3aTPYTHSIONIEMY BOJOIINIO, KOTOPOE
MBI OyJIeM Ha3bIBaTh Komnpeccuel 2enog. Caenanbl
TaK>Ke TOMBITKU OOHAPYKEHUSI TOCJIECTBUI 3TOT0
SIBJICHUS B COBPEMEHHBIX '€HOMaX.

Beliie MBI YCITOBHITMCH HAa3bIBATh JIPY30BHKAMH
OpPraHU3Mbl, CHHTE3UPYIOIIHNX MOJIUHYKICOTHU B
MIOCPEJICTBOM CTEMITHHTa aOMOTEHHBIX KPUCTAJIIOB
anaruta. [IepBble U3 XKUBBIX CYIIECTB, HACEIABIINX HAIIY IJIAHETY, OUEBUAHO, TOJDKHBI OBITh
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OTHECEHBI K 3Toi KaTteropuu. OOUTaIN OHU y BBIXOJIOB F€OTEPMAIbHBIX HCTOUHUKOB,
MOCTaBJIABIIMX UM CBEXHE KpUCTAUIBI anaTuTa. O0Iee Yiucio TaKuX OpraHu3MOB JOJIKHO ObLIO
OIPEIEIATHCA KOJIMYECTBOM IOAXOAAIINX KPUCTAILUIOB. BBUAY Masiol paclpoCTpaHEHHOCTH
arnaTuTa B OTJIOKEHHSIX, XapaKTEPHBIX JJIS BBIXOA0B I€0TE€PM, IIPU OOMIIMU UCTOYHUKOB MUIIHU U
SHEPTUH, HATMYHE 3TOI0 MUHEpaJa paHO MU TMO3HO J0JDKHO OBLIO CTaTh OCHOBHBIM
(bakTOpOM, TUMUTHUPYIOLIUM Pa3Mephl NOMYJIIALUH.

B mporiecce manpHEiIeH YBOIONKH, TIO MEPE COBEPIICHCTBOBAHUS KIETOYHBIX MEMOpaH,
MOHHBIX HACOCOB U MHBIX MOJIEKYJIIPHBIX IPUCIOCOOTIEHUH, TOJKHBI ObLIIM BOZHUKHYTh
OpraHu3Mbl, CIIOCOOHBIE KOHLIEHTPUPOBATh (hocdat KajabIHs U BBIPALMBATh KPUCTAIIIBI allaTUTA
BHYTPUKJIETOYHO. M3HavyalbHO, copep Kalue KpUCTa/UIbl OPTraHU3Mbl MOTVIM BOSHUKHYTh Pagu
JOPYTruX KaKuX-HUOYIb HYXK]] UM BCIIEICTBUE MATOJIOTHH. 3aTeM OBbLIIM OCBOCHBI U ITyTH
UCIOJIb30BAaHUS BHYTPUKJIETOUYHBIX KPUCTAIIIIOB AJ1s1 00pabOTKU HACIEACTBEHHON HH(DOpMaIUH.
OpranusMbl, CHHTE3UPYIOIINE KPUCTAILIBI allaTUTA U UCTOJIb3YIOIINE UX JUIsl pEIUIMKALMY U
TPAaHCKPHILUY, OyIYyT 37€Ch U Jlajee Ha3bIBaThCs gepuzonocyamu. C MOsIBIEHUEM
BEPUTOHOLICHHS HANWYKE (A0MOTeHHBIX ) allaTUTOBBIX KPUCTAIUIOB O0JIbIIIE HE OBLIO (haKTOPOM,
PEryIUPYIOIUM OOLIYI0 YUCICHHOCTb KHUBBIX CYLECTB Ha IJIAaHETE, U KOJIMYECTBO UX BO3POCIIO
MHOTOKpaTHO. HekoTopble U3 BEpUrOHOCIIEB MOIJIM BECTU OCEIUIbII 00pa3 KU3HU, APYTrue MOTIIN
003aBecTHCh IPUCIIOCOOICHUAMH, 00E€CIICUNBAIOIIMMY CBOUM BIIajiesibliaM 0oJjiee Wilu MeHee
IIOABMKHOE CYIIECTBOBAHUE.

BepuroHnouienue onucaHHbIX BBILIE IPEBHEMIINX OPTaHU3MOB HE CIEAYET IIyTaTh C
OJTHOMMEHHBIM ()EHOMEHOM B HEKOTOPBIX TPYIIIax CPEAHEBEKOBBIX CAlTMEHCOB. cTOHYaBIINE
IUIOTh CPETHEBEKOBBIE BEPUTOHOCIIbI, BOCKIMLABLINE «A3 53661 [ 0cnooa moe2o na mene moem
nHouty» (Ian. 6:17), cTpeMUIHCh K BBICBOOOXKICHHIO JyXa OT y3 IUIOTH, TOTAa Kak
paHHeapxeicKkoe BepUroHOLIEHHE CTUMYIMPOBATIOCh OOYXIEHUSIMH MaTepUAJILHOTO IIIaHA.

Kiterounsle UIKOCTH COBPEMEHHBIX OPTraHU3MOB IIEPECHIIIEHBI OTHOCUTEIBHO
IIPOU3BENICHUS PACTBOPUMOCTH anaruta. Borpoc o ToMm, Kakue MOJIEKYJIIPHbIE MEXaHU3MBI
MCIIOJIb3YIOTCS ISl IPEIOTBPALEHHSI KAJIbLIMHUPOBAHUS KJIETOK (T.€. JUIsl HEJOMYIIEHUS
00pa30BaHUs KPUCTAJUIMYECKOI'0 alaTUuTa B KJIETKax), UCCIEAYeTCsl He OJUH JeCATOK JieT. Mbl
HE CTaHEM €ro 371ech 00CykaaTh. JlJI1 HaC Ba)KeH JIMILb TOT HKCIIEPUMEHTAIbHBIN (PAKT, 4TO
HNOJHATHE KOHLIEHTpaluK (ocdara 10 ypoBHS HACHIIIEHHUS] BHYTPUKIETOUYHON Cpebl 110
OTHOLICHHUIO K alaTUTy MPU (OHOBBIX €r0 COJAEPKAHUAX B cpesie OOUTaHUs HE COCTAaBIISIET
npo0JeMbl, 1o KpaitHel Mepe, s COBpEMEHHBIX OpraHu3MoB. BripoueM, 0CBOMB cuHTE3
anaTUTOBBIX KPUCTAJIJIOB, BEPUTOHOCLIBI BCKOPE JAOKHBI ObUIH CTOJIKHYTHCSI C HOBBIMU
TPYAHOCTSIMHU.

HeoOxonuMocTh copa3mMepsTh TeOMEeTpUYECKHE apaMeTphbl KpUcTasuia ¢ 00bEMOM
KOAMpYeMOi MH(OPMaIIMK BHOCHJIA )KECTKHE OTPaHUYEHUS Ha pa3Mephl KpUCTAIIOB. B oTinune
OT COBPEMEHHBIX MUKPOOPTraHU3MOB, HYXAAI0IKXCS B pocdope ri1aBHbIM 00pa3oM JUIst
obpazoBanus JJHK u PHK, Bepuronociibl JOMKHBI ObUIH 3ar0TaBIMBATh 3HAUUTENHHO OOMIbIINE
€ro KOJINYECTBa, JOCTaTOUHbIE sl POPMUPOBAHUS KPUCTAIUIOB JJIMHON B COTHU MUKPOH WJIU
Jla’ke B HECKOJIBKO MHJUTMMETPOB. DTO paHO MM MO3THO J0JKHO ObUIO MPUBECTH K 1€DUIUTY
docdara B cpee oouTaHus. B Takux yclIoBHsIX OpraHU3MBbI, CIIOCOOHBIE 000UTHUCH KPUCTAIIIIOM
MEHBIIUX Pa3MEPOB MPU PEIUTMKALMU U TPAHCKPHIILINH, TOJHKHBI ObLIH MOTYYHUTh
MIPEUMYILECTBO U YJIYYIIUTh IAHCHI BBKUBAHUSA. TeM caMbIM BEPUTOHOCIBI OKA3aJINCh
BOBJICYECHBI B DBOJIIOLIMOHHBIN IIPOLIECC, HALIETICHHBIM Ha YMEHBIIECHUE PA3MEPOB KPUCTAJLIOB
ocHOBbI. Hanbomb1iee 3HaueHNE CIOCOOHOCTh YMEHBIIUTh Pa3Mepbl 3aCTPauyNBaAEMBbIX
KPHUCTAJJIOB MTpHOOpeia Isl TeX BEPUTOHOCIIEB, KOTOPbIE BEJIM MOIBMKHBIN 00pa3 KU3HU.
YMeHblIeHHEe pa3MepoB OTIryaromie BHYTPUKIETOUHON KaMeHHOM HOIIM JlaBajia 0coOble
[IPEUMYILECTBA IIPU JTOKOMOLIUH.

[Ipocreimmii, Hanbosee OUEeBUIHBIN CITOCOO YMEHBIIIEHHS KPUCTAUIOB OCHOBBI COCTOUT B
YKOpPOYEHHUHU TeHOMa. BepuroHocibl JOKHBL ObUTH IO BO3MOXKHOCTH N30aBUTHCS OT
Hexkoaupymomein JIHK, ynanute kak MOXKHO 00JIbIlIe HHTPOHOB, @ OCTABLINECS YKOPOTHUTh.
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JlanbHeliiee yKOpoO4eHHE TEHOMA BO3MOKHO OBLITIO TOJBKO 32 CYET YMEHBIICHUS Pa3MeEpOB
TE€HOB, KOAUPYIOMINX OCIKH.

YKOpOoUYeHHE F€HOB MPEANOJIaracT YMEHbIIEHUE YMCIa aMUHOKHCIIOTHBIX OCTAaTKOB B
KOAMPYEMbIX NMPOTEHHAX. TeM caMbIM, €CIIi pa3Mep TeHOMa CTaHOBUTCS (aKTOpOM 0TOOpa, TO
PaHO WM MTO3THO IBOJIIONHS CBOAUTCS K PEIICHHUIO BEChbMa CIIEU(UICCKON ONTHMH3AITMOHHON
3a[auu: JUIsl KaKI0T0 MPOTEUHA MOMYyYUTh HHON MPOTEHH ¢ aHAJIOTMYHBIMU WM OJM3KUMU
CBOWMCTBaMHM, HO COCTOSIIMI U3 MEHBIIETO YUCIIA AMUHOKUCIOT. KOHEUHBIM pe3ynbTaTOM TaKoi
3BOJIIOLUU CTAHOBATCS POTEUHBI, COCTOSIIINE U3 MUHUMATLHO20 KOIMYECTBA AaMUHOKUCIIOT. B
JaTbHEHIIIEM 3BOJIIOIMOHHBIN MTPOLIECC, HAMPABIEHHBIN HA YKOPOUEHHUE reHOMa, OyAeT
Ha3bIBATbCS] KOMHUpECCUel 2eHO8.

Kommpeccust reHOB BHOCHT KECTKHE OrPaHUYEHUS HA YPOBEHb COBEPUIEHCTBA
MOJIEKYJIIPHBIX YCTPOKCTB, BO3HUKAIOIINX B IPOIIECCE 3BOIOLMU. B anropurmudeckoit Teopumn
uH(GOpPMAIIUK B KAYECTBE MEPHI CIIOKHOCTH TOT'O UJIM HHOTO YCTPOHCTBA MCTIOIB3YIOT IITHHY
caMoii KOPOTKOH IPOrpaMMbl, IPU MOMOIIY KOTOPO# (YHKIIMOHUPOBAHKE YCTPOHUCTBA MOKHO
OIUCATH (T.H. KOAMO2OPOBCKAS CLOACHOCHD). Y CIIOKHEHUE MOJICKYJIIPHBIX MAIlIMH B IPOLIECCEe
SBOJIIOIMH HE MOKET OBITh OCYILIECTBICHO 0€3 YUIMHEHUS KOAUPYIOIIUX X MPOrpaMM, T.€.
TEHOB.

[Tomumo 0O0IIIETO OrpaHUYEHHSI Ha CTETIEHb CJI0KHOCTU KOAUPYEMOTO MOJIEKYJISIPHOTO
YCTPOMCTBA, BHOCUMOTO (PEHOMEHOM KOMIIPECCUU T€HOB, UMEIOTCS TAaK)KE€ OTPaHUYCHUS,
BO3HMKAIOIINE U3 HEBO3MOKHOCTH MOJIYYUTh KEITAEMOE YCTPOMUCTBO, BOZMOXKHOE B IIPUHIIUIIE,
MyTEM TOYEYHBIX MYTAIlMi, TOTOMY YTO 00JIe€ KPYITHBIE pPa3Mephbl MOJIEKYIIbl MOT'YT OBIThH
HY>KHBI TSI QYHKIIMOHAIBHOCTH MPOMEKYTOUYHBIX POpM (IIPH Mepexojie OT OJHONU MOJIEKYIBI K
npyroii). Yem MeHbIIIE pa3Mepbl MOJIEKYJIbI, TEM pe3ue TOUCYHBbIE MYTallUh MEHSIOT €€ CBOMCTBA.
BnusiHue MyTanuu B 0OJHOM caiiTe KpYITHOM MOJIEKYJIBI MOKET OBITh /10 HEKOTOPOM CTETeHU
KOMITICHCUPOBAHO MyTalMel B IPYrOM CaiTe, TaK 4To OEJIOK He yTpayuBaeT (QyHKIHUN, TeM
caMbIM COXpaHsisl )KU3Hb CBoeMy obnagarento. Kommnpeccusi TeHOB Cy»KaeT «CBOOOAY MaHEBpa»
IIPOLIECCOB MOJIEKYJISIPHOM 3BoJroLMU. KpoMe TOro, 3Bostolus OEIKOB 4acTO OCYLIECTBISIETCS
COEITMHEHUEM HECKOJBKUX OJIOKOB B OJHY MOJIEKYIY C IMOCIEIYIOIIEH «I0BOAKOW» MyTEM
To4YeuHbIX MyTanuid. [Togo6HOe KOMOMHIpPOBaHKE OJIO0KOB, TpeOyIOIIee YKPYITHEHUS IeHa,
MOXET 0Ka3aThCsl HEBO3MOXHBIM B YCIIOBUSX KOMIIPECCUH I'€HOB.

N3 ckazaHHOTO ClieIyeT, YTO BEpUTOHOIICHHE U KOMIIPECCUSI TE€HOB JOJIKHBI ObLIH
MPUBOJUTH K TOBBIIICHUIO CTENIEHU KOHCEPBATUBHOCTU OEIIKOB U K 00IIEMY 3aMEeTICHUIO
ABOJIIOIIMOHHOTO Ipoluecca. Tem caMbIiM, BOCXOASAIIME K BEPUTOHOCIAM TAKCOHBI COBPEMEHHBIX
OpPTaHU3MOB, TOJKHBI OTITUYATHCA B 1[EJIOM 00JIee HU3KUMU TEeMITAMU BOJIOIUH, a
ACCOIMUPYIOIIUECS C BEPUTOHOIIEHUEM O€TTKU JTOJKHBI OTIUYATHCS 0COOEHHOCTSIMU
CTPYKTYpHL. B crienyronux n1Byx nojpasaenax cienaHa MNoMbITKAa IPOBEPUTH TaHHbBIE
MpEeICKa3aHUsL.

5.7.1. OueHKH CKOPOCTH IBOJTIOLMH.

Beie, B paszene 5.2 npu o0CyXKI€HUH PO T€OTEPM JEMOHCTPUPOBAIOCH
($uIOreHeTHYECKOe IPEBO BCeX TPEX JOMEHOB KM3HH, IOCTPOCHHOE HA OCHOBAHUHU JJAHHBIX O
nocienoBarenbHOCTH HykieoTunoB B PHK u3 manoit cyowsenenust pubocomsl, Puc 5-2.
PacnionoxeHue BeTBel Ha IpeBe MO3BOJISAET CYAUTh 00 OTHOCUTEILHOM BO3pAacTe TOW WU UHON
IPYMIIbI OpraHU3MOB. B To ke Bpemsi ecTh U elmé oJuH napaMeTp, KOTOPBIA MOXKET OBbITh CYUUTAH
¢ 3Tol nuarpaMMel. JlyinHa Kaxa0i U3 BeTBEH OoTpakaeT OOIIYI0 CTENEHb H3MEHYUBOCTH B
npeziesiax COOTBETCTBYIONIECH IPYIIIbl. DTOT mapaMeTp, coriacHo [106], MOXKET ClyKUTh Mepon
CKOPOCTH 3BOJIFOLIMH TPYTIIIHL.

Panee nmoxazanHoe Ha Puc. 5-2 1peBo HCIoIb30BaJIOCH I WIITIOCTPAIMK TOTO (haKTa, 4YTo
nsITh HanboJiee IPeBHKX rpymn MuKpoopranusmos — Aquificales u Thermotogales B momene
oaktepuii u Nanoarchaeota, Pyrodictiaceae u Methanopyraceae B nomeHe apxeii — Bce
ABIIAIOTCS TUNepTEpMO(UIaMH, B COTJIACHH C HAIIUM I0JIOKEHUEM 00 UX MPOUCXOKICHUH OT
JIPY30BHUKOB, UCIIOJIb30BABIINX KPUCTAIIBI a0MOT€HHOTO allaTUTa, MOCTABIISABIINXCS
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reoTepMajbHBIMU UCTOUYHUKAMU. B HacTosem paszeiie Hac MHTEPECYET BTOPOM mapaMerp,
CUMTBHIBAEMBIH C IpeBa — CKOPOCTh IBOJIIOLIUU.

Eciu BepuroHocIbl BOSHUKIIH B X0/1€ BOJIOIUH JIPY30BHKOB, OOMTABIINX BOJIM3U BHIXOJIOB
reoTepm, TO U MEePBbIe BEPUTOHOCIIBI TOJKHBI ObLIIM 00UTATh TaM ke. BBuay crnenudpuyeckux
0COOCHHOCTEH MeTaboIu3Ma THIepTepMOpUIOB, 00YCIOBICHHBIX BHICOKUMH TEMIIEpaTypPaMH,
OCOOCHHOCTSIMU JIBIXaHUS U BUAAMHU MU, TOCTYIHON TOJIBKO BOJIM3U re0TEPM, IIEPBbIC
BEPUTOHOCIIBI B TCYCHHE KAKOTO-TO BPEMEHH JOJKHBI OBLTA 0CTaBaThCS THIIEPTEPMODUITAMH.
Otcrona cnenyeT, YTo APEeBHEHUIINE TUIIEPTEPMOQUIIBI TOJKHBI XapaKTePU30BaThCSl aHOMaIbHO
HU3KHUMHU CKOPOCTSIMHU HBOJIIOIMH, T.€. COOTBETCTBYIOIIUE UM BETBU HA JPEBE KU3HU JIOJKHBI
OBITH KOpOYE, HeXKEIN Y ApYrux rpymi. UMeHHo 3To u HaOmogaeTcsi. ABTop 0630pa [106]
OTMEYAET, YTO MEPEUUCIICHHBIE MATh TPYIII JPEBHEHIITUX OPTAHU3MOB OTJIMYAIOTCS aHOMAJILHO
HU3KOW CKOPOCTBIO ABOJIIOLINU.

5.7.2. KoHcepBaTHBHbIE MOCJIEI0BATEILHOCTH 0€JIKOB.

Bbernok, 3BOMIOIMOHUPYIONINIA B YCIOBHUSX KOMIIPECCHH T'€HOB, MOXKET OBITh YIIOA00ICH
MYTHUKY, MOJOXUBIIEMY B CYMKY CBOIO JIMIIIb COBEPIIEHHO HEOOXO0MMOE EMY B JIOPOTeE.
[Toxnaxka snerka. Ho qoctaTouHo BBIXBATUTH JIO0YIO U3 OMEMIEHHBIX B CYMKY BeEllEH, U
MPOJIOJHKEHHE MYTENIeCTBHS YTpauynuBaeT cMbICI. CXOAHBIM 00pa3oM, OETKH BEPUTOHOCIIEB
JIOJKHBI OBITH HEOOJIBIIIOTO pa3Mepa U 0OHAPYKUBATh HEOOBIYHYIO KOHCEPBATHBHOCTb.

[Ipenmonoxum Tenepb, 4YTO C MOSBICHUEM MOJIUMEPa3 HaJJOOHOCTh B BEPUTOHOIICHUU
oTnaJa, u pa3Mep MOJIEKYJIbl OoJsiee He sBisieTcs: pakTopom oTOopa. B TouHoCTH Mpeacka3aTh
MyTH HBOJIIOLIMOHHOTO U3MEHEHHUS OEJIKOB, KOHEYHO, HE MTPEICTABIISETCS BO3MOXHBIM, HO
WHTYUTHUBHO, MOKHO TIPE/IIIOJIOKUTE, YTO PA3BUTHE IOWIET B HAaNpaBieHUH qU(depeHmamm.
CrycTs Kakoe-To BpeMs TOT WM HHON OeNIOK BEpUroHocIHa Oy/1eT IPUCYTCTBOBATh B PA3IMUHBIX
Oekax, KaTATM3UPYIOIINX CXOJIHBIE PEBPAIEHHUS, B KAUECTBE aKTUBHOIO IIEHTPA WJIM caiiTa
cBs3bIBaHus. [locnenoBaTenbHOCT, aMUHOKHUCIIOT LIEHTPA OYAET MO-TPEeKHEMY KOHCEPBATUBHOM,
XOTS cojiepkantue e€ OSJIKM MOTYT B IIEJIOM M HEe 00OHAPYKHBATh CYIIIECTBEHHON TOMOJIOTHH
MEXy COOOH.

HpeBHue O6esku AeMCTBUTEIHHO YAaCTO COJEPKAT KOHCEPBATUBHBIE MOCIIEI0BATEILHOCTH,
COOTBETCTBYIOIIIME aKTUBHOMY LIEHTPY, OKPY>KEHHBIE TPOMO3AKUMHU, CIIO)KHOYCTPOCHHBIMH U
TUMIEHHBIMU KOHCEPBATUBHOCTH CTPYKTYPaMH, PETyJIUPYIOIIMMU TOHKOCTH PaCllO3HABaHUS
cybcTparoB. Hinke mpuBOaUTCS IpEMep KOHCEPBAaTHBHOM TT0CTIeI0BAaTENLHOCTH B Genke V-H'-
PPjase. [IpeBHOCTB 3TOM nupodocdaTazbl HE BEIZBIBAET COMHEHUH, U B HEM JICUCTBUTEIHHO
0OHapyXUBAETCs KOHCEPBATUBHAS TOCIIEI0BATEIBHOCTh, BO3MOXKHO, BO3HUKIINIAS HA dTame
BEPUTOHOIICHUSI.

5.7.2.1. Vacuolar pyrophosphatases (V-H'-PP;ase).

B kneTkax BICHINX pacTeHU oOHapyXuBaeTcs psia PepMEHTOB, B KAUE€CTBE HCTOYHHKA
sHepruu ucnoib3ytomux nupodocdar (PPi), a ue ATD, [129]. B uacTHOCTH HEKOTOpPHIE HOHHBIE
HACOCHI, T.H. Proton pumping pyrophosphatases (H*-PPjase) Hcrionb3yioT SHEPTHIO,
BBIICJIIEMYIO TIPU THAPOIN3€ Heopranudeckoro nupodocdara a0 pocdara, st moaaepskanus
rpagueHTa MPOTOHOB uepe3 Ononorunyeckue MmemMOpansl. 13 HUX HauOOIBIIYI0 U3BECTHOCTD
nonmyqnn T.H. vacuolar H*-PPase (V-H-PPjase), BriepBbIe BhIIETEHHBIH U3
(doTocuHTE3UpYIOIIEH MypITypHOI HecepHo# OakTepuu (purple non-sulfur bacterium)
Rhodospirillium rubrum. B HacTosiiee BpeMst J0Ka3aHO, YTO 3TOT MPOTEUH UMEET OYECHb
[IKPOKOE PaCIPOCTPaHEHHUE, IPHUUEM ITO TTOKA €TMHCTBEHHBIA HOHHBIN HACOC, 0OHAPYKEHHBIH
BO BCEX TPeX JOMEHax u3Hu, [ 130].

+
Dynuxyuu u ocovennocmu cmpoenus. B xnerkax V-H -PPjases kak npaBuiio jokanusyrorcs Ha

BHYTPHKJIETOYHBIX MeMOpaHax: Ha MeMOpaHe Bakyouiel (tonoplast) B pactenusix, Ha MeMOpaHe
aIMI0KAIBIIMOCOM (CM. HUKE pazzen 5.6.3) B MpOTUCTaX, HA MHBarMHAIMSIX IJIa3MaTHIECKOM
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MeMOpaHbl GaxTepuii u apxeif). V-H'-PPjase 3akaunBaeT NpOTOHBI BOBHYTPh OrPAHUYUBAEMOTO
MeMOpaHOM KOMIIAPTMEHTA M TEM CaMbIM MOJAEP>)KUBAET B HEM BBICOKYIO KHCIOTHOCTb.

H+-PPASE, A UNIQUE PROTON PUMP

40A
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SRR CRRN R R

100 A DIMER Minimal size of

a monomer
(16 a helices)

Puc 5-14. 3J‘IeKTp0HHO-MI/IKpOCKOHI/I‘{eCKOG HCCIICAOBAHUC MMOATBEPANUIIO, UTO BaKyOJ‘ILHHﬁ l'[pOTOHHI:II7I Hacoc V-
H'-PPjase umeeT cTpykTypy romomumepa. (Dimeric structure of purified T. maritima H*-PP;ase as inferred from
electron microscopy and single particle analysis. The average structure from particles present in protein preparations
viewed by negative-staining electron microscopy (left) and the contour map showing six high density regions
surrounding a bipartite less dense area strongly suggest a dimeric structure composed by two overlapped domains
(center), the size of each being compatible with a 16-alpha helices protein in relaxed structure, as expected for the
H*-PP;ase monomer (right). These results were the first direct visualization of a solubilized native H*-PP;ase dimer,
and are in agreement with previous data obtained by indirect methods suggesting a dimeric structure.)

U3 pabomer [130»)].

V-H"-PPjase umeeT Haubonee NpoCTOe CTPOEHHE U3 BCEX TIPOTOHHBIX HACOCOB, H3BECTHHIX O
cue Bpems, [130]. Cpenu Bcex HOHHBIX HacocoB, V-H'-PPjase — 310 moka e1MHCTBEHHHIIt
romojumep, Puc. 5-14. Kpome Toro, 1aHHbIN NPOTEUH OTINYAETCS OT JPYTUX MPOTOHHBIX
HACOCOB UCKJTFOUUTENILHO BBICOKOH THIPO(GOOHOCTHIO (OCIOKHUBIICH MX KOHIIEHTPUPOBAHHE U
U3y4eHHE Ha paHHEM 3Talle UCCIEOBAHUI).

Tepsriit norusIi Hacoc V-H'-PPjase 6511 OTKpHIT B 1966 roxy B XxpoMaTohopax ImyprypHOii
(oTocunTesupyromeit 6akrepun Rhodospirillium rubrum. Hecmotps Ha nmocnenyromiee
oOHapy>KeHHe OOJIBIIOTO YHCiIa TOMOJIOTOB BO BCEX TPEX JTOMEHAX JKU3HU, HACOC, HAalICHHBIN
NEepBbIM, OKa3aJicsl yHUKaIbHbIM. [Ipn uccnenoBanuu storo 0enka 6110 0OHAPYKEHO, YTO O
NeficTBHEM CBETa OH KaTanusupyer cuntes nupodocdara (PP;) us pocdara. Tem campim, V-H'-
PPjase u3 R. rubrum — sTo noka eMHCTBEHHAsI U3BECTHAS albTCPHATHBA OKHCIUTEIBHOMY
dbochopupoBaHUIO.

HwmeroTcs Beckue OCHOBaHUS Mpeanosarars, uto PPi (Hapsaay ¢ apyrumu nonudocdaramn),
HCITOJIB30BAJICS, M0 KpaliHEW Mepe, HEKOTOPBIMU JPEBHENIIMMU OpPraHU3MaMHU, B IIEPBYIO
ouepeab (POTOCHHTE3UPYIOLUIMMHU, B KAUECTBE TPAHCIIOPTHUPOBILUKA SHEPTUH 10 TOSBICHUS
AT®, cm. nanmpumep, 0630psl [131,132]. CiocobHOCTD V-H*-PPjase u3 R. Rubrum
cUHTe3upoBaTh PPi HABOAUT Ha MBICIb O MPOUCXOXKIECHUHU TOMOJIOTOB ATOT0 MPOTENHA OT
o01Iero npeaKa, CIIy>KABIIET0 HCTOYHUKOM DHEPTUH IS HEKOETO OYEHb JJPEBHETO
(OTOCHHTE3UPYIOIIET0 OpraHu3Ma.

Jlpesnocms V-H'-PPjase. V-PPjases 00HapyHBalOTCs BO BCEX aHAPOOHBIX
(GOTOCUHTE3UPYIOUINX MTPOKAPUOTAX (HO OTCYTCTBYET Y MPOU3BOISIINX KUCIOPOL
IMaHOo0aKTepHii), y OOJIBIINHCTBA OJTHOKJIETOYHBIX 9YKaPHOTOB, BKIIKOUas BOPOTHUUYKOBBIX
KT'YTUKOHOCLIEB, TIO BCEMY LIAPCTBY PACTEHUN OT OJHOKJIETOYHBIX BOJIOPOCIIEH /10 BBICIIUX
pacTeHHii, o BCeil BUIUMOCTH, OTCYTCTBYET y TpuooB, [130]. CpaBHUTETHHO HETABHO OBLI
paspemén Borpoc o Hammuun V-H'-PPjase y HeKOTOPHEIX HACeKOMBIX. B 4acTHOCTH, T0Ka3aHO
npucyrcteue V-H'-PPjase B MeMOpaHe MOX0XKHX Ha aluI0KaIbIIHOCOMBI OPTaHeIT U3 KeNTKa
smtr kiona Periplaneta americana, [133].

Ilupoxoe pactpoctpanenue V-H'-PPjase HeCOMHEHHO CBHETENHCTBYET O €r0 APEBHOCTH.
ABTODSI [273], Ha OCHOBaHUU (UIOT€HETUYECKOTO aHAIM3a MOCIeI0BaTeIbHOCTEN
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AMHHOKHUCIIOT B 279 roMoJiorax MpHUIILIH K BEIBOY, YTO JaHHBIM MIPOTEHH yXKe UMeEICs y 00IIero
npeKa apxen, OakTepuil 1 3yKapruoTOB.

Ha ocHOBaHUM NepeyrcIeHHbIX 0COOEHHOCTEH — IUPOKask pacpoCTPaHEHHOCTh, TPOCTOTA
CTPOECHHSI, HEOOBITHOCTh XMMH3Ma U CTPYKTYPHI, a Takxke ToT dakT, uro V-H'-PPjases
ucnonb3yioT PPi, a He AT® B kauecTBe HCTOUHUKA SHEPTUH, ObLI CIENIaH BHIBOJI O TOM, YTO V-
H*-PP;ase BepOsATHO NpeCTaBIseT cO60H YHUKATFHOE MOJTEKYISPHOE HCKOIIaeMOe.

Cea3b ¢ 6epuconowenuem. ABTopsl [134], uccaemoBas mMociae0BaTeIbHOCTH HYKJICOTHIOB B
renax kogupyromux V-H'-PPjase B 320 pasIMuHbIX OpraHu3Max, OOHAPYKUIIH
BBICOKOKOHCEPBATUBHBIN y4aCTOK, COCTOSIIIMM U3 57 aMUHOKUCIOTHBIX OCTaTKOB (strongly
conserved 57-residue region). DTOT y4acTOK COAEPIKUT TPH MOAIMOCIIECI0BATEIBHOCTH, XOPOIIIO
coxpanusiuecs B xoze 3Bomonnn: GGG, DVGADLVGK, u DNVGDNVGD. Bomnpoc o
NpUPOJIe KOHCEPBATHBHBIX YYaCTKOB B O€JIKaX JOCTaTOYHO CI0KEH. BICOKast COXpaHHOCTh
ornpeAenEéHHBIX y4acTKOB OesKa B MPOIECCE IBOIIOIMHI MOXKET OBITh CIEICTBUEM KOMIIPECCUU
r'eHa, B IPEBHOCTH KOAUPYIOIIET0 OOIINI MPEIOK COBPEMEHHBIX TOMOJIOTOB O€JiKa, HO MOXKET
OHAa OTpakaTb U OCOOEHHOCTH XMMHU3Ma KaTalTu3UupyeMOoil peakiiuu, o KaKUuM-TO IpUYUHAM
MPEMSITCTBYIONICH H3MEHUMBOCTH Oenka. Ham ocTaéres MuIb JOBEPUTHCS OIBITY M HHTYHIIHH
aBTOPOB padoThI [ 135], Ha3BaBIIMX KOHCEPBATUBHOCTh YKA3aHHBIX YYAaCTKOB aHOMaJIbHO
BEICOKOH. B 6onee mo3aqHem 0630pe [132] Tex e aBTOPOB CTOJb BHICOKAst COXPAaHHOCTh
00CYKJJTa€MBIX YYaCTKOB B IPOIIECCE IBOJIOLUU OOBICHSICTCS KaK Pe3yabTaT HEKOeH «paHHel
OTITUMH3ATIHI.

Eciu BeICOKas KOHCEPBATHBHOCTh OMICHIBAEMBIX yuacTkos V-H'-PPjase sBnsercs
MPOSIBIICHHEM KOMIIPECCHH COOTBETCTBYIOIIETO I'eHa, TO MOKHO C YBEPEHHOCTBIO YTBEPKIATh,
YTO KOMIIPECCHS 3Ta MMeJIa MECTO B TeHOMe BepHroHocia. B camom nene, 6enok V-H'-PPjase He
MOT BO3HUKHYTH B KJIETKE JIpy30BUKa. OYEBUIHO, POOHAYATBHBIA OpraHU3M, OCTaBUBIITUI
nocine ce0si TeH, KOAUPYIOIIHiA V-H'-PPjase, nomxen 6bL1 ObITH (HhOTOCUHTETHKOM (B TIOJIHOM
COOTBETCTBUU C YIIOMUHABITUMHUCS BBIIIE MPEATIOIOKEHUIMU 00 Hcmonb3oBanuu PP; ais
TPaAHCIIOPTa SHEPTUH JIpeBHEHIIUMU (HOTOCHHTETHKAMHU ). J{py30BHUKH ke (HOTOCHHTE30M
3aHUMATHCS HE MOTJIH B CHITY XapaKTEPHBIX CBOMCTB MX CPEJIbI OOMTAHUS.

Jpy30BUKH JOTHKHBI ObUTH OBITH CYIIECTBAMH OCEMIBIMU, AAANTUPOBABIIUMHUCS K KUZHU
BOJIM3U aKTUBHBIX T€OTEPM, IIOCTABIISIBIIMX UM KPHCTAJUIBI allaTUTA TIOIXOSIIEr0 KadyecTra. A
aKTUBHOE THPOTEPMATIbHOE MUHEPAI000pa30BaHue, Kak XOPOLIO U3BECTHO, HE CIIOCOOCTBYET
po3pavyHOCTH BOABI. OJJHOBPEMEHHOE HATMYNE CBE)KUX KPUCTAIIOB allaTHTa M COTHEYHOTO
CBETa COCTABJISIFOT YCIOBHE HEBHIMOTHUMOE. J[py30BHKH HE MOTIIM UMETh CIIOCOOHOCTH K
¢doTocHHTE3Y, TOTOMY YTO Y HUX HE OBIJIO BO3MOXKHOCTH €10 BOCIIOJIB30BAThCA. TeM caMbIM,
6emok V-H'-PPjase MOT BO3SHHKHYTh TOIBKO B Tele CYIIECTBA BEIyIIEro TOABIKHBIH 06pa3
KU3HH, a HA PAaHHUX ATaIlaX BOJIOINH MTOJIBUKHOCTH ObLIIa HEBO3MO)KHA 0€3 BEPUTOHOIIICHHUSI.
Tem camMbIM, KOHCEpBaTHBHBIE TTocTea0BaTensHOCTH B V-H'-PPjase, mmo Beeit BuamMocTH,
NPECTABISIIOT COO0M PETUKTHI APEBHETO OelKa, SBOIIOIMOHUPOBABIIETO B YCIOBUAX
KOMITPECCHU T€HOB.

5.8. CBnpgeTenbcTBa Nnaneoobuonoruyeckue.

Nnentudukaiuys B reoIOrH4ecKoi JIETOMUCH OKaMEHEIBIX OCTATKOB OPTraHU3MOB,
KOMUPYIOUIUX CBOU MOJTHHYKICOTH B TOCPEACTBOM CTEMITUHTA, TOCTYKUIa ObI CEPhEIHBIM
apryMEHTOM B IOJIb3Y MPEiaraéMoid HaMyu MOJEIN BOSHUKHOBEHHUS )KU3HHU. C MPAKTUYECKOU
TOYKH 3PEHHUsI, 0COOBIN HHTEPEC BHI3BIBAET BO3MOKHOCTh OOHAPYKEHUS B ITUX OCTATKAX
KPHCTAJUIA, HUCIIOIB3YEMOTO B KAYE€CTBE OCHOBBI. JTO, 110 CYIIECTBY, €AMHCTBEHHAs
BO3MOXXHOCTh YOEIUTHCS B TOM, YTO B KAUYECTBE OCHOBBI /ISl CTEMITUHTA UCIIOJIE30BAJICSI HMEHHO
ararwur.
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OobHapyxeHue (poCCHIN3NPOBAHHBIX OCTATKOB JPY30BUKOB MPECTABISCTCS 3aAa4uei
NPaKTUYECKH HEOCYIIECTBUMOM BBHY APEBHOCTH M PEIKOCTH OPTaHU3MOB 3TOM TPYIIIIHI.
O01ee ux YMCI0, HATIOMHHUM, OIIPEEIISIIOCH YUCIIOM MOIXOSIIMX KPUCTAUIOB anaTuTa (eciu
9TO0 OBLT armaTuT), 00pa30BaBIIMXCS BOJIU3H re0TepMalIbHBIX HCTOYHUKOB. ['opasmo 6omee
NEPCIEKTUBHBIM MPEICTABIISETCS MOMCK OCTATKOB BEPUTOHOCIIEB, TOCKOJIBKY YACIEHHOCTD ATUX
MOCJICTHUX JIMMUTHPOBAJIach (hakTopamu, MOJOOHBIMHU TE€M, UYTO JIUMUTHPYIOT Pa3Mepbl U
YHUCICHHOCTh COBPEMEHHBIX COOOIIECTB MUKPOOPTaHH3MOB.

Kak moka3aHo B mpeAIecTBYIOIIEM pa3Jielie, HU3Kasi CKOPOCTh IBOIIOIUH, CITy>KaIiast
NPU3HAKOM KOMITPECCUH F€HOB, OTMeUaeTcs cpean runeprepmoduion. Tem caMmbim,
BEPUTOHOCIIBI, CKOpEE BCETO, ObUTN rUIepTepMO(HIaMH, HE YTPATHBIIUMH €IIE CBSI3U C
BBIXOJIAMH I'€OTEPM, OJIHAKO HCIIOJIB3YIOIIUX 3Ty CpeAy KaK UCTOUHUK IMHIIU U SHEPTUH, a HE
KaK UCTOYHHMK KPUCTAJUIOB anaTuTa. KoJIM4ecTBO TaKMX UCTOYHUKOB B pAHHEM apXxee, BEPOSITHO,
IPEBOCXOINIIO MHOTOKPATHO COBPEMEHHOE UX KOJIMYECTBO, MOCKOJIBKY TOT/Ia eIé He
3aKOHYMJIMCH JIeTa3alus IIaHeTsl 1 popMupoBaHue okeana. [loaTomy ciiesipl OOMTaBIIMX B HUX
BEPUTOHOCIIEB MOTJIM COXPAHUTHCS B COOTBETCTBYIOIIMX OTIOKEHHUSX.

[Tpu *u3HE BEPUTOHOCIIBI TOJDKHBI OBLIH BBITJISIIETh KAK KPUCTAIUIBI allaTUTA, TIOTPYKEHHBIC
B opranuueckoe BemiectBo. [Tocie hoccnnmsupoBanus u MmeraMoppu3Ma OCTaTKU UX JOJDKHBI
NPECTaBIIATh COOO0M alaTUTOBBIC KPUCTAIUIBI, OKAMMIIEHHBIC TPadUTH3UPOBAHHON OPTaHUKOM.
[To ananmoruu ¢ GoCCHIM3UPOBAHHBIMU OCTATKAMU MEHEE IPEBHUX OPTaHU3MOB, H30TOIHBIH
COCTaB YIJiepoJia B HUX JIOJDKCH OTIIMYAThCS OT U30TOITHOTO COCTaBa yriiepojia B aliMase u
rpaduTe aOMOTeHHOTO MPOUCXOXKACHUS. Hike mpeacTaBneHsl JaHHbBIE 0 MOP(OJIOTHH U
U30TOITHOM COCTaBE€ MPEIOIaraéMbIX OCTATKOB OPIraHU3MOB M3 OTJIOXKECHHI PAHHETO apXesl.
Oxkamenenoctu, 0OHapyXKMBaeMbIe B TOpoax He ApeBHEE 3.5 MIIP. JIET MPEACTABIISIIOT COOOM
OCTaTKH 3yKapuoToB. B moponax 6osee ApeBHUX 0OHAPYKUBAIOTCS 00pa30BaHUs HESICHOM
IPUPOIBI, B BUJIE MEJIKUX KPHCTAIJIOB allaTuTa, OKaMIEHHBIX TpaduroM. M30TONHbIH cocTaB
rpaduTa CBUACTEIBCTBYET O €r0 OMOTEHHOM IPOUCXOXKICHUH, a MOp(doIoTHst 00pa3oBaHMii B
TOYHOCTH COBIAJAET C MPEAIOJIaraeéMbIM O0JIMKOM (POCCHIIN3UPOBAHHOTO BEPUTOHOCHIA.

5.8.1. Mukpockonu4ecKkue 0KaMeHeJI0CTH U3 apXeiicKuX Mopoa He crapuie 3.5 MuIpa. JieT.

CpaBHUTENBHO HEAABHO OOpallleHUe K Fe0J0rMYeCKUM UCTOYHHUKAM JUIs IPOBEPKU KaKHX-
100 uaeH 0 MPOUCXOKIACHUH KU3HU ObUIO Obl 3aHATHEM OecrepcreKTUBHBIM. B crity manoit
pacrpocTpaHEHHOCTH PaHHEapXeMCKUX 0CaIOUHBIX (TOYHEe, META0Ca0YHbIX) TOPOA Ha
MOBEPXHOCTHU 3€MJIM U BHICOKOW CTEMEHH UX MeTaMopdu3Ma ((pannu 3enEHBIX CIAHLEB U BBIILE),
B PaCHOPSDKEHUH 11a1€00H10JIOr0B He ObUIO HU OJJHOM HaJEKHO YCTAaHOBJICHHON OKaMEHEI0CTH
WM IOKa3aHHOTO MPOSIBIIEHUS OMOJIOTHYECKON aKTUBHOCTH cTapiie 3 mip/. jgeT. Curyanus
U3MEHWIach KapAUHAIbHBIM 00pa3oM B TeueHue nociequx 10-15 ner, ¢ BHeapeHueM B
MOBCE/IHEBHYIO IIPAKTUKY MCCIIEIOBAaHU psijia MpUOOPOB, MO3BOJIAIOIINX OTCIIEKUBAThH
BapHallMi XUMHYECKOI0 COCTaBa OKaMEHENIOCTEW U M30TOIHOTO COCTaBa yIriiepoJa B
MUKPOHHBIX MaclITabax ¥ OJTHOBPEMEHHO HCCIIEA0BAaTh UX CTPYKTYPHbIE B3aUMOOTHOILICHUS
METOJJaMU PEHTI€HOBCKON MUKPOCKOIINHU, PAMaHOBCKOM CIIEKTPOCKOIHNH, CKAHUPYIOLIEH U
IIPOCBEYMBAIOLIEH JIEKTPOHHON MUKPOCKOIIUU.

YKa3aHHBIMU METO/IaMH B MPEAIOIaraeMbIX OKaMEHEIOCTIX ObUIN HaIEKHO
UICHTU(PUIIMPOBAHBI KIIETOYHBIE CTPYKTYPHI, B T.4. JIeJIeHUE KJIeToK, Puc. 5-16, 5-17.
ITpoBenénnble uccie0BaHus U30TOITHOIO COCTAaBA YIJIEPOAA B ATUX MUKPOCKOIMUYECKUX
o0Opasmax moATBEPAWSIM OMOTEHHOE TIPOUCXOXKIEHHE OKaMeHenocTel, Puc. 5-18. s

o 1
Kap6OHATHBIX OKAMEHeNIoCTell Cpe/iHee 3HaUeHne O Cppg  OKA3a710Ch PaBHBIM -5+ 10%o , a i
1
KepOTeHa OHO JIKHT B Hama3oHe oT -27 10 -32%o. TeM caMbIM 3HaueHHs &' C,p, OKa3aIHch

OJM3KH K COOTBCTCTBYIOIIUM BCIWMYHWHAM, TUIIMYHBIM IJI1 COBPEMCHHBIX XeMoaBTOTPO(i)HI)IX
MHKPOOPTaHHU3MOB.
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Puc 5-15. PanHeapxeiickue cTpoMaTOIUTHI, He cTapiie 3.5 MIpA. JIeT, Ipou3BeIEHHBIE MUKPOOPTaHU3MaMHU
MOXOXHUMH Ha coBpeMenHbIe: (a—C) Stratiform and conical stromatolites from the *2985 Ma Insuzi Group, South
Africa (Beukes and Lowe, 1989); photo in (b) courtesy of N.J. Beukes. (d) Laterally linked, low relief stratiform to
domical stromatolitic mats from the "3245 Ma Fig Tree Group of South Africa (Byerly et al., 1986); photo courtesy
of D.R. Lowe. (e) Stratiform microbial mats from the “3320 Ma Kromberg Formation of South Africa (Walsh and
Lowe, 1985). (f—h) Conical stromatolites from the "3388 Ma Strelley Pool Chert of Western Australia (Hofmann et
al., 1999; see also Allwood et al. 2007 of Precambrian Research, p. 198); scale in (g) = 20 cm; scale in (h) = 10 cm.
(i) Domical and (j) stratiform stromatolites from the 3496 Ma Dresser Formation, Western Australia (Walter et al.,
1980; Buick et al., 1981). U3 pabomer [137].
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Puc 5-16. Mukpockomiyeckie oOKaMeHeJI0CTH U3 apxeiickux crpomaroinToB (Representative Archean microfossils
in petrographic thin sections): (a and b) Broad prokaryotic (oscillatoriacean cyanobacterium-like) tubular sheaths
(Siphonophycus transvaalense) from the "2516 Ma Gamohaan Formation of South Africa (Klein et al., 1987; Buick,
2001); scale shown in (b). (c-h) Solitary or paired (denoted by arrows) microbial coccoidal unicells, and (i—n)
solitary or paired (denoted by arrows) bacterium-like rod-shaped unicells from the "2600 Ma Monte Cristo
Formation of South Africa (Lanier, 1986; Buick, 2001); scale for parts (c—n) shown in (c) (modified after Lanier,
1986). (o-t) Solitary and paired microbial coccoidal unicells from the 3260 Ma Swartkoppie Formation of South
Africa, in (p—s) ordered in a sequence inferred to represent stages of cell division (Knoll and Barghoorn, 1977);
arrows point to dark organic contents within cells; scale shown in (p); (modified after Knoll and Barghoorn, 1977).
(u) Narrow bacterium-like filament and (v) broader microbial filament from the 3320 Ma Kromberg Formation of
South Africa (Walsh and Lowe, 1985; Walsh, 1992; Schopf et al., 2002).

U3 pabomuer [137].
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Puc 5-17. CpaBHeHHe 0CTaTKOB paHHEAPXEHCKOro OpraHusMa Bo3pacToM ~3465 MJIH JIET ¢ MeHee JpeBHEN
OKaMeHeJIOCThIo Bo3pacToM ~750 mitH net. Permineralized carbonaceous filaments in petrographic thin sections of
cherts from the "750 Ma Bitter Springs Formation (a and b, Cephalophytarion laticellulosum: Harvard University
Paleobotanical Collections 58571; Schopf and Kudryavtsev, 2005) and the "3465 Ma Apex chert (¢,
Primaevifilum amoenum: ¢, Natural History Museum, LondonV.63164 [5]; d,V.63166 [1]; E-L,V.63164 [6]; and m—
t, P.conicoterminatum: V.63164 [9]; Schopf, 1993). Magnification of (c, e, and f) denoted in (c), (g-1) in (g), and
(m—t) in (m); (a, c—e and m) show photomontages. (a) Photomicrograph of C. laticellulosum; the circle denotes the
region in (b). (b) Three-dimensional Raman image; arrows point to quartz-filled cell lumina (white) defined by
carbonaceous walls (gray). (c and d) Photomicrographs of specimens of P. amoenum; arrow in (d) points to a
rounded terminus. (e and f) Photomicrographs of P. amoenum, in (e) 3-9um below the section surface with the
rectangle outlining the part in (g-1), and in (f) showing that the specimen (black outline) is embedded in irregularly
shaped quartz grains (arrows). (g) Three-dimensional Raman image; the carbonaceous filament (gray) is cylindrical
and quartz-filled (white). (h—I) Two-dimensional Raman images at sequential depths below the filament surface (h,
at 0.75!m; i, 1.5 pm; j, 2.25 pm; Kk, 3.0 um; 1, 3.75 um); arrows in (h) point to cell-like quartz-filled compartments
(black) defined by carbonaceous walls (white), evident also in (i—I). (m and n) Photomicrographs of P.
conicoterminatum; the rectangle in (m) denotes the part of the filament shown in (o-t); (n) shows the section surface
and the position of the embedded filament (black outline) with arrows pointing to irregularly shaped quartz grains.
(o-t) Two-dimensional Raman images at sequential depths below the filament surface (o, at 1.5um; p, 2.25 um; g,
3.0 um; r, 3.75um; s, 4.5 um; t, 5.25 um); arrows in (o) point to cell-like quartz-filled compartments (black) defined
by carbonaceous walls (white), evident also in (p-t). U3 pabomer [137].
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Puc 5-18. M30TomHEbIH cocTaB yrijiepoa B COCyHCCTBYOIIUX Kap60HaTax 1 OPraHnv4CcCKOM MaTepuajic u3

apxefickux u mpoteposoiickux nopoj. Carbon isotope values for coexisting carbonate andorganic carbon measured
in bulk samples of Phanerozoic and Precambrian sedimentary rocks (Strauss and Moore 1992). The Precambrian is
represented by data from 100 fossiliferous cherts and shales, and the data are shown as average values for groups of
samples from 50 Myr long intervals. U3 0630pa [138].

B pe3ynbraTte npoBeAEHHBIX HCCIeI0BaHUN 0 OMOTeHHOM NMPUPO/IE pala paHHeapXeHCKuX
CTPOMATOJIMTOB MOKHO CEM4ac TOBOPUTH C TOM K€ CTEIIEHbIO YBEPEHHOCTH, C KAKOU IOBOPST O
OMOIreHHOCTH CTPOMATOJIUTOB ITPOTEPO30OUCKUX. B 4acTHOCTH, OTIIANM BCAKUE COMHEHUS B
OMOreHHOCTH cTpoMaToIUTOB popMarmu Ma Dresser B 3anagHoii ABctpasinu BozpactoM ~3490
MJIH JIET.

B Hacrosiiiee BpeMst MOXKHO CUMTATh JOKa3aHHBIM, 4TO 3.5 MIpJ. JIeT Ha3ajd 3emiisd Oblia
3acelieHa pa3IMYHbIMU TUIIAMH MUKPOOPIaHU3MOB, B TOM YHCJIE 9YKAPHUOTOB, IPUHIUITHAIBHO
HE OTJIMYAIOLIUMUCS OT COBPEMEHHBIX.

5.8.2. IlpeanoJsiaraemble OKaMeHeJI0CTH ApeBHee 3.5 MJIpA. J1eT.

Kak Obu10 yKa3aHO BbIIIe, MUKPOCKOIIUYECKHE OKaMeHenocTu u3 popmanuu 3496 Ma
Dresser B 3amanHoit ABcTpaauu Bo3pacToMm ~3465 MITH JIET OKa3bIBAIOTCS OCTaTKaAMH
JIOCTaTOYHO CJI0XHO OPraHU30BAaHHBIX CylIecTB, Puc. 5-16, 5-17. OueBUHO, KHU3Hb K 3TOMY
BpPEMEHHM JI0JIKHA ObliIa IPOCYIIECTBOBATH HA 3€MJI€ ITTUTENIbHOE BpeMsl, TOHaJOOUBIIEECs JIIs
UX HBOJIOLMOHHOTO pa3BuTus. OJTHAKO MIaHCHI OOHAPY>KEHHsI OCTaTKOB OPraHU3MOB JpeBHee 3.5
MJIpJ. JIET KpaliHe MaJibl, IOTOMY YTO Ha BCEH MOBEPXHOCTHU 3€MJIM U3BECTHO JIUIIb HECKOJIBKO
BBIXOJIOB OCAJOYHBIX apXeHCKUX MOPOJ] TAKOTO BO3pacTa, U CTENEHb UX MeTaMOp(hUIECKOM
nepepadoTku (aM(puOOIUTOBBIX U O0sIee BRICOKHX (haruii MmeTamopdu3mMa) HE OCTABIISIET HAJIEHK]]
Ha COXpPaHEHUE OKaMEHEJIOCTEH.

B 1996 rony amepukanckuii reosor Steve Mojzsis (BEHI€pCKOTo NpOUCX0XKIeHUS, paMuIns
MPOU3HOCUTCS Kak MOWDKHUIIT) TPEIpUHSUT IOMBITKY pa3blcKaTh OoJiee IpeBHUE ClIEb )KU3HH,
OpPUEHTHPYSICh Ha XUMUYECKHE M U30TOIHBIE, 2 HE MOP(OIOTHIECKHE XapAKTEPHUCTUKN
YIJIEPOJUCTBIX OCAAKOB, UCIIONIB3YS ACCOLMAIIMIO alaTUuTa ¢ rpauToM B KadecTBe OHoMapKepa.
buorennas opranuka, — moJyiaraji OH, BO Bce BpeMeHa Obuia 6orata ¢ochopoM, U HaKOIIIeHHE e€
110 JIOTHKE Bellel JOJKHO IPUBOAUTH K 00pa3zoBanuio pocdopuros. B mporeccax
MetamopduszmMa GocPopUTHI, KaK MPaBUIIO, MPEOOPA3yIOTCS B CMECh KPUCTAJIJIIOB alaTuTa v
KapOOHATHBIX MUHEPAJIOB, KOTOPasi OOBIYHO COJEPKUT MIPUMECH YTIEPOAUCTHIX YaCTUI] T
rpadura (B 3aBUCUMOCTH OT panuu MeTamoppusma).

[Toucku Moimkuina yBeH4aauch yerexom. EMy ynanocs oOHapyXuTh 3€pHa arnatuTa ¢
BKJIIOUEHUSIMU TpaduTa B sIIIMaxX U *KeJle3ucThiX kBapuutax (chert and bended iron formations)
TpEX Gopmaruii apxeickoro Bo3pacra: sim MeTaMOp(QHU30BaHHBIX B (palluu 3eNEHBIX CIAHIEB
u3 popmarmu Nickol Bell meramopduueckoro mosica Roebourne kparona Pilbara B ceBepo-
3anagHoi yactu 3anaaHoil ABCTpaIuy BO3pacToM ~3.2 MIIP/. JIET, )KEJIEe3UCThIX KBApLUTOB
nosica Isua 3anaanoii ['pernanauu Bo3pactoM He Mosioxke 3700 MITH JIeT U, HaKOHEII, KBapIl-
MUPOKCEHOBBIX THEMCOB KoMIUTekca Itsaq u3 apXxelcKux xKene3ucThIX KBapIMTOB C OCTPOBA
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Akilia y IOxnoro nmobepesxns 3ananuoii ['pernanauu BospactoM ~3.83 mupa. set. [locneanne
OCTaroTCs HanboJiee IpeBHEH 0CaI0YHON MOPOIO U3 BCEX 0OHAPYKEHHBIX I10 CHE BPEMSI.

3amMepbl H30TOIMHOTO COCTaBa YIiaepoa rpauTOBBIX YaCTHUL, BHIIOTHEHHBIE HOHHBIM
30H/IOM, TOKa3aJIi CYIIECTBEHHOE 00OoTalieHue JErKUMHA U30TOIIaMu yrieposa, Puc 5-19. B
ocazkax 0osee MOJIOJ0ro BO3pacTa TaKOW M30TOMHBIN COCTaB yriiepoja YBEPEHO
WHTEpIpPETHpPYETCs Kak ouomapkep, [139].
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METHODS. Cleaned rock chips, taken several centimetres away from

weathering surfaces and free from cracks, were cored to yield 25-mm-
diameter rock disks of 5 mm thickness. These were polished with alumina
powder in distilled water and drilled with an ultrasonic microcorer to produce
a 3-mm-diameter hole at their centres, then sonically cleaned in successive
ethanol and ultrapure water baths before being dried in air. Plugs 3mm
in diameter of pelletized USGS 24 graphite standard (6**Cppg = —16.0%o)
were inserted into the central hole and the section was then Au-coated.
Carbonaceous inclusions in the apatite were sputtered by a focused Cs™

Analysis no.

formed by standard ion microprobe techniques®®* utilizing magnetic peak
switching at high mass-resolving power and ion counting with an electron
multiplier. The carbon isotope ratios, corrected for deadtime and instru-
mental mass fractionation, are reported relative to the VPDB standard using

the conventional delta notation. The mass-fractionation correction proce-
dure assumes that the degree of bias for the lighter isotope inherent in the
sputtering process is the same for the carbonaceous inclusions in the
apatite as for the graphite standard. Measurements on a suite of kerogen
samples differing by a factor of ~7 in H/C ratio show that the effect of such
structural and compositional variations between the standard and the
sample is small (<2%o) in agreement with earlier, less precise findings®.
The inorganic carbon field is the region of carbon isotopic compositions

defined as characteristic of inorganic carbonate carbon and non-bioorganic
reduced carbon.

beam in the CAMECA ims1270 ion microprobe at UCLA, and charge
compensation during negative ion extraction was maintained by using a
normal-incidence electron gun. Carbon isotopic measurements were per-

Puc 5-19. U3oTomnHEI cocTaB yriiepoaa TpagUTOBHIX BKIFOYCHUH B allaTHTE M3 IPEBHEHIINX apXeHCKIX 0CaIKOB,
3aMepEeHHbIC HOHHBIM 30HJIOM.

(a) West Pilbara, [Tosic Roebourne, 3anamnas Aectpamus (>3.25 mupa. net)

(b) XKene3ucrteie kBapiutel Isua Belt, 3anagnas ['pennanausi, (~3.8 mupa. jer)

(c) 'meiicer ¢ octpoBa Akilia, roxHOe modepexne 3amagHoit ['pernanann (>3.85 mupa. nert)

(d) Bapmanmu w30TOIMHOTO COCTaBa yriepoa Ha 3emire. U3 pabotsr [139].

[TosiBnenue padoTsl [139] BeI3Bao 03kecTOUEHHBIE 1€0aThl MEXKIY CTOPOHHUKAMH U
IPOTUBHUKAMU OMOTE€HHOCTH yriiepoJia BKiItoueHH. OCHOBHAs TUCKYCCHS
CKOHIIEHTPUPOBaJach BOKPYT APEBHENIIET0 U3 TPEX 00bEKTOB — rHelcoB ¢ ocTpoBa Akilia.
Bricka3pIBamich COMHEHUS B IPEBHOCTH CaMOil MOPOJIbl, B TOM, YTO /10 MeTaMop(u3Ma 1nopoja
M3HAaYaJIbHO ObUIA OCAJIOYHOM, a HE MarMaTU4ECKOM, a TAK)Ke B AyTEHTUYHOCTH IPapUTOBBIX

~ 1 o a1
BKJIIOYEHMIH. B YaCTHOCTH, 3HAUYCHUA 1) SCPDB , IOJIYYCHHBIC IJII THCUCOB Akllla, HCKOTOPBIM

CIEIHAIMCTaM MOKa3IUCh HEMPaBI0No00HO HU3KMMHU. J{nana3oH Bapuanuii H30TOMTHOTO
COCTaBa yriiepo/a B HUX COMOCTABUM TOJBKO C TAKOBBIM JIJII METAHOBBIX OakTepwid, Puc. 5-19
(c-d). OnHako MeTaHOTPODBI IS KUIHEAEATSILHOCTH UCIIOIB3YIOT HE TOJILKO METaH, HO U
KHCJIOPOJI, Koero B arMocepe 3emun 3.85 Mip/I. jieT Ha3aa ObITh HE MOTJIO.
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Puc 5-20. 3épna amatuta U3 MeTakapOOHATHOW MOPO B! MpoBHHIMHK Isua (Bo3pact ~3.83 mipi. jiet), ¢
MHOTOYHCIICHHBIMH BKJIIOUEHUSIMH Tpadura. U3 pabomuer [140].

HccnenoBanHble BKIIOUEHHS rpaduTa B 3epHAX armaTuTa 1moJi OMHOKYISIPHBIM MHKPOCKOIIOM
U B IPOXOJSIIEM CBETE B MPO3PAUuHO-TIOIHUPOBAHHBIX NUTH(aX BHITISAAT KaK TOHKHE MIEHOYKU
3aKIJIF0YCHHBIE BHYTPh KPUCTAJUIA WIIM OOBOJIAKUBaroIue Kpuctaint, Puc. 5-20. BeickaspiBanuch
COO00paxeHwusl, YTO TUIEHOYKHU 3TH CKOPEe HAIOMHHAIOT CTPYKTYPHI 3aIIOJTHEHUS TPEIIHH, TEM
CaMbIM SIBJISIFOTCSI BTOPHYHBIMHE 110 OTHOIICHHIO K THewcam Akilia, MeHee 1peBHUME, BO3MOXKHO
BO3HUKILIMMU U3 Ta30BOH (a3bl, Hanpumep B peaknusix ¢ yaactueM CO u CHy. Kpome Toro, B
raeiicax Akilia OputH OmEcaHbl THAPOTEPMATIbHBIC H3MEHEHHS, COIIPOBOKIAOIINAECS
rpaduTU3aKeid, ¥ 3TO MOCIYKIJIO HCTOYHUKOM JOMOJIHUTEIbHBIX COMHEHHI B OMOTEHHOCTH
rpaduTa U3 anaTUTOBBIX 3EpPEH.

B xone muckyccuu raeiicst AKilia ObUTH TOBTOPHO U3yYEHBI PA3IMYHBIMU METOAMHU M Ooiee
TaTebHBIM 00pa3om. [locne nedatoB, AuMBIIMXCS 00Jiee JECATH JIET, COTPOBOKIABITUXCS
nyOIMKaIuei 1ecATKOB CTaTei, ObLIO MOITBEPKICHO, YTO 0 MeTaMOppu3Ma UCXOAHAS TOPOAa
Obu1a ocaiouHoi, [ 140]. beiia noareepkaeHa u e€ npeBHOCTH (He MeHee 3.83 muip. e, [142]).
ITo kpaiineii Mmepe, Be TPyMIbI HCcCIe0BaTENEN, BOSHAMEPUBIINCH EPENPOBEPUTH TaHHBIE
[139] 06 n3oTonHOM cocTaBe rpapuTa BKIOUYEHHH, HE CyMENH pa3bICKaTh alaTuTa C
rpadUTOBBIME BKIIFOUEHHUIMH Ha KpoxoTHOM ocTpoBke Akilia. TTocie atoro Mojzsis npeanoxut
CcOOCTBEHHBIE 00pAa3Ibl HE3AaBUCUMOM I'pyIITe SKCTepToB [ 143], moaTBEpAUBIICH ayTEHTUYHOCTD
rpaduTa u 000ramEHHOCTD yriiepoja JErKUMHU U30TONaMH, CBUIETEIbCTBYIOIIYIO O OMOTEHHOM
MIPOUCXOXKACHUH.

Haxkonen, HeaBHO OecniperieIeHTHOE 10 TIATEIbHOCTH U MOJHOTE MUHEPAIOTnYeCKOe
uccieioBaHre anatut-rpadguroBoii acconuaiuu raeiico AKilia ObLI0 BBIMTOIHEHO KOJIJIEKTHBOM
U3 BOCbMH aBTOPOB, [144]. [IpocToii nepedeHp UCIOIb30BaHHBIX TPUOOPOB U METOIUK 3aHSUT ObI
YeTBEPTh CTpaHUIIBL. [lorydeHHbIe pe3yabTaThl UMEIOT /IS HAC PUHIMITHAIBHOE 3HAYCHHE U
noromy OyayT oOCyX/1eHbl O0siee AEeTaIbHO.
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Puc 5-21. (a) A 90 Im thick thin section of the Akilia Qp rock showing the locations of euhedral apatite grains larger
than 3 Im (blue dots) and occurrences with graphite (numbered red dots). Thin sections in a) and (b) are fine-grained
parts of sample G91-26, while (c) is a coarsegrained part of sample G91-26, and (d) is a coarse-grained portion of
sample GR9707. U3 pabomur [144].

dotorpaduu Npo3pavHO-INOJINPOBAHHBIX NUTU(OB HUCCIeT0BaHHbBIX B [144] 06pa3ioB
nokazanbl Ha Puc. 5-20. OcHOBY MOPOJIbI COCTABIISIFOT KBapIl (Oesble KPUCTaILIbI),
KIIMHOMHUPOKCEH (0oJee KpyImHbIE TOIy00BaTO-3€IEHbBIE 3€PHA), OPTOMUPOKCEH U aMpuO0I
(cepeie 3€épHa). [IpucyTcTBYIOT Takke kKapOoHAaTHBIE MUHEPaTBI. TEéMHBIC 00J1acTH Ha
(oTorpadusix — 3TO CKOIUIEHUS] MAarHETUTa U HEKOTOPBIX CYNIb(UIHBIX MUHEPATIOB. 3epHa
araTuTa IMoKa3aHbl TOYOBIMH KPYXXKaMH. 3epHa anaTHTa C BKIIFOUSHUSIMA TpaduTa
3aHYMEPOBaHBI U OTMEUEHBI KPACHBIMU TOYKAMH.
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ABTOpamu 0OHapYKEHBI IBE TeHepaluy rpaduTa B UCCIeI0BaHHbIX oOpasuax. ['padpur
HepBOI TeHEepaluy BBITJIANT 10 MUKPOCKOIIOM KaK MEJIKME BKITIOUEHHS B allaTUTE U
MHBarvHaIuu (CTPYKTYpHI 3alIOJTHEHUS TPEIIHMH). B 1eiicTBUTENEHOCTH K€ — U 3TO TJIaBHBIN
pe3ysbTaT 00CYKIaeMOro HaMH CKPYITYJIE3HOTO UCCIIEOBAHHS — BO BCEX U3YUCHHBIX CITydasix
rpaduT nepBoi reHepanu 00pasyeT TOHKUE MIEHOYKH, OOBOJAKUBAIOIINE KPUCTAILIBI allaTUTA.
ABTOpBI yOeuTenpbHEHIINM 00pa30M JJOKa3ald, YTO KaKyIleecs IPUCYTCTBHE TrpaduTa IepBOi
reHepaluy B BUJI€ BKIIOUYEHUI U MHBaruHanui ectb He Oojiee yeM oOMaH 3peHus. Bee
HaxO0X/1eHHs TpaduTa nepBoil reHepanuy MpeaCTaBIIOT co00H TOHKHE INIEHOUKY TpaduTa,
00BOJIAKMBAIOIINE alIATUTOBBIE KPUCTAJLIBL.

Ha ¢dororpadusax xoporio BUIHO, UTO HE BCE 3epHA allaTUTa 3aKII0OUCHbI B TpaduTOBEIC
o6onouku. CoriacHo MoACcYETaM aBTOPOB, B OOJBIIMHCTBE Cly4aeB rpaduToBbIe 000I0YKH
HaOmoaroTes y 3épeH pazmepom ot 3 10 100 um, Puc. 5-21 (a,b). B xpymHO3epHUCTBIX
oOpa3siax takue 000104k penaku, Puc 5-21 (c,d). B momapmnsitomiem O0JBIIMHCTBE CITy4acB
rpaguToBbie 000JI0YKH OOHAPYKUBAIOTCS y KPUCTAJUIOB allaTUTA, 3aKIIOYEHHBIX B KBapII.
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Puc 5-22. I'paduroBbie IIeHKH, 0OBOJIAKHMBAIOLINE AllaTHT, 3aKIrouéHHbIH B kBapl . (a—f) Three targets of graphite
associated with apatite extracted by the FIB-SEM method. Transmitted light images (a, ¢, and ) were used to target
graphite + apatite associations from below the surface, since they could not be visualized directly by SEM. Different
stages of the FIB process (b, d, and f) revealed that in all cases so far, graphite occurs as a ~500 nm coating at the
interface of apatite and quartz.

HccreroBanue MoBepxXHOCTH NITH(a HE MO3BOJSIET OTIMYHUTH 3€PHO allaTUTa, OKPYKEHHOE
rpaguTOM CO BCEX CTOPOH, OT rpa)UTOBOrO OKaiiMieHus. s pa3bsICHEHUs] TaHHOTO BOIIPOCa
aBTOPBI M3BJICKIIH U3 NUIH(OB TPH MEJIKHX 3€pHA allaTHTa 3aKJIF0YEHHBIX B KBapI[ 1
NPUTOTOBMIIM UX IOTepeuHble cpe3bl. M300paxkenust cpe3oB nokaszansl Ha Puc. 5-22 (b,d,f). Kak
MO>KHO BHJIETB, BCE TPH 3€pHA HOKPHITHI TOHKUMH I'PaUTOBBIMU 000JI0YKaMH CO BCEX CTOPOH.
I'paduToBBIC TNICHKH UMEIOT MOCTOSIHHYIO TONMIIMHY ~500 nm BHE 3aBUCHMOCTH OT pa3Mepa
(dhopmbI 00BOJTAKMBAEMBIX KPUCTAIIIIOB.
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Muxkpoaudpaxiyein IeKTpOHOB OBUIO BBISICHEHO, YTO BO BCEX TPEX CIydasx 3epHa araTUTa
SIBJISIFOTCSI MOHOKPHUCTAUIaMU. [ paHM 3TUX KPUCTAILIOB XOPOIIIO pa3IuuuMbl Ha Puc. 5-22
(b,d,f). Crnoii rpaduTa, HEIOCPEACTBEHHO MPUMBIKAIONIUI K TOBEPXHOCTH allaTUTa, SBISCTCS
MOHOKPUCTAJUTMYECKUM, IPUYEM UMEET MECTO SIMUTAKCHATIBLHOE HapacTaHue rpaduTa Ha araTuT.
(K cosxanenuto, aBTOpbI HE PEACTABIIIN BCei HH(pOpMAINU, KOTOpasi MOTJia ObITh TOJTy4eHa
MCIOJIb3YEMBIMUA UMU MeTOaMU. V3 IPUBEICHHBIX B CTaThE NAHHBIX HEJIB3s MIOHATh, KAKHE
MMEHHO I'paHu arnatuta oopacraroT rpadutoM.) [1o ynaneHnu oT miIoCKOCTH COMPSKEHUS
rpaduT CTAHOBUTCS MOJIMKPUCTATIINYECKUM.

I'padut BTOpOIi reHepalui HUKAK HE CBsI3aH C alaTUTOM IepBoii renepaunn. OH
aCCOLIMMPYETCs ¢ KaJbLIUTOM, MarHETUTOM U Cylb(uaamu (IMPPOTHHOM, IEHTIAHIUTOM,
xanbKonupuTom), Puc. 5-23. DTo TUnMUYHasA acconuanus CKapHOB, THAPOTEPMAIBHOTO
npoucxoxaeHus. Tem caMbIM rpaUT BTOPO reHepalny, 3aBeloMO a0MOTeHHBIH, CKOpee BCero,
SBIISICTCS OJTHUM U3 MPOAYKTOB THIPOTEPMAIbHOM MepepabOTKH CXOIHOM MeTaMOp(hUIeCcKOit
IIOPOJIBI.
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Puc 5-23. I'padur BTOpOii reHeparuu B THeiicax Akilia aOMOTeHHBIH, THAPOTEPMAIBHOTO MPOUCXOKICHUS, HE
MMeET NPsSMOM CBSA3U ¢ IUIEHKaMu rpadura Ha anarute. Back-scattered electron images of examples of regions
where graphite is associated with calcite and other minerals. These mineral assemblages are typical for hydrothermal
skarns in metamorphosed rocks and they are shown in their larger petrographic context. The following mineral
abbreviations were used: quartz = Qtz; hornblende = Hbl; pyroxene = Pyr; magnetite = Mag; graphite = Gr; calcite =
Cal; pyrrhotite = Po; pentlandite = Pn; chalcopyrite = Ccp.

130



Camu aBTopsl [ 144], mpu 00CyX/1eHUU pe3yabTaToOB, BECbMa OCTOPOXKHBI B BbIBOIaX. OHU
TOBOPAT O HEBO3MOKHOCTH OJTHO3HAYHON MHTEPIIPETAL[H [TOJYyYEHHBIX JaHHBIX, KAK UM
Ka)XeTCsl, He UCKIIIOYAIOMINX OMOTEHHOTO MPOUCXOKICHUS TPApUTOBBIX 000JI0UEK Ha arlaTHTE.
HeyBepeHHOCTh aBTOPOB BIOJIHE 00BsiICHUMA. ONMCaHHbIE MU TEKCTYpbl HUKOTA PaHee He
BCTPEYAJIHMCh B TOPHBIX MOPOAAX, OyIb TO OMOTE€HHOTO MPOUCXOXKICHUS WK abuoreHHoro. C
OJIHOW CTOPOHBI, HEMOHATHO, KaK TOHYalII1e I'papUTOBbIE INIEHOYKHU, POBHBIM CII0EM
OKYTBIBAIOIINE KPUCTAJII CO BCEX CTOPOH, MOTJIA OBl 00pa30BaThCcsl B MpoOIIeccax
0CaJIKOHAKOIUIEHUs, MeTaMOop(hr3Ma WK THAPOTEPMATIbHBIX U3MeHeHHH. C Ipyroi CTOpOHBI,
OMOTreHHOE POUCXOXKACHUE rPa(hUTOBBIX TUNIEHOUYECK HA 3EPHAX allaTHTA BRITJIAIUT CHIE MECHEe
IIPaBJONIOIO0OHBIM, €CIIH, CIIEYs aBTOPAM, HICXOIUTh U3 MPEIOI0KEHU 00 UCXOIHON
dbocdopuTOBOI MPUPOIE araTUTA.

MetaocagouHble TOPO/BI, COCTOSIIUE U3 rpaduTa U anaTuTa, 0ObIYHO C IPUMECHIO
KapOOHATOB, IEHCTBUTENHLHO 00pa3ytoTcs pu Metamopduszme pochopuroB. OgHAKO TEKCTYPHI
UX XOpoIIo u3BecTHhl. Kpucranios anarura, 00epHYTHIX INIEHOUKAMU OPraHUYECKOTO
MarepHaia uin rpadura, HUKOTJa B HUX OMMCAHbI He OBUIH.

TexcTypsbl, BO3HUKAIOIIKE B IPOLIECCaX 0CaAK000pa3oBaHus, MeTaMmopdusma u
METacoMaro3a, B IIEJIOM XOPOIIO H3y4eHbl. Brinenenus rpadura BTOpoii reHepauy, HanpuMep,
C MX XapaKTEepPHbIMU 3aJIMBUATHIMU OYEPTAHUSAMH YKa3bIBAIOT HA METACOMAaTUYECKOE
npoucxoxaenue. ['paputoBbie 000109KK TIEpBOIA reHepanuu, Puc. 5-22 (b,d,f), He nmeroT naxe
OTJaJIEHHBIX AaHAJIOTOB CPEIU paHee ONUCAHHOTo0. B yacTHOCTH, BKIIIOUEHHS U IPUMAa3KU
rpaduTta, oOpasyrommuecs npu meramopdusme GochopuToB, BHTISAIT HHaUe. He moxoxu oHn U
HAa OKaMEHEJIOCTH KJIETOYHBIX OPraHW3MOB, TUIIMUHBIE IPEACTaBUTEIN KOTOPBIX TOKA3aHbl HA
Puc. 5-16, 5-17. [locnenHre HUKOTIA HE UMEIOT CTOJIb MPABHIIBHBIX, YITPOIICHHBIX OYePTaHUH,
kak Ha Puc. 5-22 (b,d,f). 1 3€pen MuHEpanoB TOHUYAHIITUM CIIO€M OHHU HE YEXJIAT.

Bcé, pazymeercs, BCTa€T Ha CBOM MECTa, €CJIM IPEANIOJIOKUTH, YTO MBI UIMEEM JIEJIO €
OCTaTKaMH UHBIX (POPM KU3HU, IPUYEM UMEHHO BepUroHocleB. COracHO N3JI0KEHHBIM BbIILE
IIPEJICTaBICHUSIM, OCTATKH BEPUTOHOCLIEB JIOJIKHBI IPEJCTABISITh COO0M OrpaHEHHbIE
KpHCTaJlJIbl anlaTuTa, 00BOJIAKMBaeMble IJIEHKONW opraHudeckoi ciusu. B mponecce
dboccrmmzanuu (OKpeMHEHHS ) CIIM3b MPEBPATUIIACh B KEPOTEH, a MO3/IHEEe, HA CTaNHN
mMetamop¢usMa, — B rpaput. AnaTut He npeTepreBaeT U3MeHeHul npu Metamopdusme, HIoToMy
YTO ATOT MUHEPaJ YCTOWYUB B OYEHb IIMPOKOM JHANa30He TEMIEpaTyp U IaBICHHI.

CTaHOBHUTCS TaKXKe MOHATHBIM, II0YeMY rpaduTOBbIE IUIEHKU HAOIIOAAI0TCS TOIBKO Ha
3epHax anaruTa, 3aKIIYEHHBIX B KBapll. 37€Ch, BEPOSITHO, UMEET CMBICH MOSCHUTH, YTO
OoJbIIast YacTh IPUCYTCTBYIOLIMX B 00CYkK/1aeMON METa0CcaJOYHOM MOPOie MUHEPAIIOB
M3HAYaJIbHO B HEW oTcyTcTBOBaja. JKenezoconepxkaliue CUIIMKaThl — TUPOKCEHBI U aM(puodo,
Harpumep, 00pa3zoBauCh U3 (PUIOCHIMKATOB U TUAPOOKHUCEH Kene3a, MPoNIs uepes HeNbli psi
3aMbICIIOBAThIX MeTaMOppUUecKUX peakiuil. KBapi n3HayaibHO B 0cajKe TaKKe OTCYTCTBOBAJL.
OH o0Opa3yeTcs Ha CTaJUU KaTareHe3a U Ha CaMbIX PaHHUX CTaJusiX MeTamopdusma B
pe3ynbTare 00€3BOKMBAHUU THAPOOKUCH KPEMHUS (TOTO, UTO MMO-aHTJIMHCKU Ha3biBaeTcs chert;
y Hac 3Ty opoty 00ObIYHO Ha3bIBAIOT SIMIMOI) pu Temiieparype He Boiie 180° C.

OueBHIHO, OCTATKU BEPUTOHOCIIEB, PU CEIMMEHTAIIMH MTOMABIINE B MIIUCTBIE OCAIKH,
Oorarele TITMHUCTHIMUA MUHEpaJIaMH, YTPATUIN IpaUTOBbIE 000JIOYKH, TOCKOIBKY
NEePEeKPUCTALITN3ALNSA [JIMH U MOCIeIyIOIINe PEaKIuU ¢ 00pa30BaHUEM JKEJIE3UCTHIX CHIIMKATOB
npu 6oiee BBICOKMX TeMIIepaTypax Hapyllajiu CIIOUTHOCTh MOPOJIbL, AeIai e€ MPOHULAeMOn
st piironioB. I'padut ObLT yTpaueH Ha BHICOKOTEMITEPATYPHBIX CTAAUSIX MeTamopdusma (10
700° C ans ambuOOTUTOBOM (aliu) BCIeACTBUE OKUCICHUS (HAIUYUE B IOPOJE MarHETHTA
TOBOPHUT 00 OKUCIUTENBHBIX YCIOBUSIX, UCKIIOYAIOIIUX MPUCYTCTBUE TpaduTa B paBHOBECHBIX
ycIoBHAX). B TO ke BpeMsl, OCTaTKH BEPUTOHOCIIEB, IPU CEAUMEHTAIMH MTOTABIINX B Iellb
TUAPOKCUAA KpeMHUS (4acTo 00pa3yromierocs B MOJABOIHBIX T€OTEPMATIbHBIX CUCTEMAX ), IPH
0oJiee BBICOKMX TeMIlepaTypax OKa3aJIMCh 3alieyaTaHHBIMU B KBapll. XMMUYECKass HHEPTHOCTh U
HU3Kas MPOHMUIIAEMOCTh KBapiia 00eCeysii N30JISIHI0 TPaQUTOBBIX MIIEHOUYEK OT BO3AEHCTBHS
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¢ronsoB. [TosTOMy TIIEHOUKH HE TOIBKO COXPAHMWIHMCH, YTO IPUMEYATENILHO caMo 1o cede, HO
Y COXPaHWJIU CBOW U30TOMHBIN COCTaB.

IIupoxwuii pas6poc 3Hauenuii 5 C,,, B 06pasmax rpadpura, Puc. 5-19 (c), BeposTHO,

00BSICHSICTCS IPUCYTCTBHEM JBYX T€HEpaIuii 3Toro MuHepasa B rueiicax Akilia. Tompko
IUIEHOUYKHU «3aMypOBAaHHBIE» B KBapll M30€XkKallu MOCIEAYIOIIEro THPOTEPMAIbHOIO U3MEHEHUS
U TIOTOMY YTJIEPOJ] B HUX COXPAHUJ CBOH MEpBOHAYAIBHBIM N30TONHBIN cocTaB. HeoObryHO

HU3KOE Cpe/IHEE 3HAUCHUE 513CPDB =—37%o0 TOXE HE JOJKHO BBI3BIBaTh HejoyMeHUs. CTeneHb
H30TOITHOTO (PPAKIIMOHUPOBAHHUS B aBTOTPOPHBIX OPraHU3Max ONMPEACACTCS MEXaHU3MOM
¢ukcaun CO, . ns apxei, HanpuMep, U3BECTHO LEJbIX LIECTh MyTeil (hUKcaluu yrieposa, 1sa
13 KOTOPBIX OBUTH OTKPBITHI COBCEM HeJaBHO. Kaxk/plil MexaHu3M UKCalluu yriiepoaa
XapaKTePU3yeTCs ONpPE/IeICHHBIM 3HAYCHUEM 513CPDB . B coBpeMeHHBIX aBTOTpOdax 3HAYCHHE

13 o
0"°Cppg IEHCTBHTENBHO HE OITycKaeTcs Huke —30%o , [108]. Heobbrunoe 3Ha4eHuE,
noxydeHHoe 11 rpadura u3 Akilia, BumumMo, TOBOPUT 0 KAKOM-TO HHOM, €I HEU3BECTHOM,
mexannsme pukcaiun CO,, npakTHKYeMOM BEpHTOHOCIIAMH.

OOpatuMcsi BHOBb K M300payKeHHSIM KPUCTAJUIOB allaTHTa C 000JI0YKaMU U3 TpaduTa IepBoi
reHepaly npeacraBieHHbM Ha Puc. 5-22 (b,d,f). Ha n300pakeHnsIX OTUYETIMBO pa3IMIuMBbl
rpaHy KpUCTAJUIOB. Bo3HMKaeT Bompoc, OblIa JIu 3Ta OrpaHka mpuoOpeTeHa B mporecce
MeTaMop(u3Ma, UM YK€ Ha CTa/Ini O0CaIKOHAKOIJICHUS 3epHa alaTUTa MpeICTaBIsIN co00M
orpanéHHble MOHOKpUCTAIIBL. (C TOUKH 3pEHHS CIEIHAINCTA 10 XUMHH TBEPJOTO Tena,
MeTaMOp(U3M €CTh HE YTO MHOE, KaK CBEPX/UINTEIbHBIN OTKUT IIPH OYE€Hb BHICOKOM JIaBJICHUH,
HO HE CJIMIIKOM BBICOKOH TeMmepaType, 00s3aTelIbHO B IPUCYTCTBUH MApOB BOJBI. B mporiecce
MeTaMop(hu3Ma KpUCTaIlJIbl, KaK MPaBUIIO, MEHSIOT CBOM OYE€PTaHUS, MUHUMHU3UPYSI
MOBEPXHOCTHYIO YHEPTHUIO. )

Orpanka anaTUTOBBIX KpucTamuioB Ha Puc. 5-22 (b,d,f) ckopee Bcero, sBisercs nepsuyHoi. B
IPOTHBHOM CiIy4ae TpaUTOBbIC TUIEHOUKU ObUTH OBl pa3pyLICHBI WU (parMEHTHPOBAHEI.
HeOounb1ioit ¢pparMeHT MIEHOUYKH BHYTPH allaTUTOBOIO KPHCTallIa, ICHO Pa3InuUMBbIi Ha Puc.
5-22 (d), BunuMo, rnpeacTapisieT coOol pe3yapTaT IOBTOPHOTO OOpacTaHus, T.e. OTpakaeT
HEKOTOPYIO CTaJIMHHOCTh Pa3BUTUS OPraHU3Ma. ABTOPBI OTMEYAIOT, YTO ()parMeHT IUIEHKH,
NOrpeOEHHBIN BHYTPH KPUCTAJIA, UMEET Ty e TOJIINHY, YTO U BCE IUICHKH, 00BOJIAKUBAIOIINE
KPHUCTAJLIBL.

Bce nannbsie 00 U30TOITHOM cocTaBe U MOP(OIOrUK rpa@UTOBBIX 000JI0UEK aTaTUTOBBIX
kpuctawioB u3 rHerico Akilia, oueBuHO, cornacyroTces ¢ npeAnonoKeHueM 0 OHOreHHOM
npupojie 3TUX oOpa3oBaHuil. bonee Toro, ecTh OCHOBaHUS MpeANoIaraTh, 4To OMOTeHHBIM
SBJISICTCS U allaTUT, @ HE TOJbKO IpaduT, T.€. 4YTO Mbl UMEEM JIEJI0 C (POCCHIIUAMHU BEPUTOHOCIIEB,
a He JIpy30BUKOB. B camom nerne, cornacHo HaOm0IeHUsIM aBTOpOB B [ 144], rpaduToBsie
000J10YKH OOHApYXHUBAIOTCS y aIaTUTOBBIX 3€peH pazmepoM oT 3 1o 100 um. B
KPYIMTHO3EPHUCTHIX 00pasiax 006010uku peaku. CToab Majable pa3Mephbl KPUCTAILIOB (110
CPaBHEHHIO C XapaKTepHOU JJIMHON réHOMa COBPEMEHHOI'0 OPTaHU3Ma) MOTJIM OBITh CIIEICTBUEM
MOJIBUKHOTO 00pasa KU3HU CBOMX BiazeibleB. Takum 00pazom, Bce JaHHbIE 0 MOP(OIOrHH,
U30TOITHOM COCTaBE OKaMMJIEHHBIX IpaproM MEJIKUX alaTUTOBBIX KPHCTAIJIOB U3 THEHCOB
Akilia cornacyroTcs ¢ MpeAnonaokKeHHEM O TOM, UTO 3TH 00pa30BaHMsI IPEACTABIAIOT OO0
(doccmIn3upoBaHHBIE OCTATKH BEPUTOHOCLIEB.

K 6osbioMy coskaneHnto, XMMUYECKUi cocTaB anarurta raeiicoB Akilia He ObL1 1eTambHO
UCCIIE/IOBaH HU B OJJHOM M3 M3BECTHBIX MHE MyOnukaiuii. OcoOblit HHTEpec 171 Hac
npeCcTaBIsIa Obl BOBMOKHOCTB OLIEHUTh aHMOHHBIN COCTAaB — OB JIX 3TO NMPEUMYIIECTBEHHO
XJIOpanaTuT, propanaTuT WU ruapoxkcunanatut? [lepBuYHOCTh anaTuTa B rHEicax He
BBI3BIBACT COMHEHUS. 3epHA MUHEpaJa, 3arie4aTaHHbIe B KBapIl, HE MOTJIH H3MEHUTH COCTaB,
KOJIb CKOPO JJa’ke OOBOJIAKMBAIOIINHM MX TpaUT COXpaHHUI UCXOTHBIE U30TOIHbIE
XapakTepucThku. Ecnu Hann BeiBoJI, yTO rpaduT nepBoii reHepanuu B raeiicax Akilia
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npezcTaBisieT co0oi (hOCCHITN3UPOBAHHBIE OCTATKH BEPUTOHOCIIEB, BEPEH, TO TOTAA CIEAYET
IPU3HATH, YTO B KAYECTBE OCHOBBI 3TH OPraHU3MbI UCIIOJIb30BAJIM UIMEHHO allaTUT.

5.9. UuTonornyeckue cBnaetenbcTBa BEePUroHOLUeHUS.

Opranu3Mbl, UCIIOJIB3YIOLME CTEMIIMHT B KAYECTBE MEXaHU3Ma IIepejaul HaCJIeICTBEHHOM
uH(pOpMalIKH, TOJKHBI B X0/I€ BOJIOLUYU MPONTH CTAJANI0 BEPUTOHOIICHUS. DTOT BHIBOJ OBLI
HaMU CJIeJIaH paHee, B pazjene 5.6. B ToM xe pa3zjene mokazaHo HaIM4YUE KOCBEHHBIX
MPU3HAKOB CBSI3aHHOTO C BEPUTOHOIICHUEM SIBJICHUSI KOMIIPECCUH F€HOB B COBPEMEHHBIX
reHoMax. OKaMeHEeJIOCTH U3 IPEBHEUIINX META0CAIOUHBIX [TOPO/I, OUEHb IIOXO0KUE Ha
dboccunu3upOBaHHbBIE OCTATKU BEPUTOHOCIIEB, 00CYKIATUCH BhILIE, B pasaene 5.7. Tem caMbim,
y Hac €CThb OCHOBaHMS CUUTAaTh COBPEMEHHBIE OPIaHU3Mbl IOTOMKAMH BEPUTOHOCLIEB.

Hcnonb30BaHre BHYTPUKIETOYHOTO allaTUTa B KA4eCTBE CPEJICTBA Mepeaun
HACJIEICTBEHHON HH(OpMAIMK MTpenoIaraeT HaAIMYUEe CIeIUATbHBIX MOJICKYISAPHBIX
MPUCTIOCOOICHUIA SIS BBIPALIMBAHUS KPUCTAIJIOB 3TOTO MUHEpalia U MOJIEP>KaHUS €T0 B
paboyem coctosHuU. HeKoTOpble NX TaKUX MEXAHU3MOB MOTJIM, BUJOU3MEHUBIIINCD,
COXPaHHUTHCSA B COBPEMEHHBIX KJIeTKaxX. B HacTosIeM paszene cieiana nonsitka coopaTh
BOEIMHO Pa3pO3HEHHBIC CBEICHHS O CTSHKEHUAX (pocdaTa B COBPEMEHHBIX OJHOKJIECTOYHBIX
opranu3max. Hinke o0CyXIar0TCsl TaKue SIBJICHUS, KaK KaTbIIMHUPOBAHUE OaKTEpHil U
MHUTOXOH/IPHA, B KOTOPHIX HETTOCPEICTBEHHO HAOIIOIAETCS Pa3pacTaHne BHYTPUKIETOYHOTO
KPUCTAJIMYECKOro anaTuta. Jlanee u3nokKeHbl CBEACHUS O CTSDKEHUSAX BHYTPUKIETOYHOT'O
amopduoro nomudocdara, TaKUX KaK BOJIOTHH OAKTEPHIA, TPAHYJIbl B MATPUKCE MUTOXOHIPUH,
BE3UKYJIbl THAPOTCHOCOM U alluJ0KaNIbIIMOCOMbI. COBMECTHOE pacCMOTPEHUE UMEIOILIUXCS
JTAaHHBIX MPUBOJAUT K BBIBOJLY O CXOJCTBE 3TUX sABJIEHUN. BO3MOXKHO, OHU ABIISAIOTCA
pyIUMEHTaMH paHee CYIIeCTBOBABILEH OpraHeslIbl, COAepKaBIIeH amaTUTOBBIN KPUCTALI,
UCIIOJIb3YEMBIN B KAUECTBE OCHOBBI.

W3noxeHuto mpeanocial KpaTKui ouyepk OMOXMMUU Heopranndeckux nonudocdaros,
CoJIepXKaIIuil CBEACHUS, KOTOPHIE TTOHAI00STCS HaM B OCHOBHOM yacTu pazaena. B manHom
paszene He o0cyxaatoTcs T.H. hocdaTHble Bakyoau HHPY30pUid. B 1esx sICHOCTH U3NI0KEHMS,
BCe cBesieHus 00 HH(DY30pusX coOpaHbl B OTAebHbIN pazaen (5.12.).

5.9.1. Heopranuyeckue nojugocparsl kak npeamecrseHHnkn AT®.

OcHoBy amopdHoi#t cyOcTaHmu, Ha3siBaeMoit inorganic polyphosphate (polyP), cocraBnsitot
OTPHIIATENEHO 3apsHKEHHBIE TIOJTMAHUOHBI U3 HECKOJIBKUX (POC(ATHBIX OCTATKOB, COSTMHEHHBIX
dbocoaHTHAPUAHBIME CBA3IMHU, aHATOTUYHBIX cBsi3aM B ATII, Puc. 5-24.

Puc 5-24. Heopranuueckuii noaugocdar. Bennunna n B
MOJIMAHNOHAX MOKET BapbUPOBATh B IIUPOKUX
npezenax.
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B xauectBe kaTHOHOB HanboJjIce XapaKTCPHBI KaJ'ILI.[HfI, MarHui u I(aJ'IHﬁ, HHOIJa MUHK. Ynciao

docdaTHBIX OCTATKOB MOXKET BapbUpPOBaTh OT ABYX (mupodocdar, PiP, PZO;") J1I0 MHOTHX COTEH.

B naGoparopuu jerko MOryT ObITh CHHTE3UPOBAHBI Pa3INYHble HETUHEHHbIE (OPMBI
noaudochaT-aHHOHOB, OJTHAKO B KHUBBIX KJIETKaX 00OHAPYKUBAIOTCS TOJIBKO JTMHEHHBIE
nonudocdatsl. PazBeTBnéHHbIE U UKINYECKHE (JOPMBI B HUX OTCYTCTBYIOT, [ 146].

J1o 90-X ro10B MpoUIIOro BeKa, M3-3a OTCYTCTBUS aIeKBaTHBIX METO/I0B aHAJIN34, O
MeTtabonu3me U GyHKIuIX polyP B kieTkax moutu HU4ero He ObI0 u3BecTHO, [147]. He cmotps
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Ha TO, YTO noir(pocdaThl KaJabIHsI COCTABISIET OCHOBY T.H. BOJIOTUHOBBIX I'PaHYJ B OaKTepHsIX U
armokanbsimocom (acidocalciosomes) B kireTkax MHOTHX 9YKapHOTOB (B TOM YHCIIC U B
TPOMOOIIMTAX MJIEKOIUTAIONINX ), BEILIECTBO 3TO HE MPHUBJIEKAJIO BHUMAHHUS IIUPOKOTO Kpyra
HCCIIeq0BaTENCH.

CoBpeMeHHbI 3Tan uccnepoBanus polyP Hagancs ¢ pa3paboTKoi TPUHIUIHAIBLHO HOBOM
METOAMKH aHaJIN3a, OCHOBAaHHBIN HAa IPUMEHEHUH ABYX (PepMEHTOB: NoaudochaT-KuHa3bl
(polyphosphate kinase, Beinenena u3 Escherichia coli), npoussonsiueit ATII u3 polyP u AAIL u
sk3ononudocdaraszsr npoxokeit (yeast exopolyphosphatase), cnoco6Hoi# runponuzoBats polyP
1o ¢ocdara, [148]. C ucnonpzoBanueM naHHON MeToaukH polyP ObuT 0OHapykeH BO Bcex
opranusmax, [149-152].

YcTaHoBIIeHO, 4TO KOHIIEHTpauus 1 GyHKiun polyP B KieTkax mpeTepreBaroT
CYIIECTBEHHbIC U3MEHEHUS B 3aBUCUMOCTHU OT CIEUU(UKHU KIETKU U BHYTPUKIETOUHON
JIOKaJIM3aluy. bbUlo BBINOJIHEHO IPaHIM03HOE KOJIMYECTBO UCCIEA0BaHNN OMOIOrMYECKUX
¢byHkuuit polyP B OakTepusax U 0THOKJIETOYHBIX DYKapUOTAX, UMEETCs O0JIbIIOE KOJINYECTBO
JaHHBIX 0 (QyHKIUAX polyP B KileTKkaXx HaCEeKOMBIX, KJIeIIel 1 MiIeKonuTaonmx. TeM He MeHee,
HU JUISl OTHOTO U3 UCCIIEyeMbIX OpraHu3MoB Onoxumus polyP He Oblia u3ydeHa Ha ypoBHE
JeTaJIbHOCTH, TIO3BOJISIFOILIEM ITOHITH METa0O0IN3M 3TOTO COCTUHECHUSI.

Hannuue nonudocgaToB sBisieTcss OJHUM U3 (AKTOPOB MPSIMO MIIM KOCBEHHO BIIMSIOLINX HA
POCT KJIETOK, aIeKBATHOCTb UX PEAKIIUU Ha Pa3InYHbIE CTPECCHI, BUPYIEHTHOCTh IATOI'€HOB,
[153]. YcranorieHo, 9yTO B OaKTEpUAX U OJHOKICTOUHBIX dyKapruoTax polyP nmpuHumaeTt
HETIOCPEACTBEHHOE yJacThe B MeTaboJIM3Me U TPaHCIIOPTe HeopraHudeckux (hocdaros,
HOJ/IEP>KUBAET 3anachl Kajablus [148], XUMHUYECKH CBSA3BIBAET U TEM CAMbIM HEHTPAIU3YyeT HOHbI
TSOKETBIX METAJUIOB (MIPOJIEMOHCTPUPOBAHA OCHOBaHHAs Ha polyP ycroitunBocTs OakTepuii n
apxel K MOBBIIIEHHBIM COJIEP)KaHUSAM CBUHILIA, ATFOMUHUS, KaJAMUs, MEIU, Maprasua, 0apus,
KaJIbLIMS, YpaHa, cM. 0030p [154]), SBIsIETCSl COCTaBHBIM 3JIEMEHTOM MEMOPAHHBIX KaHAJIOB
[155,156], BXOAUT B COCTaB KJIETOYHOI 000JI0YKH OaKTEpUl U MPUHUMAET ydacTue B e€
dynkunonupoBanui [ 157], perynmupyer akTHBHOCTh T€HOB U pepMeHTOB [158], siBisiercst
aktuBatopoMm Lon-nporeassl (Lon protease) [159], obecrieunBaeT ceaeKTUBHOCTh KaTUEBBIX
kaHasoB (T.H. KcsA channel ) [160]. Kpome Toro, polyP unnrubupyer nerpaganuto PHK
nocpenactsoM obpazosanus polyP-PHK kommiekcoB. O merabonusme u ¢pyHkuusx polyP B
KJIETKaX BBICHIMX 3YKAPUOTOB U3BECTHO MeHbIIe. OnucaHHble PYHKINN BKIIOYAIOT B ce0s
axktuBupoBanue TOR-kuna3wl (TOR kinase) [161], perynupoBanue mporiecca Koaryusiuu
KpoBH, [162], nnunuupoBanue anontosa [163,164], yuactue B cunteze ATD B pubocomax
kiemeit [165] u maexonuTaromux [166]. B paborax [167,168] nokazano, uro polyP urpaer
Ba)XHYIO POJIb B aKTUBHPOBAaHHUHK U perynupoBanuu T.H. mitochondrial permeability transition
pore. OTUMHM e aBTOpaMH ITOKa3aHo, YTO CUHTE3 NoudocdaTa coOCTaBIsIeT YacTh MpoLecca
KJIETOYHOTO JIBIXaHUS U OKUCIUTENbHOrO Gochopunuposanus, [166]. O pynkuusx polyP B
KJIETKaX apXxei UMEIOTCs JIUIIb OTPHIBOYHBIE CBEACHMUS, [ 146].

MHuoroo6pasue ¢pyakuuu polyP B kjeTkax U OTCYTCTBUE CBSI3U MEXIY HUMH, BEPOSITHO,
SBJISIIOTCS CEICTBHEM TOTO, uTO polyP mpucyTcTBOBaN B IpeBHUX (POpPMaAX KU3HHU, BOZMOKHO
Ha cCaMOM paHHEM 3Tarie dBojtonud, [ 169]. B 0630pHoii cratbe [ 148] 66110 BhICKa3aHO
IPENoNIoKeHue, 4To nonudocdarsl HCIOIB30BATUCH IPEBHEHIIMMHU OpraHU3MaMy B Ka4eCTBE
MEePEHOCUHKA SHEPTUH, T.€. O0raThle BHICOKOIHEPTeTUYHBIMU (HOCHOIUIPUPHBIMU CBSI3IMU
Moekysbl polyP Bemonnsan pyakiuo AT®. (CornacHo aBTopam [150], mepBbIM 3Ty Uaet0
Bbickazan A.H. benosepckuii.) Beckuii aprymMeHT B OAEpKKY TUIIOTE3bI 00 HCTIONIb30BaHUU
polyP npeBHUME OpraHu3MaMu B KaueCTBE MEPEHOCUMKA SHEPTHH MPEUIOKEH aBTOPaMHU
pabotsl [170], uccnenoBaBIIMMU aKTUBHOCTD MOJIM(OCHATIITIOKOKMHA3BI B OaKTEpHUsX.

Kunazamu Ha3bIBalOT (pepMeHTHI, KaTanusupytomnme dpochopunrponanue. buoxumukamu
M3Y4EHbl MHOTHE COTHHM KMHAa3, U MOYTH Bce OHU Uconb3ytoT AT® B kauecTBe 10HOpa
docara. OgHAKO B HEKOTOPBIX IPAMIOIOKHUTEIbHBIX OAKTEPHUIX OOHAPYKEHbI KUHA3HI,
UCTIONB3YIomIHe 11t 3Toro polyP. Beero Takux kuHa3 u3BecTHO yeThipe: polyP-glucokinase
(monmuocharrmokokunasza), PolyP/ATP-glucokinase, polyP/ATP-glucomannokinase u
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polyP/ATP-NAD kinase. [TepBbie Tpu KaTanu3upyroT GochopriimpoBaHue rIIOKO3bI (IEPBhIi
Iar IIMKOJIn3a), a YeTBEPTas KatanuzupyeT GpochopunupoBanue NAD (nmocneaHuii mar B
o6unocunreze NADP). 13 nux nonudocdarriokoknHaza uMeeT 0oJiee MMpoKoe
pacrnpocTpaHeHHE U TOTOMY Jy4llle U3y4yeHa.

Y CTaHOBIIEHO, YTO B HEKOTOPBIX OaKTEepHUIX (OCHOPHINPOBAHHUE TIIFOKO3bI
nosmdochaTkuHa30i MpoucxoauT ¢ yuyactueM AT®, a ve polyP. beutn Takke oOHapyKEHBI
0aKTepHH ¢ TIFOKOKHUHA30H, CITOCOOHOM ncnonb3oBath 00e Monekyiel, AT® u polyP, B kauecTBe
nonopa ¢ocdara. B 6akrepun Microlunatus phosphovorus 6si1a oOHapy:keHa
nonudocdaTkrHaza, UCTIOIb3YIoIIas ToJIbKo polyP, [783]. B sykapuoTax 3ToT hepMeHT
ucnonb3yeT Toiabko AT®. CornacHo aBropam [170], B opranuzmax, HauboJjiee JpeBHUX B
(rIoreHeTUYeCKOM OTHOIICHNH, aKTUBHOCTD TIIFOKOKUHA3BI B IPUCYTCTBUU polyP B HECKOIBKO
pa3 BbilIe, yeM B npucytctBur AT®. /{15 MeHee peBHUX TAKCOHOB BCE OOCTOUT B TOUHOCTHU
Ha000poT. U3 3TOr0 MMM OBUI C/I€TaH BBIBOJ, YTO IIIFOKOKHHA3a UCTIONb3Ytomiast polyP Bo3HukIa
B ITYOOKO# IpeBHOCTH, Koria polyP Obu1 0CHOBHBIM miepeHOCYnKOM dHeprun, a ATD umena
NOJMYMHEHHOE 3HaUeHHUEe. B MeHee IpeBHUX opraHu3Max, 1o Mepe Toro, kak AT® crana urparb
BCE OOJIBIIYIO POJIb B META0OIU3ME, TTIOKOKHHA3BI IPUCIIOCOOMIHUCH UcToNb30BaTh AT B
KauecTBe ToHOpa Qocdara.

JlomoHUTEbHBIE apTYMEHTBI, TOIKPEIUISIIOIINE THII0Te3Y 00 HCroiabp30BaHuu polyP B
Ka4eCTBE MePEHOCUNKA YHEPTUHN JAPEBHEUITMMU OPTaHU3MaMH, OBbUIH TIOJTYYEHBI ITOCTIe
pacnpoBKU KPUCTAIUTMUECKOM cTPYKTYpbI polyP/ATd-rmrokomanHoOkuHA36L, [171].
ComnocraBnenue cTpykTypsl polyP/AT®-rimrokoMaHHOKHHA3BI OAKTEPUI C TEeKCOKMHA3AMH
JyKapuoTOB (NIEPBUYHAS CTPYKTYpa, TPETUUHAS CTPYKTYpa, A€Tall CTPOCHUS CAalTOB
CBSI3BIBaHMSA CyOCTpaTOB — TIIIOKO3bI U ocdaTa) mpusén aBTopos [171] k 3akimoueHuro, 94To 00a
dbepMeHTa IpOU3OILIH OT OOIIEero MpeaKa, UCIoIb30BaBIIero uMeHHO polyP (a e AT®) B
KauecTBe oHOpa ¢ocdara.

5.9.2. KanbuuHupoBaHue 6aKkTepuii.

BeipamyBanue BHYTPUKIETOUHBIX KPUCTAJUIOB allaTUTa BEPUTOHOCLIEM IPEAToIaraet
CIIOCOOHOCTH M3BJIEKATh U3 OKPYKAIOILEH Cpeibl U KOHIEHTPUPOBATh Kanbluil U Gocdar. Takas
CHOCOOHOCTh JIEHCTBUTENBHO OOHAPY)KUBAETCS Yy OaKTEepUid, Y MUTOXOHJIPUH, COTTIAaCHO TEOPUHU
CUMOMOTeHEe3a SIBJISIFOIINXCS BUAOU3MEHEHHBIMU OaKTEPHUsIMU, HO TOKa HE OOHapyKeHa y apXeu.

Anamum ¢ 6axmepusax. CriocOOHOCTb K KaJIbLIUHUPOBAHUIO ¢ 00pa30BaHUEM allaTUTOBBIX
KPHUCTaJIOB OOHAPY)KUBAETCS Y HEKOTOPBIX OaKTepuil, KUBYIIMX B ITOJIOCTH pTa U
NPUHUMAIOIIUX yJ4acTHe B oOpa3oBaHuu kapueca [172, 173,174], y Escherichia coli [175], y
HEKOTOPBIX OaKkTepuil OOMTAIOIIKUX B MOPCKOM Bojie U B mouse [176 ,177].

Brnepsrie kanbiHUPOBaHKE ObLIO OOHAPYKEHO y OOUTAaroIel B 3yOHOM HaJI€Te OakTepuun
Bacterionema matruchotii B Hauane 1960-x rr. BriocieacTBU# CIIMCOK KaTbIIMHUPYIOIIAXCS
Oakrtepuit ObU1 IOMONHEH. Tak, B padote [174] ObUTH HCCIeT0BaHBI YETHIPHAAIATH
MHUKPOOPIaHU3MOB 0OHAPYKMBAEMBIX B ITOJIOCTH PTa YeIOBEKa U MapMo3eToB. B ueThpéx u3
HUX TIpY OJarompHsITHBIX YCIOBUSX 0OHapyKUBaeTcs KalblIMHUpoBaHue. EmE nBa Buma
KaJIbIIMHUPYIOIIUXCSI OaKTepHil U3 MOJIOCTH pTa ObUIM UCClieoBaHbI B pabote [173].
DNEKTPOHHO-MHUKPOCKOTIMYECKHE N300paKeHHS KaIBIIMHUPYIOTIEHcs: OakTepun Streptococcus
mutans u3 moJI0CTH pTa YeJIoBeKa, MoKa3aHbl Ha Puc. 5-25.
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Puc 5-25. DnekTpoHHO-MHUKPOCKOIMMUYECKUE N300pakeH s Pa3InIHbIX JIMHUI (strains) 6akTepuu Streptococcus
mutans c xpuctaamu anatuta. (A) nuaust OMZ-61, kpucTtanisl 00pa3yroTcs BHYTpH KieToK. Kpuctasmisl,
HaOJI01aeMble BOBHE KIIETOK, MIPEAIION0KUTEIBHO OKa3aJIUCh CHAPYKH BCIIEICTBHE MPOTHIKAHUS MEMOpPaHbI IIPH
paspactanuy; (B) muaus MFA-1, BayTpukierounas MusHepanuzanus; (C) nuaust MGSS, BHYTpUKIETOUHAS
MHUHepanu3anusi. BuaHo, 9To Ha HaYaJIbHOM 3Tale KPUCTAIUIBI Pa3pacTaloTCs 0 BHYTPEHHEH TIOBEPXHOCTH
meMOpa#sl; (D) nmuans S3, 6osee mo3aHMI 3Tann MUHepanu3anui. KprucTamis! anatnTa pa3pacTaioTcst BO
BHYTPHUKJIETOYHOM IIPOCTPAHCTBE. bomee KpymHbIe KpHCTAIUIBI IIPOTHIKAIOT MEMOpaHy 1 pa3pacTaloTcs BO
BHEKJICTOYHOE ITPOCTPAHCTBO B BHJIE PaIHaIbHO-TyYUCTHIX arperaros. Pasmep macitabHoit muHelikn — 500 nm.
U3 pabomer [173].

Bo Bcex kalbIMHUPYIONUXCS OAKTEPUSIX OMUCAHBI BHYTPUKIETOUHBIE OTIIOXKEHUS
KPHUCTAJJIOB alaTHTa XapaKTePHOTO HTOJbYATOr0 TadUTyCa, 9aCTO B BUAE PATUATEHO-TYIHCTBIX
arperaToB. CKOMJIEHHs KPUCTAIUIOB OOBIYHO HAOIOJaI0TCs BOJIM3H TOBEPXHOCTH MEMOPaHbI
(Puc. 5-25 C), OtmeueHo, 4To paauaabHO-IYYHCThIC arperaThl pa3pacTaloTcs U3 EHTPa,
pAacIoI0KEHHOT0 Ha MOBEPXHOCTU MeMOpaHbl. BenecTBre HemocpeAcTBEHHOIO KOHTAKTa
KPHUCTAIOB ¢ MEMOPAHOM, pa3pacTaHue KPUCTAJUIOB YACTO MPUBOIUT K MPOTHIKAHUIO
MeMOpaHbl U OSBJICHUIO BHEKJIETOUHOTO araTHUTa.

Bo Bcex muTHpyeMbIX 3/1eCh MyOIMKANNAX HaJTMYUe anaTuTa (MPpearnoIoKUTeIbHO,
THJIPOKCUIIANIATUTA) MTOATBEPKACHO PEHTTeHOrpahuuecKu. 3HAaUUTEeNbHOE YIIUPEHHE
T(PPaKINOHHBIX TTMKOB CBUIETELCTBYET O MaJIOM pa3Mepe KPUCTAJUINTOB, MeNIbYe, 4YeM B
neHTuHe. HagéXHbIX TaHHBIX O XMMUYECKOM COCTaBE M CTEXMOMETPUU KPUCTAIJIOB HET
BCJIEZICTBHE UX MAJIOCTH. boiee neTanpHbIN aHaIW3 KPUCTAIUIOB, BBITIOJHEHHBIN B padote [177]
JUIs OJTHOW M3 OaKkTepuil oKa3all 3HAaUUTeNbHYI0 IPUMECh KapOOoHaTa, T.€. KpUCTAILIbI
MPEJICTaBISIIOT cO00M n30MOp(dHYIO CMeCh THAPOKCUIanaTuTa u kapooHaranarura. JJokazaso,
YTO anaTUT 00pa3yeTcs B KHUBBIX KIIETKaX.

B pa6ore [178] na mpumepe Bacterionema matruchotii 66110 mokaszano, 4To HyKJI€aIus
KPHUCTAJJIOB OCYIIECTBIISAETCS HEKMM (DaKTOPOM, COZIep KalIMMcsl B MeMOpaHe. ABTOPBI CyMeNH
9KCTPAarupoBaTh €ro0 U3 MEMOPAHBI CMECHIO XJI0podopMa U METaHOJIA B TPOAEMOHCTPHPOBAJIH,
YTO IKCTPAKT HYKIEUPYET POCT KPUCTAJIIOB araTiuTa u3 pactBopa docdara Kanbiys in Vitro.
BrniocnencTBuu ObUIO yCTaHOBIIEHO, YTO (DaKTOp HYKJI€alluy anaTuTa u3 MeMOpaHsl B.
matruchotii sensiercst munonporenHoM. [lepBrdHas CTPyKTypa COOTBETCTBYIOIIETO ario-
JTUTonpoTenHa Obia pacmrdposana B padore [179].
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HecMoTps Ha 3HaUMTENBHOE YHCIIO IMyONIMKaImii, mocBaniéHHbIx Corynebacterium
(Bacterionema) matruchotii u apyrum GakTepusM, KHUBYIIHUX B IMIOJIOCTIX 3yOOB, y
UCCIieIoBaTesIei HeT MOHUMaHUs MPUYKH, MOOYKAAI0IUX OAKTEPHH CHavYalla pa3pyuiaTh
MUHEpas 3yOHOM TKaHH, a 3aTEM €ro Ke IepeoTiararb BHyTpukiieTouHo. Cyzs Mo JaHHbIM,
YIIOMHHAEMBIM B peepaTtax HEKOTOPBIX CTaTel (B OTCYTCTBHE OPUTHHAIIOB), IPOIECC
KaJbIUHUPOBAHUS OaKTepuil 0OHAPYKUBAET CXOJICTBO C KaJbIUHUPOBAHUEM MUTOXOHIPUN
(oOcyxIaeMbIM HUKE): TIOSIBJICHHUIO allaTUTa MPEJIIIeCTBYET 00pa3oBaHue IpaHysl aMOp(GHOTO
nosmdocdara xkanbius [ 180], unu xaneiuii-MmaraueBoro nonudocdara [181]; oTnoxkenue
armatuta MHrHOupyeTcs Marauem [173, 182].

5.9.3. KaabuHupoBaHue MUTOXOH/IPHIA.

[MTonoxenus Teopuu cumbuoreresa (the endosymbiotic theory), cormacuo KkoTopbiM
MUTOXOH/IPHH SIBIISIOTCS IOTOMKAaMH €JMHCTBEHHOM OaKTepHu, HEKOTJa MOTJIOMEHHON KIETKON
apXxeu WM NPUMHTUBHOTO 9yKapHOTa, HbIHE o0menpu3HaHHbl. [Ipegox MutoxoHapuii O, IO
BCEH BUIUMOCTH O-TIpoTeo0aKTepueii (a—proteobacterium) 61u3Koi K pukkercusim, [203,204].
M3BecTHO, 4TO CUMOMOTHYECKHE OTHOLICHUS JIBYX KIETOK OBLIM YCTaHOBIICHBI HE MEHEE
MOJIyTOpa MIJUTHAPIOB JIeT Ha3aa. OcTaéTcs HEM3BECTHBIM, HA YéM OHU OBLTH OCHOBAHBI, U
KaKOro poJia OpraHu3MoM ObljIa KJIeTKa-XO035HMH: OblIa I OHA apXee, WK y He€ y)Ke UMEJHCh
TUIIMYHBIE OPTaHeIUTbl 9YKapUOTOB, TAKKE KaK SAPO MK IEPOKCHCOMA.

MuroxoHapuu (Ki1acCHYecKUe) OOHApYKUBAIOTCS B KJIETKaX BCEX a3POOHBIX 3yKapHOTOB. Mx
ryaBHOW (yHKIMEH siBiseTcst mpou3BoAcTBO AT® B mporecce OKUCIUTETHHOTO

dochopunupoBanus 3a CYET SHEPrUH, BhLIEIAEMON py okuciennu nupysara 1o CO, nu H,0.

[Tpu 3Tom Mosnekynel AT® cHHTE3UPYIOTCS IBYMS IYTSAMHU: B PE3YJIbTaTe CyOCTPaTHOTO
dbochopunpoBaHus B )KUIKON (a3e u B mporiecce MeMOpaHHOTO GhochOpHINPOBAHUS,
UCTIONB3YIONIEM YHEPTUIO0 TPAHCMEMOPAHHOTO AIIEKTPOXUMUYECKOTO TPaTUeHTa TIPOTOHOB.
Kpome Toro, B MUTOXOHAPHSIX CHHTE3UPYIOTCs Kiactepsl [Fe-S], Bxomsmime B cOCTaB MHOTHX
0e1KoB. MUTOXOHIPUH TAK)KE UIPAIOT KIIFOUEBYIO POJib B OMocuHTe3e remoB (haem
biosynthesis), romeocTtase Kajblius ¥ B HHUIIAUPOBAHUS arionTo3a. [ 0BOps 0 JKU3HEHHO-BaKHBIX
(GYHKIUSX MATOXOHIPHUH, HENB3sI HE YIOMSHYTh O CHHTE3e Moy ochaToB, OCYIIECTBIIEMOM B
ux MemOpane, [202].

HexkoTopble rpymibl OHOKJIETOUYHBIX YKapuOTOB — MUKpocopuauu (microsporidians),
MetamoHa sl (Mmetamonads) u apxaméosr (archamoebae) — mumiensr MuToxoHapHii. Panee otu
TPYIIIBI CYUTATHCH HanOoJiee MPUMUATHBHBIMHU, OTBETBUBIIMMHUCS OT (PMIIOTEHETHYECKOTO IpeBa
HYKapHOTOB €II€ 10 BOSHUKHOBEHHSI MUTOXOH/IPH, OJTHAKO B HACTOSILEE BPEMs YCTAHOBIIEHO,
4TO UX KJIETKHU cojiepxkar ruaporenocomsl (hydrogenosomes) mim mutocomsr (Mitosomes) —
KJIETOYHBIC OPTaHEILIbI, CBSI3aHHbBIC C MUTOXOHIPUSIMU OOIIHOCTBIO MPOUCXOKaAeHH s, [206-208].

B kakoM-TO cMBICTIE THAPOTEHOCOMA — 3TO PEAYIIMPOBAHHBINA aHAYPOOHBIH aHAIIOT
mutoxoHapuH. E€ rimaBHast QyHKIUS, KaK ¥ Y MUTOXOHJIPHH, 3aKITFOYAETCS B TPOM3BOJICTBE
AT®, c Toii pa3HHIIEH, YTO B TUIPOTEHOCOMAaX MUPYBAT (PEPMEHTUPYETCSI ¢ 00pa30BaHHEM

anerara, CO,, n MmonekyssprOro Bogopoa (0TKya u HazBanue), a AT® IpOU3BOIUTCS IMILb B

npoiiecce cyocrparHoro pochopunupoBanus. B ruaporeHocoMax Takxke OCyIIECTBISIETCS
6uocunTes knactepoB [Fe-S]. IlpencraBurenu Hanbonee perylipoBaHHON TPyl OpraHesul
POJICTBEHHBIX MUTOXOHJIPUSIM — MUTOCOMBI — He Tpou3BoIIT AT®. 1X enuHcTBeHHAs
ycmaHnosnenHas GyHKIUS — 3T0 cuHTE3 KitactepoB [Fe-S]. Bompoc o Bo3aMoxxHOCTH cuHTE3a
HEOpraHMYecKuX noaugochaToB B THAPOreHOCOMAaX U MUTOCOMAX — €CTECTBEHHBIH BBUY
HAJIMYHS TaKOW (QYHKIIMK Y MUTOXOH/IPHIA — HUT/IE, HACKOJIBKO 51 MOTY CYIIUTh, HE 00CYXKIaJICs.
[TpoucxoxaeHne MUTOXOHIPUHN, THAPOTEHOCOM M MUTOCOM OT €MHOTO OOIIEero mpeaKa
OBLTO TOKa3aHO TIOCPEICTBOM (PHIIOTEHETUIECKOTO HCCIIEeIOBAHNSI OOHAPYKUBAEMBIX B HUX
6enkoB TeruioBoro moka Hsp 70, Hsp60 u Hsp10, [209], u conocTaBieHnemM reHoma
TUIPOTEHOCOM M3 HEKOTOPBIX aHa3POOHBIX HHPY30pHIl ¢ TEHOMOM MHUTOXOHAPUH, [206].
JlononmHUTENbHBIE JOKAa3aTeNbCTBA (PMIIOTEHETUYECKOTO eIMHCTBA BCeX TPEX OpraHesul Obun
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MOJTyYEHBI TP UCCIIEA0OBAaHUHN MEXaHU3MOB IepeHoca Makpomodekyn (6enkoB 1 TPHK) u3
LUTO30JIsI B MUTOXOHAPHH, THAPOTE€HOCOMBI 1 MUTOCOMBI, [207].

Honughocgham-xkanvyuesvie cpanynvt mumoxonopuii. B maTpukce MUTOXOHAPUM Y4aCTO
o0OHapyKUBAIOTCSI MEJIKKE rpaHyJibl, 00bIYHO Ha3biBacMbie Mitochondrial granules wnum electron-
dense granules. Yamie Bcero rpanysibl HaOIOAAIOTCS TaM, TA€ BHYTPEHHsII MeMOpaHa
MUTOXOH/IPHH HEMOCPEACTBEHHO CONpHKacaeTcs ¢ e€ BHemHel memOpanoii, [189]. Hu gpyHkimm
— HM Jja’Ke 2JIEMEHTHBIN COCTaB I'paHyJl He ObUTM HaAEXKHO ONPEAEIIeHbI, XOTS C MOMEHTa
oOHapy>xeHus B Havasie 50 IT. MpOIUIoro BeKa IPaHyJibl 5TH MHOTOKPATHO CTAHOBUIIUCH
ob6BekTOM HccaeaoBanuii [190-194,189].

I'panynbl B MaTpruKce MUTOXOHIpUNA ObUTH 0OHapy)eHbI Havane 1950-x, ¢ mpuxomom
3JIEKTPOHHONW MUKPOCKOITUY B ITOBCETHEBHYIO IPAKTUKY LINTOJOTMUECKUX UcciaenoBaHui. K
cepeauHe 1970-X IT. CIOKUIIUCH JIBE IPOTUBOIOJIOKHBIE TOUKH 3PEHUS O BO3MOXKHOW IPUPOJIE
9THX 00pazoBaHuid. OTHU CUMTAJIM, YTO IPAaHYJIblI COCTOAT U3 aMopdHoro ocdara kanpuus. Mx
OIIOHEHTHI NIBITAJIUCH JI0KA3aTh, YTO TPAHYJIbI IPEJCTABIIAIOT COOOM LIEHTPHI (Precursors), us
KOTOPBIX PAa3pacTaroTCsi HOBbIE CKJIAIKU BHYTPEHHEH MeMOpaHbl MUTOXOHAPpHA. BbIBOABI
NEepBbIX 0A3MPOBAIKCH HA TAHHBIX AHAJIM30B, BBITIOJHEHHBIX C TIOMOIIBIO YJIEKTPOHHOTO
MHUKPO30H/1a U SHEPro-IUCIEPCUOHHOTO PEHTI€HOBCKOI'0 MUKPOAHAIN3aTOPa, OKa3aBIINX
BBICOKHE coziepkaHust Kanmbius u ¢pocdopa, [190,191, 195]. IIpencraBurenst BTOPOM rpyIIibl
uccienoBaresnei oOpalaiy BHUMaHUe Ha TO, YTO Pe3y/IbTaThl aHAJIM30B 3aBUCAT OT METO/1a
MPUTOTOBJIEHUS 00pasia, [192], a Takke Ha TO, YTO B MUTOXOHIPHUSX HEKOTOPBIX KIJIETOK
rpaHyJjbl IPUOOPETAIN BBICOKYIO JIEKTPOHHYIO IUNIOTHOCTD JIMIIb 110CIe PUKCUPOBAHUS
IpenapaToB TETPAOKCHIOM OCMUS. BBICOKHE KOHIICHTPALMHU KAJIBIUS B TPaHyJIax 3TH aBTOPHI
CUHTAJIU apTe(aKTOM, a CaMM I'paHyJIbl oJarajgy cocTosmuMu u3 goconunuaos. Hanpumep, B
pabore [193] cycnieH3un MUTOXOHAPHUI Pa3pyLIATUCh YIbTPa3BYKOM, PUKCHPOBAIHCH
CrHeLHalbHbIMU PAaCTBOPaMHU U LieHTpudyrupoBanuck. Tsokénas Gppakiuus, COOTBETCTBYIOIIAS —
KaK CYMTAJIA aBTOPHI — ITPaHyJiaM, COCTOsUIa B OCHOBHOM 13 (poconumonporenHo. Cpenu
OpPraHUYECKHUX KOHCUCTEHTOB I'paHyll, OOHAPYKEHHBIX CXOAHBIMU METOAAMHU, YIIOMUHAIOTCS
dbochomunuasl (Ta. 00p. KapAUOIUIUH), TTUKOMPOTEUHBI, T.H. OCAXKTAEMbIe KAJIbIIEM
sumnonpoTennsl (calcium precipitable lipoprotein), muroxpom c-okcuaasa, [189].

OTmeTnM, 94TO MEKAY JABYMS TPYIIIaMHU JaHHBIX HET aHTaroHu3mMa. AMop¢HsIii polyP u
dochonunuabl BMECTe SBISIOTCS OCHOBHBIMU KOMITOHEHTAMH alliI0KAIbLINOCOM, CM. HUXKE.
Kpome Toro, ncnosp3ys anbTepHaTUBHBIE METO/IBI, PA3JTUYHBIEC TPYIITBI AaBTOPOB MOTJIN B UTOTE
UCCIIEIOBATh COCTaB Pa3IMUHbIX 00bEeKTOB. ABTOpamH [196], HanpuMmep, ObLT0 0OHAPYKEHO JBa
THUTIA TPaHyJ B MUTOXOHApUsX. [lepBrie, Oonee MeKue, MENN HU3KYIO AJIEKTPOHHYIO
IUIOTHOCTb U HE COJepkKallu Kayblus. [ paHysbl BTOPOro THIla ObUTH KPYIHEE, UMENIH BBICOKYIO
AIIEKTPOHHYIO TUIOTHOCTH ¥ BBICOKHE KOHIICHTPAITUH KaJIBITHSL.

B coBpemeHHOI1 nuTEpaType Bo3006Ja1ana TOUKa 3peHus, COTJIacHO KOTOPO TpaHyJIbl
MUTOXOHJIPHI COCTOAT IJIaBHBIM 00pa3zoM u3 nonudocdaTos kanplus, [176]. Umeromuecs
pe3ysbTaThl aHAJTU30B IPAHYJI MPEKPACHO COTIIACYIOTCS C TAKUM MPEIOI0KEHUEM.
[TpucyrcTBue polyP B MUTOXOHIPUSX psifia OPTaHU3MOB OBIJIO TIPOIEMOHCTPUPOBAHO
paznuuHbIME MeToaamu [166,183,201,202,154], xots pa3pemaromiasi CliocOOHOCTb
CYIIECTBYIOIINX METOIUK (METOIBI «MOKPOI» XUMUH, OMOXUMUIECKHE METO/IbI, aHAITN3
cnexkTpoB SIMP), koneuHo, HerocTaTouHa i oOHapyskeHus polyP B rpanymax per se.
OTcyTCcTBHE KpUCTALIHYECKUX (ha3 B TpaHyliaX MPOAEMOHCTPHPOBAHO TUPPAKIIHEH JIEKTPOHOB,
[195,199]. CymmecTBeHHBIH nporpecc ObLI JOCTUTHYT B TOHUMAaHUM (PU3HOIOTHYECKUX (DYHKITHIA
IpaHys B HEKOTOPBIX THITAaX KJIETOK, ¥, KaK 0Ka3a10Ch, (DYHKIIMHA ATH MOTYT OBITH Pa3HBIMH.
Hanpumep, pyHKINU rpaHys B MUTOXOHIPUSX KJIETOK CEPJCUHON MBIIIIIBI MICKOMUTAIOIINX,
HECOMHEHHO, OTIIMYAIOTCS OT (DYHKIMI IpaHy T B MUTOXOHAPHUSIX XOHIPOIIUTOB, OCTEOOIACTOB H
oJ1oHT001acTOB, [189,176,198-200]. OgHako HU Te, HU APYrHe HUKAK ¢ 00pa30BaHUEM CKIIATOK
BHYTPEHHEH MeMOpaHbI He CBs3aHbI. B 11emmom, rumotesa o nommdocdar-KanbueBoi mpupoe
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rpaHyJ MUTOXOHJPUH MPECTABISACTCS OYeHb YOS IUTENbHOU, X0Ts (Ha MO B3IJISA) OHA U HE
ObUIa J0Ka3aHa OKOHYATEIbHO.

Kanvyunuposanue mumoxonopuit. B nauane 60-x To70B MpoOIUIOro BeKa Obliia oOHapyKeHa
CHOCOOHOCTh MUTOXOHIPUI, U3BJICUEHHBIX U3 IIEYEHU KPBICHI, OBICTPO MOTJIONIATh
3HaYUTeNbHbIe KoJn4ecTBa ocdara KalblKs U3 BOAHOTO PAaCTBOPA, C 00pa30BaHUEM IIIOTHBIX
rpanyn amopdHoro noaudocdara Kanplys, COASPKAIIMM KaTbIUK U Gpocdar B MOTEHOM
oTHomeHuu 1.7 (11 TMAPOKCHIIAIaTHTa 3TO OTHOIICHUE cocTaBisaeT 1.65). SABnenue 3o ObUIO
BIIOCJICJICTBUH UCCIICIOBAHO PSZIOM aBTOPOB Kak iN Vitro, tak u N ViVO Ha nmpumMepe
MUTOXOHJPHUI U3 CaMbIX Pa3HbIX PEACTABUTENIEH SYKapHUOT, HAaIpUMep U3 apoxoken [ 183],
POPOCTKOB KyKypy3blI [ 184], cepaua kpomuka [ 185] u yenoseka [186]. B 1960-1970 rr. 65110
BBITMIOJTHEHO TPAaHAMO3HOE KOJIMYECTBO CXOAHBIX MEXAY CO00M HCCIeI0BaHUM, TOCBAIICHHBIX
JIeTalIIM IIpoliecca KaIbLIMHUPOBaHUSI MUTOXOHAPUI U3 Pa3JIMYHbIX TKaHEW pa3iIMyuHbIX
OpraHu3MOB, CM. HarnpumMep ccbUIkd B [176 u 187]. KanbuuHupoBaHHBIE MUTOXOHAPUHN MTOYKU
MBIIIH TOKa3aHbl Ha Puc. 5-26, [188].

Puc 5-26. DnextponHO-
MHKPOCKOIIHIECKOE
n300pakeHNe KICTKH MTOYKU
MBIIIH OJyYUBIIEH
HMHBEKIIMIO TIFOKOHATA
KaJbLUs B OPIOLIHYIO
noJjoctk. TEMHBIE 00TacTH —
OTJIOXKEHHUS aMOP(HOTO
¢docdara kambIHs B
MUTOXOHAPUSIX,(mm).
OTAenbHbIE YYaCTKH
LIUTOIIIa3MBI TOXKE
KaJIbIIMHUPOBAHBL,(CM).

U3 pabomer [188].

Ha nHauanpHOM 3Tane KaJbLIMHUPOBAHUS IPaHyJIbl MUTOXOHAPUH CITy’KaT HEHTpaMu
akkymyssinun ¢ocdaroB kanmbiys. B HopMe, TpaHyIibl OKpYTIIon (OpMBI M UMEIOT YETKO
ouepueHHyo rpanuiy, Puc. 5-27 (1). Ha HauanpbHOM 3Tarne KanblUHUPOBAHUS TPAHYJIbI
00BOJTAKUBAIOTCS CJI0eM amopdHOro momdocdara KaabIus | BCISACTBHE ITOTO YKPYITHSIIOTCS,
OYepTaHUs UX CTAHOBSITCS PacIUIbIBUATBIMU, Puc. 5-27 (2). [Ipu naspHeiineM KalblHHAUPOBAHUU
WM 1IpH 0o0Jiee BBICOKOM MCXO/IHOM KOHLIEHTPALMK Kallbliusl 00pa3yroTcsl UrojbYaThie
KpHUCTaJIbl THApOKCHIanaTura, Puc. 5-27 (3). Pa3pactasich, KpucTaisl IPOTHIKAIOT MEMOpPaHbI
MUTOXOHJIPHH, YTO IPUBOJUT K UX Pa3pyLICHUIO.
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Puc 5-27. KanbiaupoBanue in Vitro MEUTOXOHAPHUiT H3BICYEHHBIX U3 TPOPOCTKOB KyKypy3sl. (1): B
MUTOXOHAPUAX BBIACPKAHHBIX B paCTBOPE (I)OC(i)aTa B OTCYTCTBHMC KaJIbIIUA BUAHBI HOPMAJIbHBIC I'PaHYJIbL
(cTpenku), KaIBIMHUPOBAHKS HEe HaOmoaaeTcs. (2): HavyalbHBIN Tall KaJbIIMHUPOBAHUS MUTOXOHIPUIl B pacTBOpE,
coJieprKaIeM Kaabluid U Gochar-aHHOH, IPaHyJIbl 00BOJIAKHBAIOTCS clioeM amopdHoro nmomudocdara. (3):
pa3pacTaHue UroJIbYaThiX KPUCTAIUIOB anaTHTa (CTPEJIKH) Ha OoJiee MO3AHEH CTaiK KalbIIMHUPOBAHUS.

(Line scale in Fig. 1 represents 1 um. Figs. 2 and 3 are at same magnification as Fig. 1.

Fig. 1: mitochondria incubated for 3 min in 4 ml of reaction media containing 200 mM KCI, 20 mM tris-HCI (pH
7.4), 1. mg/ml bovine serum albumin, and 4 mM Pi. Arrows point to normal granules. Fig. 2: incubated for 3 min in
reaction medium as in Fig. 1 before addition of 40 umoles of malate + 40 umoles of pyruvate and 20 pmoles of
CaCl,. Three pmoles of NADH were also added. Mitochondria were fixed 15 min after iitial substrate addition. Fig.
3: same as Fig. 2, but with three additions of 40 umoles of malate + 40 umoles of pyruvate, 3 umoles of NADH, 64
umoles of Pi, and 80 umoles of CaCl, spaced 5 min apart. Mitochondria were fixed 25 min after the initial substrate
addition. Large amounts of substrate and longer loading time are essential for the accumulation or massive
crystalline deposits. Arrows show crystalline deposits.) U3 pabome [184].

KanpiuHupoBaHue MUTOXOHIPUH IPOUCXOMT C 3aTpaToil SHepruu. B ombiTax in vitro B
Ka4yeCcTBE MCTOUYHMKA SHEPTUH 0OBIYHO UCTIOIB3YIOTCS MTUPYBAT, CONU SI0JIOYHOM U SHTapHOU
kucior, NADH. ITpu 3amene nona Ca®* wa Mn®*, Sr** wm Ba?* akkymymsiust pocdatos B
MHTOXOH/PHAX TIPOUCXOTUT CXOMHBIM 06pa3oM. B Tosxke Bpems Hanmuue noHoB Mg”' B
pacTBOpe MPUBOANT K PE3KOMY 3aMEIJICHHUIO TIpoIiecca OTIOKEHUs amopdHOTo nonudocdara u
6J0KHpyeT 00pa3oBaHUe KPUCTAIUIOB anatuta, Puc 5-28, [185].
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Puc 5-28. YacTuuHoe MHTMOMpPOBaHUE Npoliecca KajlbIIMHUPOBAHUS MUTOXOHJPUII B MIPUCYTCTBUH HOHOB Mg2+.
Bsepxy: 3n1eKTpOHHOMHUKPOCKOIIMYIECKOE H300pa’keHne MUTOXOHAPHH U3 CepALla KPOJIHUKa IOABEPTHYTHIX
KaJbIIHUPOBAHMIO iN Vitro B mpucyTcTBun HoHOB Mg?*. Hab110 1ar0TCsl b He3HAUMTEIBHEIE 110 06BEMY
cTsoxeHust amopdHoro nonudocdara (1aposuaHble 00pa3oBaHus U 3aTeHEHHBIE 001acTH B MaTpukce). Kpucramis
OTCYTCTBYIOT. Buu3y: KalbIIMHUPOBAHIE MUTOXOHIPHH B aHAJIOTMYHBIX YCIOBUSAX B OTCYTCTBHE HOHOB Mg®"

NPHBOJIHUT K 00Pa30BaHHUIO KPYMHBIX KPHCTAIJIOB allaTHTa, pa3pyLlalonX MeMOpaHbl MUTOXOHIPHIA.
U3 pabomur [185].

Bozamuie ghocghopom u 08yxeanenmuvimu Kamuonamu ee3uxyvl 2udpozenocom. Ha
nepuQepun MOYTH BCeX THAPOTCHOCOM 00HAPYKUBAIOTCS OT OJHOM J0 TPEX BE3HKYIIL,
HassiBaeMbIx peripheral vesickles wiu membrane-associated inclusions, ciaraemsix
3IIEKTPOHHO-TIOTHBIM MaTePUAIOM, OKPYKEHHBIX JIBOitHOO MeMOpaHoii, Puc. 5-30 (f), [210,
211]. Aranu3 3THX BE3UKYI (IIPU TOMOIIX PEHTTEHOBCKOTO YHEPTO-TUCTIEPCUOHHOTO
MHKpOaHaIn3aTopa) u3 ruaporenocom Tritrichomonas foetus mokasan 3HaunTEIbHBIC
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KOHIIGHTPALMH B HUX Kaiblud, pochopa, MarHus u xenesa, [212]. MemOpaHa Be3UKYJIbI
OTJIMYAETCSI OT MEMOpaHbI THIPOTEHOCOMBI TT0 CBOMM XMMHYECKUM CBOMCTBaM, [211].

BBuay 00IIHOCTH IPOMCXOXKACHUS THAPOTEHOCOM U MUTOXOHIPUH, IPEIICTABIIACTCS
pasyMHBIM IIPEAIOIOKUTE, uTo Peripheral vesickles ruaporenocom sIBIsIOTCS aHATIOIOM
noaugochaTHBIX TpaHysl MUTOXOHAPHI. CXOIHBI OKpyTiias opMa, COCTaB, a TAKKE
JoKalu3anus 3TUX 00pazoBaHuil. Be3ukynbl 0O0HapyXUBarOTCs HA EPUQPEPUH THAPOTEHOCOM, a
rpaHysIbl MUTOXOHIPUNA, HATOMHUM, OOBIYHO HAOMIOIAIOTCS TaM, TJIe BHYTPEHH:SI MeMOpaHa
MUTOXOHJIPHH HEMIOCPEACTBEHHO CONPUKAcaeTcs ¢ e€ BHEIIHeH MeMOpaHoil. OJHaKO rpaHyIIbl
MHUTOXOH/IPHI MeJIbYe BE3UKYII U JIMIIEHbI MeMOpanbl. ABTops! [210] oOpamatoT BHUMaHHE, YTO
0 MEePEUNCICHHBIM MpU3HaKaM nepudepuiiHas Be3uKyia TiJpOreHoCOM OUYEHb MTOX0XKa Ha
Al IoKaNIbIIIocoMy (00CyX)TaeMyro HUXKe). Bormpoc 0 BO3MOKHOCTH TPOBEICHUS aHATIOT U
MEXy TpaHyjJIaMi MUTOXOHAPUHN U BE3UKYJIaMU THIPOT€HOCOM HUT/IE, T0-BUAUMOMY, paHee He
obOcyxaaics.

5.9.4. Auu0KaJIBIHOCOMBI.

Krnerounas opranesia ¢ TakuM Ha3BaHUEM BIEpBbIE ObLIa OMKICAaHA B TPUIIAHOCOMAX
CpaBHUTENBHO HelaBHO, B 1994 r. Bekope ObU10 0CO3HAHO, YTO T.H. oMU OochaTHBIE BAKYOIN
BOJIOPOCIIEH U MIPOTUCT SIBJISIOTCS 00pa3oBaHUAMU CXOAHOU mpupobl. K HacTosmemy BpeMeHu
JeTaIbHO MCCIEeI0OBaHHbIE TOMM(OCc(haTHBIE BAKYOJU B MAPA3UTHPYIOIIMX MUKPOOPTraHU3Max
Toxoplasma gondii, Plasmodium spp., 3exénoii Bogopociu Chlamidomonas reinhardtii u
cimseBuke Dictiostelium discoideym. Bee onu okaszanuch arupokaibiimocomamu, [210].
O0pa3oBaHus CXOJHON MPUPOJIBI UMEIOTCS U Y MHOTHX JAPYTUX SYKapUOTOB, BKIIIOYAs YETIOBEKA.
BrickasbiBainoch MMPECAIIO0JIO0KCHUEC, YTO U BOJIFOTUH 6aKT€pI/If/'I TOXEC CBA3aH C
AIUA0KAIBIIIOCOMOM OOIIHOCTHIO IPOUCXOKICHHS, U €CJIU MOCIEAHEE MPEIN0I0KEHHE BEPHO,
alMIOKAJIBIIMOCOMY CJIEIYeT IPU3HATh €MHCTBEHHYIO OPTraHeIyIon, 00men st OakTepuil u
3YKapuoToB, [210, 213, 214].

Puc 5-29. Mopdonorus anunokanpnocoM B Tpunanocomaruaax. /Morphology of acidocalcisomes in whole
trypanosomatids. Electron spectroscopic imaging (contrast tuning) of whole cells adhered to formvar-coated grids
showing the shape, size and distribution of the acidocalcisomes (black spots) in different developmental forms of
trypanosomatid species. a | Promastigote of Blastocrithidia culicis (scale bar 2 um). b | Choanomastigote of
Crithidia deanei (scale bar 1 um). ¢ | Amastigote of Trypanosoma cruzi (scale bar 1.5 um). d | Epimastigote of T.
cruzi (scale bar 2 pm)./ U3 0630pa [214].
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Cmpoenue u puzuonozuueckue pynkyuu. AynoKaIbIIIOCOMBI PEICTABIIAIOT COOOH
KHCJIOTHBIE, OoraThie KaimbiiueM u polyP (B Tom umcie nmupodocdarom, PiP) opranemibr
OKpyTII0# popmbl, Tuamerpom 00b19Ho oT 100 10 200 nm, OKpy)EHHBIE JBOMHON MeMOpaHOit
ToJMHOMR 6 nm, Puc. 5-30.

Puc 5-30. D1eKTpOHHO-MHKPOCKOITMYECKHE H300paKEHHUSI TOHKUX CPE30B alliI0KaIbIINOCOM IIPUTOTOBIECHHBIX
pazmmuHBIME MeTogamu. Ha nzo0pakeHnu b xopotro paznnanMa meMOpaHa. Ha n300pakeHun €, MoIydeHHOM
METOJ0M KPHO-UMMYHOSIEKTPOHHOH MUKPOCKOIIHH, TI0KAa3aHO pacnpeienenne Hacoco V-H'-PPase B MemOpane
anuIoKasImocoMbl u3 Leishmania amazonensis. Ha f nuzo6paxena rumporenocoma us Tritrichomonas foetus. Ha
nepud)epruu rTUAPOrSHOCOMBI PA3ITHUUMO JICKTPOHHO-TIOTHOE 00pa30BaHKe, OTACIEHHOE OT THAPOTCHOCOMBI
JIBOWMHOM MeMOpaHoii. T0 00pa3oBaHue, «OpraHeilia OpraHesUIbl», MPEACTABISLCT COOOH aHaIor
AU I0KAJIBIIMOCOMBI.
/Thin sections of acidocalcisomes of trypanosomatid parasites prepared by different transmission electron
microscopy methods and of hydrogenosomes of Tritrichomonas foetus. Acidocalcisomes of epimastigote forms of
Trypanosoma cruzi submitted to chemical fixation followed by conventional embedding in epoxide resin (a),
cryofixation by high-pressure freezing followed by freeze substitution and epoxide embedding (b) and cryofixation
by immersion in ethane, cryosection and observation at low temperature (c). Note that the electron-dense material is
better preserved with the use of cryomethods. Part a shows an acidocalcisome with an electron-dense inclusion and
a vacuole of the endocytic pathway filled with endocytic tracers. Part b shows that a membrane surrounds the
acidocalcisome. Phytomonas franc¢ai submitted to routine fixation and embedding in epoxide resin (d). Note the
arrangement of the electron-dense material in concentric patterns in the acidocalcisome. e | Cryo-immunoelectron
microscopy of Leishmania amazonensis using antibodies raised against the V-H+-PPase. f | Tritrichomonas foetus
hydrogenosome. Cells were fixed according to a glutaraldehyde-osmium tetroxide-potassium ferrocyanide
procedure with 5 mM CaCl2 added to all solutions. The electron-dense reaction product is visible in a vesicle-like
structure (hydrogenosome vesicle) separated from the rest of the hydrogenosome, which has a double membrane.
The scale bars represent 150 nm, 100 nm, 100 nm, 100 nm, 200 nm and 300 nm in parts a—f, respectively. /

U3 0630pa [214].

OTnUYuTeNBbHYI0 0COOCHHOCTh MEMOPAHBI AllHI0KATBIIIOCOM COCTABIISIET XapaKTePHBIH
Ha0Op MOHHBIX HACOCOB U HOHOOOMEHHUKOB, UMEETCSI TaK)Ke, M0 KpaitHell Mepe, OAuH
akBanopuH. CIMCOK TUMTMYHBIX HACOCOB, OMMCAHHBIX B MEMOpaHe alu0KAIbIIMOCOM U3
Pa3ITMYHBIX OPraHU3MOB, BKIIOUAET KalbleBbie Hacock Ca’ -ATPases, BOXOPOIHBIE HACOCHI
vacuolar-type H*-ATPase (V-H"-ATPase) u vacuolar-type H*-pyrophosphatase (V-H"-PPase),
[214]. UMeHHO ¢ anuI0KaIbIHOCOMaMH aCCOIIMUPYETCS HACOC V-H+—Ppase, [210, 213, 214, 215,
216], MonekyJIIpHOE NCKOIIAeMOE, OTIMCAaHHBIN BbllIE B pa3aene 5.7.2.1.

Marpukc anua0KaIbIuOCOM OTINYAETCA BBICOKOHN AJIEKTPOHHOM MIIOTHOCTHIO, BEPOSITHO
BCJIE/ICTBHE BBICOKOW KOHIIEHTparuu gochopa. B myuke 31eKTpoHOB MaTpUKC UCTIapseTcs,
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MIO3TOMY TOJT JICKTPOHHBIM MUKPOCKOIIOM TpenapaThl alluJ0KaIbIIMOCOM, U3TOTOBJICHHBIC
TPaJIULMOHHBIMU METOJaMH, OOBIYHO BBITVISIIAT KaK IYCThIE BAKyOJIU C OCTaTKaMU 3JIEKTPOHHO-
IUIOTHOT'O Marepuaina o kpasm, Puc. 5-30(a). Unentudukaius anuaokaabimoCOM BO MHOTOM
cTaJla BO3MO>KHa OJ1arojjapsi yCOBEpIICHCTBOBAHUIO METOIMKH KpUODUKCAIIUU MPErnapaToB AJis
AIIEKTPOHHON MUKpockomuy, [210], Puc. 5-30 (b,c,e). OCHOBHBIE XUMHUYECKUE STIEMEHTHI,
0oOHapy»XUBaeMbIe B MATPUKCE, — 3TO KUCIOPO, pochop, Kaapluil 1 MarHuii, a TaKxKe HaTPHil,
MHOT/Ia IIMHK U )keJe30. CocTaB KaTHOHOB BapbUPYET JUIA PA3HBIX BUJIOB, a TAKXKE B
3aBHCHUMOCTH OT YCJIOBUN OOUTaHUSI.

Jlnist Bcex anma0KalbIIMOCOM XapaKTepHBbI BBICOKHE KOHIIEHTpauuu kak PiP, tak u polyP ¢
OoJbIIeH JUIMHOM MOIMAaHUOHA, ITPU 3TOM KOJIU4eCTBO GochaTHbIX ocTaTKOB B polyP mms
pa3HBIX BUJIOB MOXET BapbHpoBaTh. OO1iee coaepxanue GochaToB B alllI0KAIBIIHOCOME
orieHuBaeTcs B 3-8 Mo (B mepecuére Ha oprodocdar). [lTomumo nonudocdartos, 3t
OpraHeIIbl COAEPIKaT YIIIeBOBI U JIMMUABL. Il HUX TaKkKe XapaKTepPHBI BHICOKHE
KOHIIEHTPALlUU CBOOOIHBIX aMUHOKHUCIIOT. CoJiepykaHue cephl B allUAOKAIBIMOCOMAaX OYECHb
HU3KOE, YTO TOBOPUT 00 OTCYTCTBUHU OEIKOB. TeM He MeHee, ISt HEKOTOPhIX OPTaHu3MOB
JI0Ka3aHO MPUCYTCTBUE (PEPMEHTOB B allMI0KAIBIIMOCOMAX, TAKUX Kak mupodocdar kuHasa,
ak3ononudocdaraza, pacTBOpuMas Heopranndeckas nupodocdarasa, [210].

OO01eit st Bcex alu0KalIblIMOCOM YePTO SBISETCS UX CIOCOOHOCTh HAKAIJIMBATh
KaJbIIM{ TP TIOBBIIICHHOW KOHIICHTPALIUU 3TOTO AJIEMEHTA B cpefie. Ta 0COOCHHOCTh
CONMMXKAeT UX C TPaHyIaMU MUTOXOHJIPHIA.

Bo3MmoskHbIe OHoornUeckre GyHKIUN auJ0KaIbIIHOCOM M UX METabO0IM3M 00CYXKIAI0TCS B
pabotax [210, 214]. Bonpocsl 3TH COCTaBIIAIOT YacTh YIOMHHABIIIEHCS BbIIIe Oosee o0meit
npo0eMbl BeISICHEHHS (yHKIHMK U MeTabosm3ma polyP, B KOTOpoii emé o4eHb MHOTO HESICHOTO.
HoBble anupokansinocoMbl B TPUIIAHOCOMATHIaX, COMIacHO aBTopam [210], obpasyroTcs
noukoBanueM, cM. Puc. 5-29(c,d).

Cx00cmeo ayuooKanbyuoCcom ¢ 60110MuUHOM. BOIIOTUHOBBIE IPaHyIIbl (Ha3bIBAEMbIE TAKXKE
MOJIMXPOMATHUECKUMU TpaHyJaMH) ObLTH TIEPBOI CYOKIETOYHON CTPYKTYpOil, 0OHApY>KEHHOM B
Oaxrepusx. [lo3nHee, oHM ObUIM HACHTU(PUIMPOBAHBI B BOJOPOCISIX U MPOTUCTAX U
nepeuMeHOBaHbl B nosndocdaTHbie BaKyoIH, BBUAY BBICOKOTO COJiepkKaHUs B HUX polyP.

BontoTrHOBBIE TpaHysibl OaKTEpU CXOAHBI C allUI0KATbIIMOCOMAMH 10 XUMHU3MY U
MOp$OJIOTHH, BCIEACTBUE YEr0 BO3HUK BOIPOC O BOZMOXKHBIX 3BOJIOIIMOHHBIX CBS3IX MEXKIY
HUMU. B HacTosiee BpemMs BOPOC 3TOT HE MOKET ObITh PEIIEH OJIHO3HAYHO, OJJTHAKO YXKe
obHapyxeHbl 1Be Oaktepun — Agrobacterium tumefaciens u Rhodospirillum rubrum, —
BOJIIOTUHOBBIE TPAHYJIbI KOTOPBIX MOJTHOCTHIO aHAIIOTHYHBI alli0KaIbImocoMam, [217,215]. B
YaCTHOCTH, OHU TOXE OKPY>KEHBI IBOWHON MeMOpaHol, B KOTOPOH MMMYHOJIFOMUHECIIEHTHBIM
METOJIOM MOKA3aHO HAIMYKE XapaKTePHOTO IS alliI0KaIbIHOCOM BOAOPOAHOTO Hacoca V-H'-
PPase. Tem caMbIM, OOIIHOCTh IPOUCXOXKAECHUS BOIIOTHHA U AI[UI0KAIBLIHOCOM
IpeJICTaBiIsIeTCsS BECbMa BEPOSITHOMN. B apxesx anuaokanbuocoMbl MOKa 0OHApYKEHbI HE OBbLIH.
HexkoTopsle apxeu coaeprkaT BOJIOTUH [213], HO B cHily €ro Majol pacpoCTpaHEHHOCTH
0CTaéTcsl HESICHBIM, ObUI JIM OH YHACJIEI0BaH OT OOIIETo MpejKa UK K€ M03aUMCTBOBAH Y
OaKTepHil WK y 3yKapHOTOB MOCPEICTBOM TOPU30HTAILHOI'O TPAHCTIOPTA I€HOB.

Jlpeenocmo ayuookansvyuocom. ABTopsl 0030poB [213, 214], o6paboTaB umeromuecs JaHHbIS
00 PBOITIOIHH AITUAOKAIBIINOCOM, IIPUIILTH K BEIBOTY O HEOOBIYAIHOW JPEBHOCTH ITHUX
oOpa3oBaHuil. DT opraHeIbl 00HAPYKUBAIOTCS B (PMIOTCHETHUYECKU yIATEHHBIX
MIPEJICTABUTEIISAX DYKAPUOTOB (ITIOMUMO YIIOMHHABIIUXCSI BBITIIE TPUITAHOCOMATH]T, TOKCOTUIA3MBI,
MaJISIPUHHOTO TIA3MOIHS, XJIAMUJIOMOHA/IBI M CTU3E€BHUKA, OHU OOHAPYKEHBI TAKXKe KETTKE
KypuHbIX stuil [218] u B xkenTke st kpoBococymiero kioma Rhodnius prolixus [219], B
TpoMOonuTax yenoBeka). [loaTroMmy oHM JOMKHBI OBUTH MIPUCYTCTBOBATH B 00IIIEM MPEIKEe BCEX
9ykapruoToB. Kpome TOro, IMEHHO ¢ MEMOPaHO# aIHIOKATBIIHOCOM ACCOIIMUPYETCS
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06CyKIaBIIMiics paHee IPOTOHHBIH Hacoc V-H-PPase, mouTenHas JpeBHOCTH KOTOPOTO He
MO/ABEPraeTcsi COMHEHUIO.

He BnosiHe siceH BOIIpOC O rpymIe OpraHu3MoOB, C KOTOPBIMH CIIEAYET CBSA3bIBATh
BO3HHUKHOBEHHUE alMI0KaIbIIIOCOM U BOJIIOTHHA. BONMIOTHH XapakTepeH A 6akTepuit.
AUI0KATBLIIMOCOMBI OOHAPYKHUBAIOTCS Y 9YKAPHUOTOB, CXO/ICTBO BOJIIIOTHHA U
aIlMI0KATIBIIMOCOM YOCIUTEIIBHO ITPoIeMOHCTpHpoBaHo aBTopamu [210]. ITockosbky apxen
coJiepKat BOJIOTHH HAMHOTO PeXxe, YeM OaKTepHH, MOXHO HPEATIOI0XKNTh, YTO HEKOTOPHIE
apXeu CpaBHUTEIHHO HEJAABHO MI03aMMCTBOBAJIM BOJIIOTHUH y OaKTEpHil MOCPEACTBOM
TOPU30HTAJILHOTO IIEpEHOCca TeHOB. Bomnpoc 0 mMpoucxok1eHnu BOJIIOTHHA apXeil oT4acTu
TIPOSICHSAETCS TIPH PACCMOTPEHNH (DHUIIOTeHETHYECKOTo IpeBa NpOoTOHHOro Hacoca V-H'-Ppase.

TecHas accoluanus NpoToHHOro Hacoca V-H'-Ppase ¢ aruaokansuocoMamMu 1 BOITOTHHOM
MOKET OBITh MCIIOJIb30BaHA JJIS BBIACHEHHS TIPUPOJIBI BOFOTHHA apxel. B padote [213] Ob110
TIOCTPOEHO (PUIOreHEeTHUECKOE IPEBO FeHOB, KOAUPYIONHUX roMonoruunsie V-H'-Ppase B
apxesix, 6aKTepUsX U dyKapHoTaX. ABTOPHI JeNaloT BEIBoJ o Hanmuuu V-H'-Ppase B 06miem
npeznke OakTepuid, apxei 1 9yKapruoTOB, TOCKOJIbKY TOMOJIOTUYHBIE T€HBI OOHAPYKUBAIOTCS BO
Bcex TpEX noMeHax ku3HH. Ha Mol B3riis, moctpoeHHoe aBTopamu [213] punoreneTnyeckoe
JpeBO OOHAPYKUBAET OCOOEHHOCTb, CBUIETENBCTBYIOIIYIO B [10JIb3Y 3aUMCTBOBaHUS OEIKOB V-
H*-Ppase apxesmu. Eciu hunoreneTnueckie B3aMMOOTHONIEHNS TAKCOHOB IPEBa IeHOB,
KOJMPYIOIIHX roMosoruunblie ek V-H'-Ppase B apxesix, 6akTepusx U 3yKapuoTax,
MOCTPOEHHOTO B [213], comocTaBUTh ¢ OOLICTPUHATON CXEMOW TAKCOHOB, TOCTPOSHHOM Ha
ocHoBe aHann3a pudbocomuoit PHK, To oOHapyxuBaeTcs nmpekpacHOe COOTBETCTBUE
(bUIOreHeTUYECKUX B3aMMOOTHOIICHUM ISl OaKTEePHil U SyKapuOTOB, a BOT 11 MHOTUX apXei
TAKOTO COOTBETCTBUS He Habmomaercs. [locnennee, kKak MHE KaXKeTCsl, U €CTh MaHU(eCTaIUs
TOPH30HTAIBHOTO TlepeHoca reHoB V-H'-Ppase oT 6akTepuii niam 3yKapuoTOB K apXesM. A 310
03HAYAET, YTO apXeU MPUOOPETN CBOW BOJIIFOTHH MTOCPEACTBOM FOPU30HTAIBLHOIO IEpeHoca
TEHOB.

5.9.5. O6cy:xnenue.

SIBneHus1, OTIMCAHHBIC B HACTOSILEM Pa3/ielie, MOTYT OBbITh PYJAUMEHTAMH JPEBHETO
KJIETOYHOTO MPUCIIOCOOJICHNS B BUJIE KPHCTAJLIA alaTHTa, UCTIONIb3YEeMOT0 JUTsl CTEMITUHTA U
TpaHCIsAIMU. MOJIeKyIspHbIE HACOCHI, HCIIOIBb3YEMbIE IS TTOIICPIKaHUS BBICOKOM
koHIeHTpariy 1oHoB Ca’* n (PO,)* Bo BHYTPHKIETOUHBIX KHUAKOCTSX, TPEOYEMBIX st
HACBIIICHUS UX allaTUTOM, JICHCTBYIOT U MOHBIHE, C TOM pa3HHUIICH, 4TO Pocdar, paHee
UCTIONIb3yEMBIH [UIs TIOTyYeHHs KPUCTAJUIOB MUHEpasa, TeNeph HCIONIb3YeTCs U CHHTE3a
polyP u opranuueckux gocdaroB. HarmsaHbIM MPOSBICHUEM 3THX MEXAHU3MOB CITYIKHT
(eHOMEH KaTbIIMHUPOBAHUS OaKTEPHH 1 MUTOXOHAPHIA, a TAK)KE aHAIOTHYHOE €My HaKOTUICHHE
KaJIbIHs B AIMIOKATBIIHOCOMAX IIPH TIOBBIMICHHBIX KOHIeHTparmsix Ca®* B cpexe. Boratsie
polyP anmaokanbIrocoMbl 3yKapruoTOB M BOJIOTHH OaKTEpHid, BEPOSTHO, IPEACTABISIOT COOOI
BUJIOM3MEHEHUS KJIIETOYHOW OpPraHesUTbl, HEKOT/Ia CO/ICPIKABIICH KPUCTAILT alaTUTa,
UCTIOJIb30BABIIMICS ISl KOTTMPOBAHUS MOJMHYKJICOTHIOB CTEMITHHIOM | (MJTH) TPAHCIISALIUH.

MOKHO MPEANOIOKHTE, YTO KIETOUHASI OpraHeslia, CTaBIIas BIOCICACTBUH
aIMJOKATBIMOCOMOM, M3HAYAIBHO COZIeprKalla KPUCTAILT MIIH HECKOJIBKO KPHCTAJUIOB anaTuTa,
KOTOPBIE MOTJIH OBITh UCIIOJIb30BaHbI JUIS KOTIMPOBAHUS TMTOJMHYKJICOTHIOB WA TPAHCIISIIIUH.
3aTeM cozeprKalluil MoJOOHYIO OpraHeiuTy opranu3M od3aBoauiicsi pubocomoii mim bona fide
MOJIMMEPA30i TIOCPEICTBOM FOPU30HTAIBHOTO TIEPEHOCA COOTBETCTBYIOIIUX I'eHOB. B
pe3yJibTare opranu3M Oojiee He UMeJ HaJI0OHOCTH B KPUCTAUTMYECKOM anaTtute. [loaTomy
OpraHesuIbl, €ro MPOU3BOIAIINE, B OJJHUX OpraHM3Max ObUIH yTpaveHbl, a B IPYTUX
nepenpoUIMPOBaHbl KaK CHHTE3aTOPBI M BMecTHIINIIA polyP, B TO BpeMst UCIIONB3yeMOoro B
KauecTBE OCHOBHOTO YHEPTOHOCUTEIIS

[TpyuHIMas M3TI0KEHHYIO TOYKY 3pEHHS Ha IPOUCXOXKICHUE alliI0KaIbIIMOCOMBI U BOJIOTHHA
HYKapuOTOB U OAKTEpUH, peAKOCTh MOAOOHBIX 00pa30BaHUll y apXel, BEpOsITHO, YKa3bIBAET, YTO
NOJIMMEPa3bl MPEIKOB apXeil He ObUIM MOTYYEeHBI TyTEM 3aMMCTBOBAHUS Y IPYTUX OPTaHU3MOB.
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B cnenyromem pazzene npemioxkeH MeXxaHu3M BO3HUKHOBEHHS TOJMMEPa3bl MyTEM
MUHHUATIOPU3AIMH 3aCTPAYMBAEMOI0 alaTUTOBOIO KPUCTaJlla, KOTOPBIM HE TOKEH
COMPOBOXKAATHCS BOSHUKHOBEHHEM BoJtoTUHA. [lonrmepasa, ucnoib3yeMast mpekamMmu apxein
(PHK-pemmkasa) Moria BOSHUKHYTh B TAKOM IIPOIIECCE.

HNHTepecHo OTMETUTD, YTO UCIIOIb3YyeMasi JUIsl BRIPALIMBAHMS allaTUTOBBIX KPUCTAIIOB
oprase’suia, BIIOCIIEJCTBUH CTABIIAsl BOJIIOTUHOM OaKTEepUil U alliJOKAILLIHOCOMOM 3yKapUOTOB,
cama 1o cebe, Morjia BO3HUKHYTH B pe3yJbTaTe d3HIMCUMON03a — OHA MOTJIa OBbITh
BEPUTOHOCLIEM, 3aXBAaYE€HHBIM HEKUM JIpy30BUKOM. Cy/is 110 TOMY, YTO pa3MHOMKAIOTCS
AIUI0KAIBLIIMOCOMBI B COBPEMEHHBIX DYKApUOTaX TOYKOBAHUEM, TAKMUM, BEPOSITHO, OBLT U
MEXaHHM3M Pa3MHOXKEHHsI Hallero Bepuronociia. Eciu 3to npenmnonoxenue BepHo, 6osee
JETAIbHOE UCCIIeIOBAaHUE MEMOPaHbI alliI0KATBIIIOCOM ITO3BOJUT MPOSICHUTH IPUPOTY
MeMOpaH JpeBHEHIINX OPraHU3MOB, BOSHUKIIUX JI0 MOSBICHUS OakTepuil u apxeit. Jlo Toro, kak
CTaTh OPraHeJUION, BCICACTBAE YHIOCUMOMOTHYECKOTO TAPTHEPCTBA, HAIl BEpUTOHOCEII - B BUJE
KpHUCTaJlJIa araTuTa, OKPYKEHHOTO TBOMHON MeMOpaHOii, ObLII OYEHb [TOX0K Ha T€ OPraHU3MBI,
49bU (POCCUITM3UPOBAHHBIC OCTATKH 00CYXIAINCh paHee, B pasene 5.8.2.

5.10. NMepexon oT cTeMnuHra K nonvumMmepasam.

B coBpeMeHHBIX opranu3Max cOOpKa MOJIMHYKJICOTHI0B OCYIIECTBISETCS MOIUMEpa3aMu —
CHEUATM3UPOBAHHBIMU (pepMEHTaM, OOJIBIIMHCTBO U3 KOTOPBIX MPEACTABISIOT CO00H OYSHb
TPOMO3JKHUE, CI0KHO YCTPOCHHBIE MAaKPOMOJIeKYIbl. CTPYKTYpa MHOTHX MOJMMeEpa3 U3BECTHA C
BBICOKOH CTEINEHbIO JIeTaIbHOCTHU. MI3BECTHBI M1 MHOTHE JE€TalId IPOTEKAIOLIUX B HUX IIPOLIECCOB.
B HacrosiieM pazzene cienaHa MonbITKa MOHATH, B CAMBIX OOIIMX YepTaxX, KaKuM 00pa3oM
IIOCTEIIEHHBIE IBOJIIOLIMOHHBIE YCOBEPILIEHCTBOBAHMUS HE3AMBICIIOBATOTO YCTPOMCTBA,
COJIeprKallero KpucTasl anaTuTa, CHHTE3UPOBABIIETO MOJUHYKICOTH IBI CTEMIIMHIOM, MOTJIH
IIPUBECTHU K MOSBICHUIO MOJIEKYJISPHBIX MAIllMH, BHEIIHE HUYETO 00IEro ¢ HUM HE UMEIOLIHX.
Jlenaercs Takke MONBITKA OTHICKATH CIIEbI JPEBHETO KATAIUTUYECKOTO MEXaHU3Ma,
OCHOBaHHOT'O Ha CTEMIIMHTE, B COBPEMEHHBIX MOJIMMEpPa3ax.

Paznuyaror cocraBHbie moauMepasbl (Multisubunit polymerases), cocrosiiume U3 HECKOIBKUX
cyOBbEeIMHULL, ¥ MOJIMMEPa3bl HE SBISAIONIMECS COCTaBHBIMU. COCTaBHBIE MOJIMMEPa3bl MOXKHO
YBEPEHHO OTHECTH K YHUCITY Hanbosiee TPOMO3AKIX U CIIOKHO YCTPOSHHBIX MOJIEKYIISPHBIX
npucnocoOienuii B npupone. Bcee onu sBustores JIHK-3aBucumbivu PHK nonumepasamu, Bee
KaTaJIM3UPYIOT TPAHCKPUIILMIO, BCE CBSI3aHbI OOIIHOCTHIO MPOUCX0XAeHUS. MBI OyneM
Ha3bIBaTh UX cocmasuvimu PHK nonumepazamu.

(a)
Rpb2
e —— subassembly ~RPP3
e T subassembly

[
-

)
o
o
o

Il lod 8100

-,

oo dimer oof intermediate Bacterial Pol

Rpb1

. A p r- iy
subassembly ! ‘f = (d) o TR
; Sy ) < ‘ @
gt i = - _)"'{:'
:.‘!‘_1‘- J {5 3
. ~

0
subcomplex § 1 e
Intermediate containing “‘\®~’~-
Rpb3 Rpb2 and Rpb3
subassembly ubassemblies Core Pol I




Puc 5-31. Ctpykrypa coctaBHoit PHK nonumepassl u cxema coeaunenus cyobenunui. /RNA polymerase subunit
composition and assembly. (a) Crystal structure of Pol Il. The polymerase core may be thought of as consisting of
three subassemblies, the Rpb1 subassembly containing Rpbl, Rpb5, Rpb6 and Rpb8, the Rpb2 subassembly
containing Rpb2 and Rpb9, and the Rpb3 subassembly containing Rpb3, Rpb10, Rpb11 and Rpb12. A stalk
consisting of Rpb4 and Rpb7 protrudes from the core. Eight zinc ions and the magnesium ion at the active site are
shown as cyan and pink spheres, respectively. Adapted from [5]. (b) Scheme of eukaryotic RNA polymerase subunit
composition. Shared or homologous subunits of the three eukaryotic RNA polymerases (Table 1) are depicted in the
same color. Subunits are labeled according to (a) and Table 1. (c) Assembly of bacterial RNA polymerase.
Assembly starts with formation of an aa dimer, proceeds via an aab intermediate, and is completed by the addition
of the b0 and v subunits. The subunits are colored according to their eukaryotic homologs in (b). The a subunit is
homologous to Rpb3 and Rpb11 in Pol II, and to AC40 and AC19 in Pol | and Pol I11. (d) Putative pathway for
assembly of the Pol 1l core. Assembly may start with formation of the Rpb3 subassembly, proceed via association
with the Rpb2 subassembly, and finish with addition of the Rpb1 subassembly. Subunits shown in light gray (with
broken outlines) have no homologs in bacterial RNA polymerases. / U3 0630pa [784].

DBoonus ¥ QpUIOrMHETHYEeCKHe B3auMooTHolIeHus cocTaBHbix PHK-monnmepas
oOcyxnanuck Beile, B pazaene 5.4.1. CornacHo nanHbIM rtoreHeTndeckoro anammsza [710],
HAIIOMHHUM, BO3HUKHOBEHUE 3TOH MOJIMMepa3bl BOCXOIUT K IpeakaM Oaktepuid. Hucio
CyOBEMHHUII B MOJIEKYJIE MOYKET MEHATHCS OT 12 10 17, mpudyéM BO3HHUKIIA COCTaBHAS CTPYKTYypa
B r11y0oKoii npeBHOCTU. CornacHo [224] Mosekyna, sIBISIOMmascs 001IuM Ipe KoM
coBpeMeHHBIX cocTaBHbIX PHK-nionmmMepas, yxxe copeprkana 6emku, roMOJIOTHYHbIE 12
cyobenunuiiaM copeMennoit PHK-nonumepassl.

Haubonpmiee pacnpocTpaHeHne B MIPUPOJIE KMEIOT TOJIUMEPA3bl, HE SBISIOIIUECS
COCTaBHBIMH, MOJIEKYJIbI KOTOPBIX IO (hOpMe MOTYT OBITh YIOJOOIEHBI «CI0KEHHOM
NPUTOPIIHEH JTafioHK ipaBoi pykm» (a cupped right-hand palm). B monekyse 3toii monumepassi
pas3nuyaroT 0JIOKH, MMEHYeMbIe ThUIbHON cTopoHOl pyku (palm), 6onsimoit nanern (thumb) u
nanbiiel (fingers), Puc 5-32.

Puc 5-32. Ctpykrypa monexynsl PHK-3aBucumoit PHK
HoJTMepaskbl BUpyca rosnomuenura. M3 pabomet [185].

OOcyxaeMbie MOJIMMEpa3bl ¢ MOJIEKyIIol B Bue msitepHH (a cupped right-hand palm)
BKJIIOYAOT MIPEJICTaBUTENIEH BCEX YETHIPEX BOSMOXKHBIX THUIIOB, T.€. U CyOCTpaTOM U
cUHTe3upyemoi Mosiekyioi MoxkeT ObITh Kak PHK, tak n JIHK. Vx xoaupyromue
MOCJIEI0BATEIbHOCTH OOHAPYKUBAIOT YACTUYHYIO TOMOJIOTHIO, PaCIPOCTPAHSIONIYIOCS JIUIIb Ha

OTJICTbHBIC JIOMEHBI MOJIEKYITBI. O XapaKTepe TOMOJIOTHH MOXKHO CY/IUTH IO TUarpamme Ha
Puc 5-33.
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Amino acid sequence alignments for the four
categories of nucleic acid polymerase. The
numbers at the top of the figure refer to residue
numbers of poliovirus polymerase. Sequence
motifs within each category are enclosed with
solid lines. These motifs are those described by
Koonin [14] for positive-strand RNA viruses
(RNA-RNA); Xiong and Eickbush [18] for

RMNA-dependent DNA polymerases
(RNA-DNA); DeLarue et al. [19] for Pol | and
Polc type DNA-dependent DMNA polymerases
(DNA—DNA); and Masters et al. [61] for the
small single-subunit DNA-dependent RNA
polymerases (DNA-RNA). Sequence-based
alignments between the polymerase categories
are designated by dashed lines; the sequence-

based alignments are those of Xiong and
Eickbush [18] for RNA-dependent
polymerases; DelLarue et al. [19] for DNA-
dependent polymerases and for all four
categories of polymerases. The
structure/sequence motifs described in this
paper are indicated by shading and are labeled
A, B, C, D, and E which are the designations of
Poch [17]. These alignments expand on
sequence and structural alignments described
previously [23,44]. Note that DNA-dependent
polymerases contain a motif B (labeled B*) that
is different from the motif B as designated by
Poch for RNA-dependent polymerases; motif B
as labeled here refers to a structure/sequence
motif that occurs in all four categories of
polymerase and corresponds to the C-terminal
portion of motif B of Poch [17].

Puc 5-33. I'paduaeckoe npeacTaBieHHe TOMOJIOTHYHBIX JOMEHOB B KOAUPYIOIINX ITOCIIEIOBATEIBHOCTSIX
TIOJTIMEpa3 YEeTHIPEX THITOB C MOJICKYJIOMN, COCTOSIIEH U3 OJIHON CyOBeMMHHUIIBI CO CTPYKTYpOit «a cupped right-hand

palmy.

U3 pabomuwr [785].

HauGomnb1ree cxoacTBO 00HAPYKUBAIOT KOAUPYOIIHE TochenoBarenbHoctd PHK-3aBucumotii
PHK nommmepassl 1 PHK-3aBucumoit JIHK nonmumepassl (T.€. 00paTHOM TpaHCKPUNITA3bI, BBIIIE,
B paznene 5.4.1 o6o3nauenHoi kak RT). BonpmuHCTBO HccienoBaTeneil yBepeHsl, 4To JBa 3TH
ceMeiicTBa moiauMepas CBI3aHbl OOLTHOCTHIO MpoucxoxaeHus, [702,709,710, 785]. C apyroii
CTOPOHEI, IMOCIe0BaTebHOCTH, Koaupyomue JIHK-3aBucuMble monmMepasbl, 00HApYKUBAIOT
CXOJICTBO MEXy coboif, [273, P_2,D 17]. B npenenax gnomena palm obHapykuBaercst T.H. COre
domain, conepkaniuii akKTUBHBIN LIEHTP, TOMOJIOTUYHBIN JUISI BCEX MOJIUMEPa3 00CykKIaeMOro

cemelicTBa, [273,D_17].

WuTpuryromeit 0COOEHHOCTHIO MOJIMMEPa3 JAHHOTO CTPYKTYPHOTO THIIA SIBIISIETCS] CXOJICTBO
CTpOEeHHS ¥ PYHKIHN JOMEHOB MOJIEKYJIBI Pa3HBIX MOJUMEPA3 B OTCYTCTBUE ToMonoruu. Tomac
Creiili, cormocTaBuB CTPYKTyphl Heckoabkux JIHK-monumepas, oOHapysxui B gomenax thumb u
fingers y4acTku, UMEIOIIHE Y pa3HbIX MOJIUMEPa3 CXOHOES CTPOSHHE U BBIMOIHSIOIINES
UICHTUYHBIC (YHKINHU, HO HE SBISIOIIUECs roMosioramu, [237]. 3a 15 net, npomemue mocie
nyonukanuu 063opa [237], OblIM ONpeAeIeHbl CTPYKTYPBI APYTHX MOJIMMEPa3 JaHHOTO
CTPYKTYPHOTO THTIa, TOJTBEPANBIINX HATNYHE CTPYKTYPHOTO CXO/ICTBA B OTCYTCTBHE
TOMOJIOTHH JUISl OTJEJIBHBIX JOMEHOB MOJICKYJIBI.

W3BecTHO HE MEHee MSATH CTPYKTYPHBIX TUIIOB (PEPMEHTOB, CIIOCOOHBIX KaTATM3UPOBATh
obpa3zoBanue pochoandpupHoii cBA3M ¢ 00pazoBaHUEM MOTUHYKICOTUI0B [709]. Monekynbl
HEKOTOPBIX U3 HUX, TAKUE, HAIIpUMeEp, Kak y n300paxk€HHoI Ha Puc 5-34 nmonumepassl
cemeiicTBa POl X, OTIHYAFOTCSI MUHUATIOPHOCTBIO U H3sIIIecTBOM. OYEBUIHO, IPOUCXOXKICHUE
ATUX MOJMMEPA3 UMEET MaJIO OOIIETO C MPOUCXOKACHUEM IPOMO3AKUX MAaKPOMOJIEKYJI,
MOHCTPYO3HOTO 00JIHKA, TOJA00HBIX M300pakéHHBIM Ha Puc 5-31 u 5-32.

ASFV pol X

Puc 5-34. Crpykrypa monexynsl JJHK-onmmepass! Bupyca ahpuKaHCKOH TyMBI

CBHUHEMN.

U3 0630pa [787].

Huxe npeanoskena cxemMa BO3HUKHOBEHHUS IPOMO3IKUX MOJIMMEpPa3, MOA0OHBIX
n300paxxénHbIM Ha Puc 5-31 u 5-32. [1pu u3noxeHnn MOeIu HaM MOHa1005TCsl HEKOTOPbIE
oOmue cBesieHus 0 OenKax, peryJupyroliuX HyKI€aluo U pocT KPUCTAIIOB. DTH CBEACHUS
IIOMEIIEHBI B CIEYIOIIEM ITOpa3ele.
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FBenku, pecynupyroujue nykneayuio u pocm Kpucmasnoes. 3ajada BHyTPUKICTOUHON
MUHEpaJIN3alliy peIaiach B MpUpoie OeCUNCICHHOe MHOXKECTBO pa3. [1Inpoko n3BecTHHI 1
JIeTaIbHO U3y4YEHbI TaKue OEIKH, KaK OCTEOKAIbLIMH, YYaCTBYIOUIHIA B PETYIUPOBAHUT
NPOIIECCOB KAJIBIIMHUPOBAHUS, aMEJIOTEHUH, PETYIUPYIONINI 00pa3oBaHue 3yOHON IMaiH,
OenKu-aHTU(PU3BI TPETOTBPAIIAOLINE Pa3pacTaHue KPUCTAIIIOB JbJa. CyIIecTBYIOT areHTHl,
peryaupypIue 00pa3oBaHue KPUCTAIOB OKcallaTa KajlbIIHsl, IUTPaTa KalbIHs, aparOHUTa
(CaCO03), kpucrobanura (SiO2), OKCHIOB keie3a U psijia IpyruxX COSAUHEHUI.

PerynupoBanue mporeccoB KpuCTAILIH3AMH B IPUPOJIE, KaK IPABUIIO, OCYIIECTBIISCTCS
OenKamu, Ha TIOBEPXHOCTH INI00YIIBI UMEIOIUMH YYaCTKH, UMUTHPYIOIIUE 3JIEMEHTHI CTPYKTYPbI
COOTBETCTBYIOIIETO KpUCTaUIa. [ J100yla 0cTeOKaIbIIMHA, HATPUMED, YICPKHUBACT ISTh
katioHOB Ca’*, KOOPIMHHPYEMBIX KAPOOKCHIbHBIMA TPYIIIAME AMHHOKHCIIOT, TAK YTO
B3aMMHOE PACIOJI0KEHNE KATHOHOB B TOUHOCTH BOCIIPOM3BOJIUT UX PACIIONIOKEHHE B CTPYKTYpE
anatuta, Puc. 6-42. B 6enkax-antudpuzax JUisi TOH K€ [EIH UCTIONIB3YIOTCS OCTATKH
AMHHOKHUCIIOTHI TPEOHUHA, BOCITPOU3BOISIIUE pacioyioskeHre Moiekyn HoO Ha yuacTke rpaHu
KpHUCTaa JibAa (pa3MepoM JI0 HECKOJIBKUX JIE€MEHTAPHBIX TYEeK).

MexaHu3M peryIupoBaHus KPUCTAIUIN3AIUH YIOOHO WILTIOCTPUPOBATh Ha TIpUMepe OeKOB-
aHTH(PHU30B, TOTOMY YTO B IAHHOM CITy4ae UMEETCsI OOIMPHOE CEMEHCTBO OCIIKOB, HE
CBSI3aHHBIX OOITHOCTHIO MPOUCXOXKICHHSI, IPUHIIHIT JICHCTBUS KOTOPBIX HIICHTHYCH.
[TonumenTuabl TOW TPYIIIBI TPEIOXPAHSIOT KIIETKH MHOTUX HETETNIOKPOBHBIX OPraHU3MOB OT
pa3pylIaroIIero BO3AeHCTBIS KPUCTAIUIOB JibAa. Ha3BaHue «aHTUPPU3», KAK OTMEUAIOT
CHEIUAIHCTHI, HE BIIOJIHE OTPAXKAET X (PU3NOJOTHUECKYIO (DYHKIIHIO, 3aKIIFOYAIOIIYIOCS HE B
MOHMKCHUHU TEMIIEPaTyPhl KPUCTAILTM3AIMU BOJIBL, @ B IPEJOTBPAICHHH T.H. PEKPUCTAIITU3AIUH
abaa (recrystallization). Ha HaganbHO#M cTaguu mporecca KpUCTALIM3AMKA BOIbI 00pa3yeTcst
00JIBIIIOE KOJIMYECTBO MEJIKMX KPHCTAILIOB JIbJIA. 3aTEM HMEET MECTO PEKPUCTAIUIA3ALINS,
COCTOSAIIAsI B TOM, YTO HEKOTOPbIE KPUCTAUIBI 3HAYUTEIHHO YBEINIMBAIOTCS B pa3Mepe 3a CUET
YMEHBIICHUS ¥ HCYC3HOBEHUS IpyruX. Paspacrasce, Takue KpUCTAJUIBI CIIOCOOHBI MOBPEIUTH
MeMOpaHbI KJIETOK. MOJIeKyIbl 0eKOB-aHTH()PU3OB CBSA3BIBAIOTCS C TPAHSIMU KPUCTAJIOB JIb/IA,
npe0TBpalias UX pa3pacTaHue.

ocean pout

yellow

spruce
mealworm budworm snow flea
beettle moth

winter ﬂounder
Puc 5-35. benxu-antudpussl, BEIAECICHHBIE U3 HEKOTOPBIX PBIO U HACEKOMBIX. OCTaTKM TPEOHHHA, IMUTHPYIOIIHE
pacIoNoXeHNEe MOJIEKYI BOJbI HAa TPAHH KPUCTAIIIOB JIbJA, TOKA3aHbl CBETJIO-TOIYOBIM. U3 0630pa [225]

benku-anTrpu3bsl UMEIOT HEOOIBIINE MOJIEKYJIbI, B KOTOPBIX BCeryia 0OHapYKUBACTCS
IUIOCKast IOBEPXHOCTb, OOrarasi OCTaTKaMu TpeoHWHa. MOJIeKysIbl HECKOIBKUX TaKHX OEIKOB,
BBIJICIIEHHBIC M3 PHIO 1 HACEKOMBIX, IpelicTaBiieHbl Ha Puc. 5-35. OctaTku TpeoHWHA TTOKa3aHbI
CBETNO-TOIYObIM. CITIOCOOHOCTH CBA3BIBATHCS C KPUCTAIIIIOM 00YCIIOBIEHA 3aKOHOMEPHBIM
PacCIOJIOKEHUEM OCTATKOB TPEOHHWHA, BOCITPOU3BOIAIINM PACIIOIOKEHHE MOJIEKYJI BOJIbI HA
IPaHU KPUCTAJLIA JIbJA.

MexaHu3M peryampoBaHus KpUCTAUIM3ALUN [TOCPEICTBOM HMHUTALMH MOJUIENTHIOM
CTPYKTYPbI COOTBETCTBYIOIIETO HEOPTaHMUECKOTO KPUCTAJLIA, T0-BUIUMOMY, SIBJISIETCS OOIIUM
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denomenom. Coznaérest TaKKe BIEUATICHHE, YTO PETYIMPOBAHNE KPUCTAIIH3AIMH — 3TO
3aJja4a OTHOCUTENIbHO MpocTas. MoJiekysa COOTBETCTBYIOIIETO Oeska-perysTopa He JoJKHa
COBEpILIATH CIOXKHBIX IPOCTPAHCTBEHHBIX MEPEMEIIECHUH, a CyOCcTpaT — T.e. KPUCTAII, C
KOTOPBIM CBSI3BIBAETCS OEIIOK, UMEET MPOCTYIO, PErYJISIPHBIM 00pa30oM OpraHU30BaHHYIO

CTPYKTYDY.

5.10.1. MexaHu3M BO3HUKHOBEHHUS MOJMMepas.

PaccmoTpuM cHavana, Kak MOTJIM BOSHUKHYTb [TOJIMMepa3bl, HOJOOHO CEMEHCTBY MOJIMMEPa3
B Bujie right-hand palm, (Puc 5-32), o6Hapy>XHBarOIIKUX YaCTUIHYIO TOMOJIOTHIO
AMHHOKHUCIJIOTHBIX IIOCJIE0BATEIbHOCTEH, IPH KOTOPOH UMEeTCsl HEKUH LIeHTPasIbHbIN OJIOK,
TOMOJIOTHYHBIN JJIS1 BCEX MOJIMMEPa3, a OCTaJIbHbIE OJ0KH 00HAPYKUBAIOT CTPYKTYpHOE
CXOJICTBO U, B OTCYTCTBHE T'OMOJIOTMH, BBIIOJIHSIOT aHAJIOTUYHbIE (DYHKIUH.

Mgl nojiaraem, 4To B UCXOAHBI MOMEHT BPEMEHH OPTaHU3MbI ObLITH HA/I€JICHBI IBYMS
TUIIAMU MOJIEKYJISIPHBIX YCTPOWCTB, COZIEPIKAIMMU anaTuToBbIM kpuctasml. [lepBoe ycTpoiicTBO
MCII0JIb30BAJIOCh JJIs TOJIMMEPU3ALMHN HYKIEOTUI0B (IPUHLIMII JEHCTBUSI ONMCcaH B paszaeine 4.2),
a BTOpOE Ul TpaHCJIALUU (IPUHLMUI JeHCTBUA onucaH B paszzene 5.5.2). B nensx
onpeAenéHHOCTH OYJIEM CUUTaTh, YTO MIPOLIECC, OCYILIECTBIISIEMbIN EPBBIM YCTPOHCTBOM, OBLI
perukanueir PHK. O0a yctpolicTBa npennoaratoTcsi 3BOJIIOLMOHUPYIOLIMMHU B HallpaBJIeHUH
MUHUATIOPU3ALMH UCIIO0JIb3YEMbIX UMH allaTUTOBBIX KPUCTAIUIOB (B CUITYy IPUYMH, U3JI0KEHHBIX
HIDKE), [IPU CYIIIECTBEHHBIX OTJIMYUAX B XapakTepe 3Bostouuu. [lepBoe ycTpoiicTso,
perumunmpyromee PHK, nmpeanonaraercst n3nauanbHO 00€CEYMBAIOIIUM IOCTATOYHO BBHICOKHI
YPOBEHb MPHHIMIY COOTBETCTBHS NpHHIHITy kKomiuieMentapHoctH (fidelity), mockonbky ato
3aJI0’)KEHO B MEXaHU3ME CTEMIIMHIA (pa3bsiCcHEHO B pa3zeie 4.3). Tpanciaupytoliee yCTpoicTBo
IPENoiaracTcsi H3Ha4YaJIbHO HEJOCTATOYHO COBEPIIEHHBIM, 3BOTIOLIMOHUPYIOLIUM B
HAIPaBJIEHUU COBEPIICHCTBA U CJI0)KHOCTH CUHTE3UPYEMBIX MTOJIUIENTH/IOB.

[IpencraBum ceGe KpuCTaJLT allaTUTa, UCIIOIB3YEMBbIH I OJIMMEPHU3alMU HYKICOTHI0B
cremnuHrom. Ha 3ape sxu3Hu, 10 NOsIBIEHUS] pUOO3UMOB, KPUCTAJUT JJOJKEH ObLII UMETh JUIMHY,
JIOCTaTOYHYIO JUISl pa3MelleHHs Ha HEM BCell permuiupyeMoi MoJeKybl. I'panb, ciayxaias
OCHOBOI1, T0JI’HA ObITh aTOMHO-TJIIKOM, TOCKOJIBKY MPU HAIWYUH J1€(DEKTOB MOBEPXHOCTHU
MoJIeKyJa OyJeT pelIMIMpOBaHa ¢ OIMOKaMHU. Y CJI0XKHEHNE OPraHM3MOB B IIpoliecce
HBOJIIOLIMHU BEJIO K YBEJIMUEHUIO YKCIIa PEIUTUIMPYEMbIX T€HOB, & 3TO B CBOIO OUYepEb — K
YIUIMHEHUIO KpUCTallIa. YKpYMHEHUE KpUcTalia TpeOyeT pacxol0BaHUs PeCcypcoB, a
TpeOOBaHUE BHICOKOTO COBEPILIEHCTBA TPAHU-OCHOBBI HE TIO3BOJISIET UCMOIb30BaTh KPUCTAILT AJIs
Jpyrux HY*J, Oyab TO B KauecTBe pezepBa (hocdaTa Kamblysl, XUMHUUECKoro Oydepa niu
MOTJIOTUTEIISI TOKCHYHBIX HOHOB. Bce MbIcMbie criocoObl ucnoib3oBanus pocdara, mogo0HbIe
MYyTSAM MCIIOJIb30BaHMs MojudochaTa B COBPEMEHHBIX KIETKAX, HE MOTYT OBITh 33/1€CTBOBAHBI
0e3 pacTBOpEHHUs YacTH KpUCTaJljla U yXyALLIEHUs KauecTBa OCHOBBI. Ha cTajuy BepuroHomeHus
HEYA00CTBa, MPOUCXOSANINE OT FPOMO3JIKOCTH UCTIONIBb3YEMBIX KPUCTAIIOB, MHOTOKPAaTHO
YCYI'yOMJIUCh, TOCKOJIBKY OTATOLIEHHBIE KAMEHHOM HOIIEH CylecTBa ObUIM CKOBaHBI B
nBkeHusx. OTcroa ciaeyer, 4To CHOCOOHOCTh OpraHu3Ma K YMEHBLICHHUIO 33/1eiCTBOBAaHHBIX
B PEIUTMKALIMY U TPAHCIIAIMY KPUCTAIIJIOB JIOJIKHA OblJIa CTaTh BaKHBIM (hakTOpOoM 0TOOpA.

B npouecce 3Bomtonuu cyuiects, perumnupyromux PHK cremnuarom anarura, 10 KHBI
OBLIM MOSABUTHCS PUOO3UMBI, PETYIUPYIOLIUE 3TOT nporiecc. Ha cragun BepuroHomenus
JOJKHBI OBUTM BO3HUKHYTH pUOO3KUMBI, PETYIHUPYIOLINE HYKIIEAIMIO U POCT allaTUTOBBIX
KpucCTaJI0B. BeposiTHO, pub03UMBI, peryIupyromme pocT KpUcTallia, J0KaJIu30BallCh Ha OJTHOM
€ro CTOPOHE, a CTEMITUHT JIOKAJIM30BAJIOCh HAa IPOTUBOIOJI0XKHON cTopoHe. Ha Toli sxe ctopoHe
KpHUCTaJlJIa IOJKHBI OBLIIM pacnojaratbes U pubo3umsl, ykiuaasisaomue PHK-matpuiy B
CTPOYKY OCHOBBI, PUOO3MMBI, JOCTABIISIONINE HYKJICOTU B TS TOJIMMEPU3ALIUH, PUOO3UMBI,
Katajausupyroume oopazopanue pochoaurupHoii cBsi3u, puOO3UMBI, OTIEINAIONINE
CHUHTE3UPOBAHHYIO LIETIOYKY OT OCHOBBI U T.JI.

Me:xny TeM, TpaHCISATOP, HEMPEPHIBHO IBOIOLIMOHUPYS U COBEPILIEHCTBYSICh, ObLI yXKe B
COCTOSIHUY TIPOU3BECTU MOJIEKYIbI (PEPMEHTOB, BHITIOIHSBIINE COOTBETCTBYIOIINE (PYHKIIUU
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nyuqiie pudo3uMoB. [losToMy, 10 Mepe COBEpPIIICHCTBOBAHUS TPAHCISATOPA, HMENIa MECTO 3aMeHa
pu603uMOB OenkamMu. BeposiTHO, MepBbIM 3aMEHEHHBIM Ha 0€I0K puO03UMOM OB TOT, UbS
3anava Obuia mpoie. Haubosee mpocToit cpein TEXHUYECKUX 3a/1a4, PEIIaeMbIX PU
peryJiMpoBaHUU CTEMIIMHTA, ObLIA, CKOpee BCEro, 3ajjaua PeryJIupoBaHus POCTa alaTuTOBOTO
KpHUcTaJia.

PerynupoBanue pocra kpucrauia, Kak OblJIO BBIIIE YKa3aHO, OCYLIECTBIISIETCS TOCPEACTBOM
0EIKOB, YaCThIO TTI00YIIBl MMUTHUPYIOIINX pacIpeieieHUue 3JICKTPOHHOM IUIOTHOCTH HEKOTOPOH
rPaHU COOTBETCTBYIOLIEro Kpuctaia. [Ipeamnonoxum, ¢ 01HON CTOPOHBI KpUCTAJLIA,
HCIIOJIb3YEMOT0 B KQ4e€CTBE OCHOBBI, Pacrojarajirch MOJICKYJIbI Oenka (Wi OSIKOB),
MMUTHPYIOLIETO TOBEPXHOCTh I'PAaHU allaTUTa.

HanomuuMm, 3BoJIoIus 00CyKIaeMbIX OPraHU3MOB MTPOTEKaIa B YCIOBUSX, KOTAa
CIIOCOOHOCTH K YMEHBIIECHUIO BhIPAIIMBACMbIX BHYTPUKJIETOUHO allaTUTOBBIX KPUCTAJUIOB ObLIa
oTHUM U3 (hakTopoB 0TOOpa. BeposaTHo, mpexHuii JU3aifH PeIUTMIUPYIOIIET0 YCTPOICTBA, KOTAa
perMuupyeMas MaKpoMOJIEKYJIa YKOPEHSETCS B OCHOBY 110 BCEH IJIMHE, a LIEHTP
KaTaJIMTUYECKOM aKTUBHOCTH IEPEMEIIAETCS BJIOJIb MOJIEKYJIbI, ObLII 3aMEHEH HOBBIM, B KOTOPOM
KaTaJiu3 JIOKAJIM30BaH B OJJHOM MECTE, a peIUIMIUpyeMas MOJIEKyJa IPOAEPTUBAETCS Yepe3 3TOT
LEHTP, YKOPEHSSACHh B OCHOBY JIMIIIb B MOMEHT KaTaJll3a U JIMIIb B HEMOCPEACTBEHHOM
OKPECTHOCTH KaTaJIUTHYECKOro leHTpa. CMeHa 1u3aiiHa 03BOJIMIA MHOTOKPATHO YMEHBLIUTh
pa3Mephbl 3a/1eHCTBOBAHHBIX B CTEMITUHIE KPUCTAIIOB.

YMeHbIlIeHHE pa3MEePOB KPUCTAIIIOB, UCIIOIb3YEMBIX B KAUYECTBE OCHOBBI, HAIIOMHUM,
JOJDKHO OBLIO TIPOUCXOMTH Ha (POHE MOCTOSIHHOTO COBEPIICHCTBOBAHUS TPAHCIIATOPA,
MPOU3BOAIIETO BCE Ooliee coBepieHHble Oenku. CTeneHb coBepIIeHCTBA OenKa,
PEryIMpOoBaBIIETO POCT allaTUTOBOI'O KPUCTAILIA-OCHOBBI, OIIPEIENsIach TOUHOCTBIO, C KOTOPOH
3TOT OEJIOK YacThIO II00YIBl BOCIPOU3BOAMI paCIpe/ie]ICHHE HIEKTPOHHON TUIOTHOCTH TPaHu
KpucTawa anatuta. OCBOeHHE ATON (QYHKIIMH B U3BECTHOM T'Palyce COBEPIICHCTBA, B
COEIMHEHUH C 001Iel HAMPABICHHOCTHIO HBOJIIOLIMY HA MUHHATIOPU3AIINIO BRIPAIIUBAEMbIX
anaTUTOBBIX KPUCTAJIJIOB, PAHO WJIM MO3HO AOKHO ObUIO MPUBECTH K CUTYyal[uH, KOTAa
perIMKaIus OCYIIeCTBIISIACh 0e3 ydacTusi KpucTajlila UMUTUPYIOIIUME KPUCTaJll OelKaMu U
NPUKPETIIEHHBIMU K HUM prubo3umamu. Bo3Huk1as TakuM 00pa3zom nojiauMepasa mpecTanisiia
co0oi pUOOHYKIICOTIPOTEHH.

[Ipenmnonoxum, B X0/1€ MOCIEYIOIEH IBOJIIOLIMHA OpraHU3Mbl 00CYK/1aeMOM rpyIIIbI
pacmanuch Ha MOATPYIIBI, YBOIIOIMOHUPYIOIIHE 0oiee MIIK MEHEe HE3aBUCUMO OJIHA OT
npyroi. [Ipu 3TOM mpoaosmKaroleecss COBEpIIEHCTBOBAHUE TPAHCIISITOPA [TO3BOJISUIO YKe
MIPOU3BOIUTH O€JIKH, HE TOJIBKO TACCUBHO BOCIPOU3BOSAIINE OCOOCHHOCTH alaTUTOBON
CTPYKTYPBI, HO U pemiatoine 0oJiee ciaoxkHbie 3a1a4u. [Ipenmnonoxum, pudbo3umsl,
perynaupytomue aetanu npouecca perukanuu PHK B cocraBe Hateit monmmepasbl —
puOOHYKIIEONPOTENHA, OUH 3a JPYTUM 3aMEHsUIMCh OenkaMmu. PacnaBiivecst Ha HOATPyNIIbI
OpPTaHU3MBI OJIMH U TOT k€ PHO03UM 3aMEHSIN pa3HbIMU OelIKaMu, He 0OHAPYKUBAIOLITUMU
TOMOJIOTUH, HO BBITIOJHSIOMMUME aHAJIOTHYHbIE QYHKIIUUA. CXOACTBO (PYHKIIUN U OKPYKEHUS
JOJIKHO OBLIO MPEIONPEACTUTh U CXOJICTBO CTPYKTYPBI COOTBETCTBYIOIIUX JTOMEHOB
MOJIy4aeMBbIX IIOJIUMEPA3.

B xoJe mocnenyrorieit SBONIOIIH MOTUMepPa3bl MOTIU OBITh TOJBEPTHYTHI TaTbHEHIIIUM
BunonsmeHeHussM. PHK-marpuiia morna 6eith 3amenena Ha JIHK, cuatesupyemas memnovka
Toke Moria ObiTh n3MeHeHa ¢ PHK na JIHK. Dtu 3amens! ocyiiecTBIsIIMCh CMEHOM
ornpeenEéHHBIX OJIOKOB B MOJIEKYJIE MOJIMMEPasbl, HO, BBUAY CTPYKTYPHO-XUMUYECKOTO
cxozacta JJHK u PHK, HOBBIIi 610K BBITIOTHSIT CXOHBIC WIH aHATOTHYHbIE (DYHKIIUU, U BBUIY
3TOr0 hopMa €ro u CTPYKTypa OblJIa CXOIHBI CO CTPYKTYpPOH 1 (OpMOI 3aMEeHSIEMOTO OJIOKA.

[IpennoxxeHHas cxeMa OOBSICHSIET BOSHUKHOBEHHE CEMEINCTBA MOIMMepas, Mo100HBIX
n300paxEHHON Ha puc 5-32, popMy MOJIEKYJIbl KOTOPBIX CPaBHUBAIOT ¢ (HOPMOI MpaBoil pyKH.
Coneprxaniuii ak THBHBIH LIEHTP ydacTok core domain B e€ palm Mor BO3HHKHYTH Kak OEJoK,
perynupyroiuii poct kpuctayuia. [103ToMy y4acTku cOOTBETCTBYOIIME COre domain B pa3HbIX
MOJIMMEPa3ax OKa3bIBAIOTCS TOMOJIOTMUHBIMU. J[pyrue y4acTKu MOJIEKYJI BOSHUKIIN KaK
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3aMEHUTENTN pUOO3UMOB U TOTOMY OOHAPYKUBAIOT CXOJICTBO CTPYKTYPBI U GYHKIUHN B
oTcyTcTBUE roMosioru. Hanbosee 1peBHUMU B 3TOM Kilacce OEJIKOB MHOTHE aBTOPbI CUMTAOT
PHK-pernuka3y u ¢punorenernyecku ¢ Hel cBsizanHyio RT. Bosee Bbicokasi cTeneHb rOMOJIOTHI
mexay PHK-perumkasoii u RT, mo-BuauMomy, OKa3bIBacT, YTO 3aMEHa CHHTE3UPYEMOI
nenouk ¢ PHK na /IHK mormna OpITh OCyIiecTBICHA CPABHUTENHEHO HEOOIBITMMH W3MEHECHUSIMU
B CTPYKTYype MoJIeKyJibl. 3ameHa e cyocrpara ¢ PHK na JIHK ¢ o6pazoBanuem JIHK-
3aBUCHMBIX MOJIUMEpPa3 MorpedoBaiia 0ojee CyIeCTBeHHbIX U3MEHEHH B JoMeHax thumb u
fingers, mo3ToMy €AMHCTBEHHBIM y4acTKOM, TOMOJIOTMYHBIM ISl BCEX TOJIMMEpPa3 CEMEHCTBA,
ocraercs the core domain. Tem He MeHee, 3aMeHbI CyOCTpara, Kak U MPeke, OCYIIECTBUIACH
0e3 pauKaIbHOI0 U3MEHEHUS In3aiiHa MOJIEKYJIbl, OpMbI M PYHKIMH €€ TOMEHOB.

B onmcanHoM Hamu npoliecce MOTJIM BOSHUKHYTh IIOJIMMEPa3bl, IOJOOHBIE ATEPHE, TAKHUE
Kak n3o0pakeHHast Ha puc 5-32. OOpaTtuMcs Tenepb K BOIPOCY O MPOUCXO0XKIEHUH COCTaBHBIX
HOJIMMepa3s, Mo00HBIX H300pakEHHBIM Ha puc 5-31. Bce pepMeHThI 3TOM TpyIIIbl, HATOMHUM,
KaTaJIU3UPYIOT TPAHCKPUIILUIO, TEM CaMbIM BO3HHMKIIM OHH Yxe rocie nosisienus JHK.
[Tostumepassl 3TOro ceMencTBa MOIJIM BOBHUKHYTh B IIPOLIECCE, aHATIOTMYHOM
BBILLICONTMCAHHOMY, B Pe3y/IbTaTe€ MUHUATIOPU3ALUN KPUCTAIUIa-OCHOBBI M 3aMEHBI €ro OelKoM, ¢
OJIHUM OTJIMYMEM — I10 BCEil BUAMMOCTH, Ha PAHHUX CTAJUAX SBOJIIOLMH, MOCIE BOSHUKHOBEHUS
JHK, peakuus tpanckpunuuu JJHK ocyiecTBisiiack CTEMIMHIOM anaTuTa, HO puOO3UMBI B
JTOM peaKIUM AEATEIBHOIO y4acTHs He IpUHUMaIU. BeposTtHo, K MOMeHTYy nosiBienus JJHK
TpaHCIIALKs ObUIa OCBOEHA B CTENIEHH COBEPILIEHCTBA, T03BOJISAIONICH CHHTE3UPOBATh OEIKOBbIE
¢depmeHThI B BUie I1100yi1. [ToaTomy perynupoBanue mpouecca TpaHCKPUIIIMU OCYIIECTBIISAIOCH
6enkoBbIMU I1100ysnamu. [locne MUHHATIOpPU3ALUU alTaATUTOBOTO KPUCTAJIA U 3aMEHBI €ro
OETTKOBON MOJIEKYIIOH, BCS KOHCTPYKIIMS TIOJIMMEPA3bl IPeACTaBIsIa COO0H HarpoOMOXKIeHHE
0enKoBBIX 17100y, B TakoM BHJIe OHA U COXpaHWIIACh 110 CHE BpeMs.

Bo3MoxHO anbTepHaTUBHOE O0BSCHEHUE OTIMYUIN COCTABHBIX OJUMEPA3 OT MOJIUMEPA3 B
BUJE ISITEPHU. MOXKHO IIPEIION0KUTD, YTO B OTJIMYHUE OT peakuuu perumkannu PHK,
OCYIIECTBIISIEMON CTEMITMHTOM aIlaTHTa MPU YIaCTUH PHOO3UMOB, pEaKIIui TPAHCKPUTIIIHN
u(1an) oOpaTHON TPAHCKPHUIILIUH, OCYILECTBIISIIMCH IPU YJaCTUH 1€30KCUPUO03UMOB
(kaTamuTH4ecku akTUBHBIX popm ogHorenoueuHoi JTHK, cm. paznen 5.11.2). To ects
KOHCTPYKLIMOHHBIE OTJIMYUS JIBYX KJIaCCOB IPOMO3/IKHX MOJIMMEpPa3 MOTYT 06aTh CIEACTBUEM U
KaKUX-TO OOIIUX OTIUYHHN pruOO3UMOB OT JI€30KCUPHOO3HMOB.

MunnaTropHbIe nonuMepasbl mogooHsie POl X, Puc 5-35, He MOTITH BO3HUKHYTH B
OMKMCAaHHOM HaMH Ipoliecce. DTH MOJIMMEPa3bl, BEPOSATHO, BOSHUKIIN YK€ TOCTIE MOSBICHUS
bona fide pubocombl. VX 9BOTFOLIMOHHAS HCTOPHS, CKOPEE BCETO, HEMOCPEICTBEHHO HE CBsI3aHa
HU C araTUTOM, HU C puOO3UMaMHU.

IIporecc 3BOTIOIMH TPAHCIATOPOB, 3aBEPIIUBIIUIACS MOSBICHUEM COBPEMEHHON pUOOCOMBI,
MOT OBITH BO MHOTOM CXO/IEH C ONMCAaHHBIM 3/1€Ch MTPOLIECCOM BO3SHMKHOBEHHUS MOJIMMEpa3s.
M3HavabHO TPaHCISIIMS OCYHIECTBIISIIACH C UCIIOJIB30BAHMEM allaTUTOBOIO KPUCTAJLIA.
[Tpouecc perynupoBancs pudozumamu. OAHAKO, B CUITY KaKMX-TO IPUYNH, MUHUATIOpU3aLUs
anaTUTOBOI0 KPUCTAJLIA J0 MOJTHOTO UCYE3HOBEHHS HE COIIPOBOKAATIACHh 3aMEHON prO03UMOB
6enkamu. B Moniekyse pubocombl, KaKk XOpOILIO U3BECTHO, UMEET MECTO JIMILIb HHKPYCTUPOBAHNE
monekyn PHK nebonbmumu 6enkamMu. MoXXHO MPeaNoa0kKHUTh, 4TO ppdocoma ocTanach
prOO3MMOM H3-3a TOTO, YTO 3BOJIOIMS 3TOIO MOJIEKYJIIPHOTO YCTPOICTBA PE3KO 3aMeTHIIach
II0CJIE PACCENIEHUs ero Mo BCeM JJoMeHaM Ku3HU. [1o1po6HO 3TOT mporiece o0Ccyxk1aeTcs B
paznene 5.5. Tam, B 4aCTHOCTH, BBICKA3aHO MIPEANOI0KEHNE, YTO (D PEKTUBHAS IBOIIOIHUS
TPAHCIUPYIOUIMX YCTPOUCTB BO3MOXHA TOJIBKO ITPU HAJIMYUHU B Ka)KIOM OpraHU3ME JIBYX U
0oJsiee TPaHCIATOPOB, UMEIOIINUX MPUMEPHO paBHbIE XapaKTepUCTUKH. Pubocoma, BeposITHO,
KOAMPOBAIACh KAKUMHU-TO TIOJBUKHBIMUA T'€HETUYECKUMU DJIEMEHTAMHM, PACTIPOCTPAHUBIIMMHU €€
10 BCEM JIOMEHaM KHU3HU. TpaHCIATOpbI, MIPUCYTCTBOBABIINE B KOJOHU3UPYEMOI prubocoMoii
OpraHu3Max, CyIIeCTBEHHO YCTYIalU €il B CTeNIeHH COBEPILEHCTBA U MOTOMY OBbUIM yTpaueHsbl. B
uTore pubocoma Okazajiach €IMHCTBEHHBIM TPAHCIATOPOM. DTO MPUBEIIO K YHU(DUKALIUU
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TEHETHYECKOTO KOJIa, YCKOPEHUIO IBOIOINH 32 CYET TOPU3OHTAIBHOTO TIEPEHOCA TEHOB,
OJIHaKO 3BOJIIOLIMOHHOE COBEPIICHCTBOBAHUE pUOOCOMBI PEI S€ HA 3TOM 3aKOHYMIIOCH.

BaxxHo oTMeTHTh enié oaHy 0COOCHHOCTH OMMCAHHOTO BHIIIE MPOIECCa MUHHATIOPU3AIIAN
KpHUCTaJlJIa B YCTPOICTBE, UCIIOJIb3YEMOM JIsl TOJTUMEPU3AlMU WM TPAHCISIUU — MPOLIECC ATOT
HE COITPOBOXK/IACTCS TIOSIBIICHUEM BOJIFOTUHA WA KaKUX-THOO0 MOJOOHBIX BOJMIOTUHY CTSHKEHUI
docdaroB. B pesynpTare MUHHATIOPU3ALUH allaTUTOBOTO KPUCTAJLJIa OPTaHU3M 003aBOUTCS
MOJIEKYJISIPHOM MAILIMHOM, HE COJIep Kalllel KpucTaiia. Kpucraul mornpocTy ucue3aet B 3TOM
npouecce. O6pa3oBaHue BOIMIOTHHA, AllUAOKAIBIIHOCOMBI MM KAaKOTO-JIM00 HHOTO CTSKEHUS
dbocdaTroB BOZMOXKHO, €CITU OPTAaHU3M, HE UMEBIIIHHA MTOJIMMEPa3bl U PUOOCOMBI,
OCYIIIECTBIISIBIIUI COOTBETCTBYIOIIUE PEAKIIMA CTEMITMHIOM anaTuTa, 003aBescs 3TUM
(bepMeHTOM MOCPEACTBOM FOPU30HTAIBHOTO MIEpeHoca TeHOB. B aToM ciydae conepikaiee
KPHUCTAJIJI TPOMO3/IKOE YCTPOICTBO, UCIOJIB3YEMOE paHee IS MOJIMMEPU3allui HYKJICOTH IOB
WM aMUHOKUCIIOT, epenpoduinpyercs Kak xpanwmmuiie noimdocdaros. OTcyrcTBre
dbochaTHBIX CTSHKEHUM MOAO0O0HBIX BOJIOTHHY y OOJIBIIMHCTBA apXei, T03TOMY, MOXKET OBITh
MPOMHTEPIIPETHPOBAHO KaK CBUICTEIHCTBO BO3HUKHOBeHUsT PHK-permkassr 1 pubocoMsl B
JIOMEHE TIPEIKOB apXeil.

I'umoTe3a 0 BOSHUKHOBEHUS MOJIMMEPa3 OCPEICTBOM MUHHATIOPU3AINN allaTUTA-OCHOBBI
uMeeT eme ouH acnekT. Eciu nznaraemasi cxema BOSHUKHOBEHHUS JIBYX KJIACCOB MOJIMMEpPa3
BEpHA, eCJIi 00€ MoJIMMepa3bl BOSHUKIIA B CXOIHBIX MPOIIECCaX, TOTJIA M B CTPOCHUN UX JOJKHBI
MIPUCYTCTBOBATH OMpE/eNIEHHbIE YepThl cX0/1cTBA. Hannumne TakoBbIX uepT (Ipu Beex
byHIaMEHTATBHBIX PA3IHYUSAd CTPYKTYP) TIOKA3aHO B CIEIYIOMIEM pa3zee.

5.10.2. HexoTopble 3aKOHOMEPHOCTH CTPOEHHUS MOJIMMepas.

OnucaHHbBIN BbIIIE TPOIIECC BOSHUKHOBEHUS MOJIMMEPa3 MyTéM MUHHUATIOPU3AINH U
MOCTEIIEHHOTI0 Y/AaJIEHUs allaTUTOBOM OCHOBBI, C 3aMEHOM KpUCTalla Ha OEJIOK, KpUCTall
UMUTHUPYIOIIHI, MOT OCTaBUTh KaKHe-TO CJIEbI B CTPYKTYpPE U CBOMCTBAX MOJIUMEPA3
COBpPEMEHHBIX. Takue ciesbl JeHCTBUTENFHO 0OHAPYKUBAIOTCS B OCOOCHHOCTSIX CTPYKTYPHI MX
AKTHUBHOTO IIEHTPA, a TAK)KE B MEXaHHW3MaX 00eCIeueHHUsl BEICOKOTO YPOBHS COOTBETCBUS
MPUHILINITY KOMIIJIEMEHTAPHOCTH.

Cmpoenue akmuenozo yenmpa. B ormucaHHOM BBIIIIE TIPoOLiecce OEI0K, KOHTPOJIUPYIOIIUN
(dbopMHpOBaHUE alaTUTOBOTO KPUCTAIUIA, UMUTUPYIOIIUI CTPYKTYpY I'PaHU KpUCTaJla anaTuTa,
UCIIOJIb3YEMYIO B Ka4€CTBE OCHOBBI, IOCTENIEHHO MOAMEHsET co00il kpuctami. OTcroaa ciaenyer,
YTO MOJINMEPA3a MOXKET COJePKaTh JOMEH, CTPOCHUEM HAITOMUHAIOIINNA CTPOEHUE OEJIKOB-
PETYJISITOPOB alaTUTOBOW MUHEpAIU3aIuU, TPUYEM JOMEH ATOT JOJIKEH COJEPKATh AKTUBHBIN
LEHTP, KaTaTU3UpYIoLii oOpa3oBanue GpochoaudGpupHoit CBsI3U, UM HAXOAUTHCS
HEINOCPEICTBEHHO BOJIM3U 3TOTO LIEHTpa. Bhliie yxe ObUI0 yIOMSHYTO, UTO O€NKH,
peryaupyolue pocT KPUCTAIIOB anaTuTa, 0OBIYHO COJepkKAT Ha MOBEPXHOCTH IJI00YIIBI
OCTaTK{ aMUHOKHUCIIOT C KUCJIIOTHBIMU T'PYyIIaMy, UMUTHPYIOIIUMHU pacroioxkeHne GpochaTHbIX
rpymni B anatute. Pa3yMHO MO3TOMY 0%H1aTh OOHAPYKEHUs BOJM3U aKTUBHOI'O LIEHTPA
AMUHOKHCJIOT C KUCIIOTHBIMU OOKOBBIMHU I CIIsIMU.
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Motif C a} 5

Motif A Aspartate loop

Figure 2. Comparison of polymerase active centers. A: T7 DNA polymerase replicating complex.®® B: Yeast RNAP Il elongation
complex."® The view and color codeis as in Fig. 1. The nucleotide at the RNA 3'-end in the RNAP || complex (red/yellow) appears to be in
the substrate-binding site. Aspartate residues that bind metal ions in the active site are depicted (D481, D483, D485 in the largest subunit of
yeast RNAP II; D475 and D654 in T7 DNA polymerase). The side chains of two basic residues that interact with the NTP substrate in the
T7 DNA polymerase complex extend from the O helix (R518, K522). The three conserved motifs A, B, C of single subunit polymerases
are labeled.

Puc 5-36.

Ha Puc 5-36 noka3aHsl cXeMbl CTPOCHHSI aKTUBHBIX LIEHTPOB JIBYX IIOJMMEPA3 Pa3HbIX
CTPYKTYpPHBIX THIIOB. PUCyHOK mo3anmcTBOBaH u3 0030pa [788], cocraBnennoro I1. Kpamepom.
JlaHHBII aBTOP CONOCTABIIAET AE€TAIN CTPOCHHUS MIOJIUMEPA3 C LIEJIbIO BBISIBICHHUS
3aKOHOMEPHOCTEHN 00IIKX 71 pa3HbIX CTPYKTYPHBIX TUIIOB. AKTUBHBIN LIEHTP MOJUMEPA3, HE
SBJISIIOIIMXCSI COCTAaBHBIMU M UMEIOLIMX (OpMY NpaBOH pyKH, 000HBIX M300pakEéHHOM Ha Puc
5-32, coaep:KHT T.H. aclapardiHOBYIO reTto (aspartate loop), Tpu ocrarka acnapariHOBOH
KHCJIOTBI, KUCIOTHBIMU OOKOBBIMH LIENSIMH KOOPAMHUPYIOIINE /1BA JBYXBAJICHTHBIX KATHOHA,
00BbIYHO Mg2+, Puc 5-36 B. AKTUBHBII IIEHTP COCTAaBHOW TOJIMMEPA3bl, MOT00HOM
u300paxénHoit Ha Puc 5-31(a), umeet anamorunutoe ctpoenue, Puc 5-36 A. CXxoacTBo B
CTPOCHUU B CTPOCHHH aKTUBHBIX LIEHTPOB B OTCYTCTBUE TOMOJIOTUH aBTOP OOBSICHSIET
KOHBEPIe€HTHOM 3BOJIIOLIUEH.

Buumanue I1. Kpamepa npuBnekso Takke TO 00CTOATEIbCTBO, YTO CTPYKTYPHBIE JIEMEHTHI
AKTUBHOTI'O IIEHTPa COCTaBHON MOJIMMEPAa3bl pacoiaratoTcs B ABYX OOJBIINX CyObEeTUHHIIAX.
ABTOD 3a/1a€TCs1 BOIIPOCOM, KaKOT'O pPO/ia SBOJIFOIIMOHHBIN MTPOLIECC MOT MPUBECTH K MOSIBICHUIO
noo0Ho# KoHpurypanuu? B camom aene, 11 moiep:KaHUs aKTUBHOCTH LIEHTPA
MPOCTPAHCTBEHHOE PACIOJI0KEHUE KapOOKCUIIBHBIX IPYII HEOOXOAUMO KOOPAUHUPOBATH C
TOYHOCTBIO JI0 JIECATHIX J0JIel aHTcTpemMa. ABTOp MOJIaraeT, YTO U3HAYAIbHO 00€ CyObeMHHULIBI
MpeJICTaBIsUIN cCO00M OAHY MOJUNENTHIHYIO LIETIb.

OueBUAHO, CXOJCTBO B CTPOSHUH aKTUBHBIX LIEHTPOB IMPOIE OOBSICHUTD, TPEIIOI0KHB, YTO
AKTUBHBIN LIEHTP MOJIMMEPA3bl — 3TO U €CTh UCKOMBIN CTPYKTYPHBINA 3JIEMEHT, UMUTUPYIOIINAN
pacrioniokeHue (pocaTHIX TPYII B allaTUTE, paHee MCII0JIb30BABLINICS 11 HYKJI€aluu 1
BbIpAlIMBaHMs allaTUTOBOrO KpucTaa. PacronoxeHnue 371eMEHTOB akTUBHOTO LIEHTpa
COCTaBHOM MOJIMMEpPAa3bl B pa3HbIX CyObEANHUIAX TOXKE HE JIOJKHO BBI3BIBATh YJIUBJICHUS, KOJIb
CKOPO MX MIPOCTPAHCTBEHHOE PACMOJI0KEHNE U3HAUYAIBHO 33/1aBaJIOCh PACIIONIOKEHUEM JIBYX
COCEHMX KaTHOHOB Ha I'paHu KpUCTa/ula anaTtuta. OqHaKo BOZHUKAIOT U BOIIPOCHI: BO-IIEPBBIX,
00cyXJJaeMblii JOMEH CIIMIIKOM MaJl B CPABHEHUHU C COOTBETCTBYIOLIUM JIOMEHOM
OCTEOKaJbIIMHA, HAIPUMEP, KOOPANHUPYIOLIUM ISITh KATHOHOB Ca®*, a He 1Ba. Bo-BTOpHIX, B
HeHTpe 00bIYHO OOHApPYKUBAETCS MarHUii, He BXOASIIMN B cocTaB anaTuta. Hakoner,
HEI0YMEHHE BBI3BIBAET TOT (DAKT, UTO UCKOMBII CTPYKTYPHBII 3JI€MEHT — 3TO U €CTh aKTUBHBIN
LEHTp, a He JOMEH BOIM3M 1eHTpa. /|1t pa3bsicHEeHHs yKa3aHHbBIX BOIIPOCOB HaM MTOHAI00STCS
HEKOTOpbIE CBEICHUS O PepMEHTAX, KaTAIM3HPYIOIIUX peakluu neperoca docdara.

C xuMH4YecKkol TOUKHU 3peHHs, peakiusi oopasoBanus pochoanspupHoii cBa3H,
KaTaJIu3upyemast ojimmMepazaMu, eCTb IPUMep OOLIMPHOTO Kilacca XMMUYECKUX MPeBpalleHui,
MMEHYEMbIX peakusiMu nepeHoca ¢ocdara. PaccMoTpenue neraneil cTpoeHrs akKTHBHBIX
LEHTPOB (hEPMEHTOB, KaTATU3UPYIOIINX PEAKIH ATOTO KJ1acca, BBIIMOJIHEHHOE B I1aBe 9
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HacTOsIEeH paboThl, MOKa3bIBAET, YTO LIEHTPHI 3TU OBIBAIOT IBYX OCHOBHBIX THUIIOB: LIEHTPHI,
coJiepKalire MMUIa30JIbHBIC TPyNIIbI (pasznen 9.1.1) u neHTpsl, copepKalire 1Ba MOHA MeTajlIa
(pazmen 9.1.2). Kpome Toro, BO3MOXKHBI IEHTPbI, KOMOWHUPYIOIIKE 00€ KaTaIUTHIECKHE
ctparerud, (paznen 9.1.3). AKTUBHBIE LIGHTPHI TOJUMEPA3, OUEBHIHO, OTHOCATCS KO BTOPOMY
U3 NIEPEYMCIICHHBIX TUTIOB. KpHcTammmaeckue CTpyKTypsl psiia pepMEHTOB C aTOMaMH MeTaljia
B aKTHBHOM IIeHTpe ObUIM pacupoOBaHbI C pa3pelieHueM, TOMYCKAIOIIUM COIOCTaBICHNE
MEKaTOMHBIX PACCTOSIHHI C MEKAaTOMHBIMH PacCTOSIHUSIMU B KpUCTAILTHUECKUX (ocdarax (moka
HEBO3MO>KHBIM JIJIS OJIMMEpa3 BBUY KPYITHOCTU MoJIeKyi). Takue cornoctaBieHus: MPUBOIST K
BBIBOY, YTO B aKTHBHOM IIOJIOKEHUH, KOria pochaTHAs TPyIa MOMEIASTCI MEXIY ABYMS
KaTHOHAMHU, B3auMHasi KOH(UTrypaIius KaTHOHOB U docdara 1o CyImiecTBy MpeAcTaBiseT co0oi
dparMeHT CTPYKTYpHI anatuta. OJHAKO BMECTO Ca”" B [EHTpaxX 0OHAPY>KUBAIOTCSI KATUOHBI C
MEHBIIIUM (4eM y Ca2+) HOHHBIM PaINyCOM, TAKHE KaK Mn?", Mgz+, Zn*" u Fe?*,
IKCIIEPHMEHTATBHO YCTAHOBIICHO, 9TO TPH OMEIICHHH ABYX KaTHOHOB Ca’'B aKTHBHOM LIEHTpE
€ro KaTaIUTUYEeCKasi aKkTUBHOCTh YTPAUMBACTCS.

B cBere 3THX AaHHBIX U3JI0’KEHHBIN BBIIIE IPOLIECC MUHUATIOPU3ALIMY allaTUTOBOTO
KpHUCTAIJIa, 3aBepUIMBIINICS 00pa30BaHUEM MOJIMMEPA3bl, MOXKET OBITh JeTaTU3UPOBAH
cienyommmM oopasom. M3HavansHO OENTOK, peryIupyIONIUil pOCT anaTUTOBOTO KPUCTAJLIA,
M0I00HO OCTEOKANBIIMHY, UMEJ Ha MTOBEPXHOCTHU TNIO0YIIBI IOMEH C HECKOJIBKUMU KUCIOTHBIMU
TpyIIamMy, B KOJIWYECTBE JOCTATOUHOM JJISl PEryJIMPOBAHUS MPOLIECCa KPUCTAIIO00pa30BaHNS.
[Tocne UCTOHYEHUS U MCUE3HOBEHUS KPUCTAILIA TOT K€ JOMEH UCMOJIb30BaJICS KAaKOE-TO BPEeMs
KaK 3aMEHUTEIb KPUCTAJlIa, CBOETO poja TpadapeT, 00eCieYnBarOIINI ITOCTOSHCTBO IIUPHUHBI
o0pa3yeMoit mapbl HyKJICOTHUIOB 1 TEM CaMbIM CIIOCOOCTBYIOIIUI 06€301TMO0YHOM
KOIMPOBAHUIO HACJIEACTBEHHOM nH(OpManuu. 3ateM, TIpH ciydaiiHoii 3amene Ca”’ Ha Mg2+
MPOSIBUIIACH U ObLIIa YBOJIOLMOHHO 3aKperjieHa KaTaJuTHUeCcKas akTUBHOCTh JIOMEHa.
BrniocnectBuu Obuti BeIpaOOTaHBI M IpyTHE, OoJee 3 (HEeKTUBHBIC, MEXaHU3MBI COOIOICHHUS
npuHnuna coorserctsus (fidelity). [ToaTomMy crmocoOHOCTh JOMEHA HIMUTHPOBATD
reoMeTpUYECKUe CBOMCTBA KpUcTasuia OoJiee He TpeOoBaIach s YCIEUTHON MOIUMEPHU3alii, 1
00JIbIIIast YacTh €ro KMUCIOTHBIX IPYMI OblJIa yTpaueHa, a YUCIIO KOOPAUHUPYEMBIX KATHOHOB
COKpPATUJIOCHh JI0 IBYX — POBHO CTOJIBKO TpeOyeTcs A MOoAAepKaHHUsl KaTaTUTHYECKON
AKTUBHOCTH.

Emé oauH CTpyKTYpHBIN MOTHB, IPUCYTCTBYIOIIUI B ITOJIMMEPa3ax, IPOUCXO0XKICHHUE
KOTOPOTO, 10 KpaitHel Mepe, B IPUHLIUIIE, MOXKET OBITh CBSI3aHO C allaTUTOM — 3TO T.H.
MHKOBBIE nanbIlbl (ZINK fingers). Tak Ha3bIBalOT HEOOJIBIION OEIKOBBIM MOTHB C OJIHUM WA
JBYMsI KaTHOHAMU Zn*, KOOPJAMHUPYEMBIMU OOKOBBIMU LIETISIMA aMHUHOKHUCIIOT, [789].
[{rHKOBBIE MANBIIBI YAaCTO SABISIOTCS dakTopamu, cBs3piBatonumMu PHK u JIHK. [{unk, B
OTJIMYHUE OT MarHus, ClIOCOOEH B 3aMETHBIX KOJIMYECTBAX 3aMellaTh KaJIbLUi B anaTure. B
1LIEJIOM 3TO JI0CTaTO4YHO penkuil Metami. [llupokoe ero ncnosib30BaHue B COCTaBE OEKOB MOXKET
OBITH CBA3aHO C TEM, YTO HAa PaHHEM 3Tarle BOJIOIMH KHU3Hb KOHIIEHTPUPOBAJIach BOJIN3U
reoTepMalibHbIX UCTOYHHUKOB, JUIsl KOTOPBIX XapaKTepHbI OBBIICHHbIE KOHIIEHTPAI[UH 1IMHKA.

Opuenmayusa nonunykieomuoa ¢ nonumepase. Hanndue XupanbHOCTH y MOJIEKYJIBI PUOO3BI,
BXOJISIEH B COCTaB HYKJICOTHI0B, IPUBOJUT K TOMY, UTO, (PUTYPaTbHO BBIPAXKASICh, Y MOJIEKYJ
HOJMHYKJIEOTHIOB IMEETCS «BEPX» M «HU3». BClieACTBIE 3TOTO MPOTHBOIIOIOKHBIE CTOPOHBI
MOJIEKYJIbI IBYXLIEOYEUHOTO MOJUHYKICOTH 1A, Oy ydl XUMHUUECKH HEIKBUBAJIEHTHBIMHU, I10-
pa3sHOMY B3aMMOJICHCTBYIOT C PaCTBOPOM, U 3TO MPOSBISIETCS B OpPME ABOWHOM CITHPAIA U B €€
CTPYKTYpPHBIX CBOHCTBaX. /[Be MpOTHBOMOIOKHBIE CTOPOHBI CIIMPAIU MOJIUHYKICOTH A
Ha3bIBAIOT OOPO3IKAMH, COOTBETCTBEHHO, OOJIBIIION W MaJIOH, TOTOMY YTO OHU UMEIOT Pa3HYIO
rIIyOuHy.

Byayuu xupanbHbIMH, MOJIEKYJIBI pr003 TOJKHBI [TO-Pa3HOMY B3aUMOJIEHCTBOBATD C
MOBEPXHOCTHIO anaTuTa MpH XeMOCOpOIIUHN HyKJIeoTUI0B. [10aTOMY MOJIeKyIIbI
MOJIMHYKJICOTHIOB BCET1a OyIyT KOHTAaKTHPOBAThH C TOBEPXHOCTHIO KAKOW-TO OJTHON CTOPOHOM,
COOTBETCTBYIOLIEH OoJiee cTaOnibHOM KoHUrypauu. B utore, B OmucaHHOM BBIIIE MTPOLIECCe
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TpaHchopMaIMy amaTUTOBOTO KPUCTAJUIA B TIOJIMMEPA3y OPHEHTALHS MOJICKYJIbI
MOJIMHYKJICOTH 1A OKa3bIBACTCsl (PUKCHPOBAHHOM 110 OTHOIICHHUIO K KPHCTALTY. A T€OMETPHS
nu3aiiHa, Koraa 0esoK, peryIHpyOIUi poCT KpUCTaIlIa, HAXOIUTCS C OJHOM CTOPOHBI, a
prO03UMBI ¥ (MIIK) OCJIKH, PEryJIMPYIONIHE TOTMMEPH3AIMIO0, HAXOIATCS ¢ TPOTHBOIOIOKHON
CTOPOHBI, I0JKHA OBITH COXpaHeHa B 00pa3yeMbIX nonuMepasax. [loaTomy, mocine nocreneHHon
3aMeHbI KpHCTaIIa OSIKOM, MOJIEKYJIa CHHTE3UPYEMOT'O TOJIMHYKIICOTH A OKA3bIBACTCS
orpenenéHHbIM (PUKCUPOBAHHBIM 00pa30M OPUEHTHPOBAHA 110 OTHOIICHHUIO K 3JIEMEHTaM
MOJIMEPa3bl.

B mutupyemowm Beie o63ope [788] I1. Kpamep ormeuaer, 4Tto Bo Bcex cirydasix, KOraa
UMEIOTCS CTPYKTYPHBIC JJAHHBIC IS TIOJIMMEpa3 B KOMIUIEKCE C MaTPULICH U CHHTE3HUPYEMbIM
MOJMHYKJICOTHIOM, BCE B3aMMOICHCTBHS OCYIIECTBIISIFOTCS CO CTOPOHBI Masoi 6opo3aku. Cam
aBTOP I0JIATaeT, YTO TPU B3aUMOJICHCTBUSAX C TIPOTUBOIIOIOKHON CTOPOHBI MPOSBUIACH OB
HE)KeJaTeNIbHas 3aBUCHMOCTD XapaKTepa B3auMOJICHCTBUS OT a30TUCTOIO OCHOBAHUS
(myxieotuna). [Ipoie, kKak MHE KaXKeTCs, TPEIOI0KHUTh, YTO CTOPOHA, COOTBETCTBYOIIAS
OombIIoi 60po3Ke, OblIa OOpalleHa K KpUCTAILTY afnaTUTa, a mocje K 0eIKy, KpUCTall
UMHUTHPYIOUIHIA, ¥ TOTOMY BO B3aUMOJICHCTBHSX Y4aCTBOBATh HE MOTJIA.

5.10.3. 'eomeTpuueckas cejeKIus.

OnaHO U3 OCHOBHBIX MOJIOKEHUH Mpe iaraeMoi Teopuu [Iporcxoxk1eHus: COCTOUT B TOM, YTO
IIPOLIECC CTEMITMHIA 00J1aJJaeT BHICOKOW CEIEKTUBHOCTHIO, T0O3BOJIMBILENH 000UTH ITPOOIIEMBI,
CBsI3aHHbBIE C PEHOMEHOM KOMOMHATOPHOTO B3pbIBa. CENIeKTUBHOCTH MTPOUCXOIUT OT
KOMOWHUPOBAHHSA JBYX OTPAHUYUTEIBHBIX IPUHIUIIOB: HEOOXOIUMOCTH TOMOJIOTHH
BOJIOPOJIHBIX CBSI3€H B YOTCOH-KPUKOBCKUX Mapax U He0OXOIUMOCTH COOTBETCTBUS
F€OMETPUUECKUX IapaMeTPOB CUHTE3UPYEMOTO JIBYX1IEIIOUEYHOTO MOJIMHYKIEOTHAA
napaMeTpam pemIéTKy arnaTuTa OCHOBBI (cM pasnen 4.3). Ha panHux 3Tanax 3BOJIIOLNUU
KOMOWHHUPOBAHHE ITHX K€ JIBYX OTPAaHUYUTEILHBIX PHHIAIIOB 00ECTIEYNBAIIO BHICOKYIO
CTEIeHb COOTBETCTBUS npuHImny komiuiementaproctH (fidelity), Heodoxoaumyro st
MPaBWJIBHOM Mepeaaun HacleACTBeHHON nHpopMmauu. Ecinu npennaraemas Teopust BEpHa, U
€CIIM BepHa IpejiiaraeMas BbIllle CXeMa BO3HUKHOBEHUS TOJIMMEpPa3 BCIIEICTBUE SBOIIOLUU
Oerka, IMUTHPYIOIIEro parMeHT anaTUTOBOM CTPYKTYpPBI, TOT/Ia M BbICOKas cTerneHb fidelity
COBPEMEHHBIX MOJIMMEPa3 JOKHA ObITh SBJICHUEM CXOJHON MPUPO/IBI.

[TpupoaHbIe MoMMepa3bl 00eCIeUNBaAIOT BHICOKYIO TOYHOCTh CYUTHIBAHUS HHPOPMALIUU
KoaupyeMoi MaTpuiell. Borpoc o 3a1elicTBOBaHHBIX MOJIEKYJISIPHBIX MEXaHU3MaxX
JUCKYTUPYETCs ykKe He OJIMH JecAToK jeT. [locne orkpeitus crpykrypsl JJTHK Yorconom n
Kpuxom B 1953 r. ObIJIO IPUHATO CUUTATh, UTO NEpeAaya HACIEICTBEHHBIX PU3HAKOB BCELIEIIO
OCHOBaHa Ha TOMOJIOTMYHOCTH BOJOpOoIHbIX cBsized B mapax A-T u G-C. Ilpsmbie 3amepbl
SHEPIUU 3TUX CBA3EH HE MOTYT OBITh BBITIOJIHEHBI, IOCKOJIBKY OHA COCTABIISET JIUIIb YaCTh
oOu1eil sHepruu B3auMoAecTBus 1ByX 1enouek nonunykineotunos B JIHK (IToagpo6no
HHEPreTHKa B3auMOJICHCTBUH B IByXIENOYEUHBIX MOJUHYKICOTHIaX 00CYKAAeTCsl HUXKE B TJIaBe
10). BepxHsis o1ieHKa SHEPTHH, TIOTYYEHHAs U3 BEITMYMHBI TEMIIEPATYPHI ACHATYPAIINH,
cocrabisomas 0.2 — 4.0 kcal/mol, HecoMHEHHO, 3aBbIIlIeHA. 3HAUYUTEIIbHBIC OTINYNS BEIUYUHEI
TEeMIEpaTyphl IeHaTypalu, 3aMmepeHHoi i nonumepa polyd(A,T) ot anamornyHon
temneparypsl 17 polyd(A)-polyd(T) u ananoruunsie otinuuus ans noaumepos polyd(G,C) u
poly (G)-poly(dC) moka3bIBaroT, YTO CTIKMHT BHOCUT HE MEHBIIINN, a BOZMOXHO W OOJIBIIINANA
BKJIa/1 B DHEPTUIO B3aUMOJICHCTBUS HYKJICOTHI0B B YOTCOH-KPUKOBCKUX Napax. OHAKO OI[EHKH
CTEMEeHU COOTBETCTBHS NMPUHITUITY KoMiieMenTapuoctu (fidelity), paccuntanusie mo Gpopmyie
BonbiiMana fake ¢ 3aBBIIIEHHBIMU OLIEHKAMH SHEPTMH BOJIOPOIHBIX CBS3€H, MPEACKa3bIBAIOT
3HA4YEHUS Ha J1Ba MOpsAKa HIDKE HabMo1aeMbIX. TeM caMbIM, TOMOJIOTHS BOAOPOIHBIX CBSI3EH HE
oOecrieunBaeT HaOII01aeMON CTEIIEHN COOTBETCTBHUSI.
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Puc. 5-37. CpaBHeHHE T€OMETPHUECKHUX TAPAMETPOB YOTCOH-KPUKOBCKUX (cnpasa) 1 HEKAHOHUIECKUX (c1e6a) map

HYKJIEOTH/I0B. PCYHOK OCHOBaH Ha pacin(poBKax KPUCTAIIMIECKONH CTPYKTYPBI OJUTOHYKICOTHIOB

neyxuenoueyHoi B-IHK. C reomerpuueckoil Touku 3peHus yoTcoH- KpukoBckue napsl A-T u G-C npakTuuecku

unentnunsl. Hexkanonndeckue napsl A-C wobble, G-T wobble u G(anti)-A(syn) UMerOT OTJINYHBIC 3HAYCHHS YTIIOB

W JUTHH CBSI3Ei. U3 cmamou [226]

BrickazbiBanuce npeanonoxenus, [227,228,229], yTo BbICOKAs CENEKTUBHOCTH MOJIMMEPA3,
obecnieunBaroiias Beicokue yposnu fidelity, ocHoBana He Ha rOMOJIOrHH BOJOPOHBIX CBSI3EH B
YOTCOH-KPHUKOBCKHX Iapax (MU OTCYTCTBUM F'OMOJIOTHH B OCTAJIbHBIX Mapax), a Ha
reoMeTpUUeCcKuX CBOMcTBax map. B yacTHOCTH, aBTOp [226] 0OpalaeT BHUMaHUE Ha
MOpa3UTEIbHOE CXOACTBO JAJIMH U yrioB cBs3elt B napax A-T u G-C, B To BpeMs Kak aist
Hekanonnueckux map A-C wobble, G-T wobble u G(anti)-A(syn) 3Tu mapameTpbI CyIIECTBEHHO
otnuyaroTcs, Puc. 5-37. OTnnuns reoMeTpu4ecKix napaMeTposB Iap, 1o KpaiHel mepe, B
NPUHIMIE, MOTYT OBITh UCIIOJIb30BaHbl OJIMMEPa3aMHU JJIsi OTOPAKOBKH Map, KOTOPHIE HE
ABIIAIOTCS KAHOHUYECKUMHU. [laHHBIN TIPUHLIKI TOTYYWI Ha3BaHHUE MIPUHIIMIIA FEOMETPUUECKOTO
WK cTepudeckoro otbopa (geometric selection, steric selectivity).

H3C HsC nH
HO F HO | N/LO
(0] (o]
HO HO
1 (F) 2 (T

Puc 5-38. [le3okcutiMuanH (CripaBa) U €ro CTepUYECKUH aHaJIoT, He 00pa3ylouii YOTCOH-KPUKOBCKOW TIaphl ¢
aJICHUHOM (ClIeBa).

[TompITKa YKCIIEPUMEHTATBLHON MTPOBEPKU MPUHIIUAIIA TEOMETPUIECKOTO 0TOOpa Obla
npeanpunsTa apTopamu [230, 231], cHHTE3UPOBABIINMH HEOOBIYHBIN HYKJICOTH/I, IO CBOMM
reoMeTprUecKuM napamerpam (popme u pazmepam) aHAIOTUYHBINM TUMUHY, HO HE CLIOCOOHBIH K
00pa3oBaHMIO YOTCOH-KPUKOBCKOM mapsl (¢ amennnoM). Ha Puc 5-38 3T0o HykieoTnomnono0H0e
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COEZIMHEHUE MOKAa3aHo ciieBa U 006o3HaueHo OykBoit F. Mbl nanee 6yaem 0003Ha4aTh ero
cuMBoJioM dF (TTockoibKy OHO TIPEICTaBIISIET COOOM aHAJIOT IE30KCUHYKIICOTH/IA).

Puc. 5-39. (A) 2,4-Difluorotoluene; (B) ITapa koMiuieMeHTapHbIX OCHOBaHHit T-A.

B kauectBe azorucroro ocHoBanus B dF npucyrctsyer 2,4- difluorotoluene, Puc. 5-39(A).
ITo cBOMM reoMeTprUYeCKUM CBOMCTBaM NUPUMHUANHOBOE KOJb1l0 dF aHamoruuHo TMUMMHY, HO,
BCJIEJICTBHE 3aMEHBI IByX aTOMOB KHCJIOpPOJia Ha TOp, OHO B BOJHOM cpefie He o0pazyer
BOJIOPOJIHBIX CBSI3€H € a30TUCTHIMH OCHOBAaHHUSIMU HYKJICOTH/I0B.

Onpenenenne TemnepaTypsl JeHaTypaly IBYX1EIOYEYHBIX OJUTOMEPOB II0KA3ajo0, 4To, 110
KpaiiHeil Mmepe, B BOMHOM pactBope, 3ameHa dT Ha dF okaspiBaeT necTaOMIH3UPYIOLIEE BIUSHUE,
T.€. IPUBOJIUT K HAPYIIEHHUIO BOJOPOJIHBIX CBs3el. B To e BpeMs neTaibHble
CIIEKTPOCKOITMYECKUE UCCIIe0BaH s AByX1lenodeuHbix onuromepos JIHK ¢ 3amenamu dT na dF,
BBIMOJIHEHHBIE aBTOpamu [232], moarBepauio cxoactBo reomerpun map dA-dT u dA-dF.

JlJ1s1t TIpOBEPKH IPUHIIMITA T€OMETPHYECKOro oroopa aBTopsl [230, 231] uccinenoBanu
BO3MOKHOCTH cuHTe3a JJHK mommmepazamu npu 3amene dT wa dF. B mutupyembix paborax s
cunresa JJHK ucnonb3oBancs pparment Knénona (pparment JIHK-3aBucumoii JIHK
NOJIMMeEpasbl, 00JIaAAONINI aKTUBHOCTHIO TIOJIMMeEpasbl). BriocneactBun ObH HCITPOOOBAHBI U
npyrue nouumepasbl. Kak okazanocs, ykazaHHas 3aMeHa He HapylaeT paboThl HOJIUMepa3s.
Hcnonp3oBanue copepskameit dF JIHK-maTpuiier Ha paboTe mommmepasbl MPaKTUYECKH HE
cka3biBaercsi. CHHTE3 COOTBETCTBYIOIIECH PEINIMKU U3 MPUPOIHBIX HYKI€03uATpU(ochaToB
ocymiectBisieTcs 3pdexkTuBHO 1 ¢ TeM ke ypoBHeM fidelity, To ecTb ¢ npenmyIecTBEHHBIM
obpazoBanuem nap A-F. Cunre3 JJHK ¢ ucnonszoBanuem JJHK-matpuiist u3 npupoansix
HYKJIEOTHJIOB U3 PACTBOPA, COJIEPKALIET0 HYKIE03UATpUOCPHaThl C YACTUUHOMN WM TOTHOU
3ameHoi dTTP na dFTP Toxe mpotekaer ycnemno, npuuém dT u dF oGHapyxuBatoT
B3anMo3aMeHseMocTb. UHkopnopupoBanue F, T.e. o0pa3oBanue napsl A-F ciyyaercs nuuis B 40
pa3 pexxe oOpa3oBaHus crangapTHol napel A-T (Torna kak g HekaHoHndeckux nap G T, A-C,
G-A 310 otHOmeHue cocrasusier 107 — 10°). Vkasannsie TeHIeHIME BOCTIPOM3BOIATCS TIpH
BapbUPOBAHUH HYKJICOTHTHOTO COCTaBa MaTpHIIbI U mpaiimepa, [230,231,233].

Tot daxt, uro naps! A-F npu peruinkanuu o6pa3yrorcs ¢ BEpOSITHOCTBIO, JIUIIb B 40
MEHBIIIEH BEPOSITHOCTH 00pa30BaHus CTaHAapTHOM napbl A-T, HEKOTOPBIMU CIIEUATUCTAMU
ObUT BOCTIPHHST KaK CBUAETEIBCTBO HECYIIIECTBEHHOCTH BOJAOPOAHBIX CBsI3€il B YOTCOH-
KPHUKOBCKHX mapax juist ooecnieuenus fidelity mpu permukanmu. ABTop [226] akTHBHO
CHOCOOCTBOBAI MOMYJIAPU3ALMH IPEJCTABICHUS O TEOMETPHUUECKOM 0TOOpE Kak O TJIaBHEeHIIeM,
€CITM He eJIMHCTBEHHOM, (hakTope, onpenaerstomnieM fidelity mpu perumnkarmu JJTHK. beutn y
TaKOM TOYKHU 3pEHUs M KPUTHKH, MTOJIAraBIIfe, YTO OTCYTCTBUE BOAOPOAHBIX CBsizel B mape A-F
He ObUIO 10Ka3aHo. B camoM zene, pe3koe MOHMKEHUE TeMIIepaTyphl AeHATypalun
nByxienodedynbix onuromepos JIHK ¢ Takumu napaMu roBOpHT JIMIIL O HEBO3MOKHOCTH
00pa30BaHMs BOJIOPOJHBIX CBA3€H B BOJHOM PacTBOPE, HO HE JOKA3bIBAET OTCYTCTBUS UX B
nape, MOMeNIEHHOM B OTIMYAIOIIMECS OT pacTBOPA YCIOBHS BOJIM3HM aKTUBHOTO IIEHTpa
nosuMepasbl. Heckonbko j1eT Hazaa npu3Haky 00pa30BaHus BOAOPOIHBIX cBsizel B mape A-F
JeMCTBUTENBEHO OBUIM OOHAPYKEHBI SKCIIEPUMEHTAILHO MPU PACIIN(POBKE KPUCTATITMYECKON
CTpYKTyphbl onuromepos asyxuenodeunoit JIHK conepxxameit dF, [234]. ABTops! nuTHpyemoi
paboThl, BIIpOYEM, HE OTPHUIIAIOT 3HAYEHUSI T€OMETpUYECKOro oToopa. OHM MOTUEPKUBAIOT, YTO
TOMOJIOTHSI BOJOPOJIHBIX CBSI3€M U COOTBETCTBUE (POPMBI U Pa3MEPOB COCTABJISIOT JBa
HEOOXO/IMMBIX YCIIOBHSI YCIICIIHOTO (PYHKIIMOHUPOBaHHE Moaumepas. TeM caMbIM MPUHLUIIBI
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obecrnieuenus fidelity B coBpeMeHHBIX TONMMepasax, Mpy BCeW CIOMKHOCTU STHX OPraHUYeCKUX
MOJICKYJT, ICHCTBUTEIBHO COBIAIACT C MOCTYIMPYEMBbIM HAMHU MPHHIMIIOM KOMOHHUPOBAHHUS
reOMETPUYECKUX KPUTEPUEB C TOMOJIOTHEH BOJAOPOIHBIX CBSI3€H B MPOLIECCE CTEMITHHTA
KPUCTAIUTMYECKOTO allaTHTa.

5.11. BO3HMKHOBEHUE 3yKapuoTOB.

... Kmo orce, nozsonvme sac cnpocums, cozoan 6om smu 0epesws...
Hon XKyan, unu Kamennoe nupuiectBo. Moiibep.

Bomnpoc 0 mpoucxoxxaeHnn 3yKapuoTOB COCTABIISICT OAHY U3 LIEHTPAIBHBIX Mpo0IeM
IBOJIIOIUOHHON OMOJIOTHH. ['€HOMBI 3yKapuOTOB OOHAPYKHBAIOT YEPTHI CXOJICTBA C TCHOMAMU
apxeil 1 reHoMaMu OakTepuil. 3a1a4a TeM CaMbIM CBOJHTCS K yraJbIBaHUIO MIPOIecca MU
SIBJICHHS, BO3MOXHO, OY€Hb HEOOBIYHOTO, B KOTOPOM YYaCTBYIOT OaKTEPHUU U SYKApUOTHI (MK
UX TIPEJIKH), CIIOCOOHOTO MPUBECTH K BOZHUKHOBEHUIO CYIIIECTBA, YbsI TOCIIEAYIOIIAs YBOIIOIUS
MorJIa ObI IPUBECTH K BO3HUKHOBEHHIO OCOOCHHOCTEH T€HOMUKH, IIUTOJIOTUH, MOJICKYJISIPHOM
OMOJIOTHH 2YKapUOTOB, a TAK)KE MPUCYIIETO UM TI0JI0OBOTO criocoba pazMHokeHHs. Jlo cuxX mop
He OBLJIO TPEJIOKEHO TEOPHH, C SAMHBIX TO3UIUI OOBSCHSIIONIUX OCHOBHBIC (hakThl. Huke
MOKa3aHO, YTO 3arajiKa MPOUCXOXKICHHS SyKapHOTOB MPOSCHSAETCS, €CIIH MPUHSITH BO BHUMaHHE
C/ICJIaHHBbIC HAMH PaHee BBIBOJIBI O MIPUPOJIC TIPEAKOB apXeil U NPeKoB OaKTepuil, nx
JKU3HECHHBIX ITUKJIaX, a TAK)KE )KU3HESHHBIX IUKJIAX OOMTABIINX B MPEAKaX OaKTEepHii MOOHILHBIX
TCHETUYECKUX JIeMEHTOB. [1onmyTHO OOBSCHSIETCS MEXaHH3M BO3ZHUKHOBEHUS JIBYXIICIIOYCUHOM
JAHK 1 coBpeMEeHHOT0 KU3HEHHOTO IIMKJIa, OCHOBAHHOTO HA KOMOWHUPOBAHUS PETITHKAIINN
JHK ¢ TpanckpuIueii, a Takke BOSHUKHOBEHHE YAHMBUTEIBHBIX MOJICKY/ISIPHBIX MEXaHH3MOB,
COOOIIAKOIIMX CBOMCTBO MOOMIIbHOCTH MHTpOoHaM rpymisl | (homing endonucleases) u
urTpoHam rpymrsl |1 (retrohoming). ®akrel, noanexkaiie 00bICHECHUIO, U3IarafoTCs B
cienyroleM Hike pasaene 5.11.1, a cnegyrommii 3a HuM pazaen 5.11.2 nocBsmén nux
UHTEPIPETAIHH.

[TockobKy BOTIPOCHI, 00CYKIaeMbIe B JAHHOM pas3Jielie, COCTABISIOT HEKOTOPOE
OTCTYILJIEHHWE OT OCHOBHOM T€MbI HACTOsIIIEeH padOThI, 3aKITIOYAIOIIEHCS B YSICHEHUH
MEXaHU3MOB MOJIMMEPHU3AIH HYKICOTHUIOB APEBHEHITUMI OpPTraHU3MaMH, MbI HE CTaHEM
yrayOIsIThesl B 0030p MHOTOUMCIICHHBIX CLIEHAPHUEB MMPOUCXOXKICHHS SYKApHOTOB,
NPEUIOKEHHBIX MPEIBIIYIINMHU aBTOpaMu. MBI TakKe HE CTaHEM YTIYOJIATHCS B 0OCYKICHHE
BCEX BO3MOXHBIX CIIOCOOOB OOBSICHEHHSI TOTO MJIM UHOTO SIBIICHUS, U3 YHCIIa OMUCAHHBIX HIKE.
Hama mens B TOM, 9TOOBI PEIOKHUTH XOTS OBl OJIMH HEMPOTHBOPEUUBHIN CIICHAPHIT
MIPOUCXOXKACHUS DYKApUOTOB, XOTS B JCHCTBUTEIHLHOCTH BEPCUS, N3NIaraeMasi HUXKe — JIUIIhb
OJTHA U3 HECKOJIBKUX BO3MOXKHBIX.

5.11.1. daxThl, noajexalmue 00bICHEHHRIO.

[TpoucxoxaeHne 3yKapuoTOB UCCIET0BAIOCH U 00CYK1aJ10Ch OOJIBIINM KOJTHMYECTBOM
ABTOPOB C Pa3HbIX TOUEK 3peHUs. MHOTHE 13 W3JIaraeMbIX 3/IeCh BOIIPOCOB, HA KOTOPHIS
TUIOTEe3a MPOUCXOXKACHUS JOJKHA IaTh OTBET, CPOPMYITUPOBAHBI B PE3YJIbTATE KOJJIEKTUBHOTO
YCHITUS PA3HBIX TPYIII CHEITUAIACTOR. B IMensX KpaTKOCTH, CCHUTKH B TEKCTE JaHBI JINITH HA
OTJIeNbHBIE Pa0OTHI, B KOTOPHIX MOKHO HAUTH MOJIPOOHOE U3II0KEHHUE COOTBETCTBYIOIIETO
BOMpoca u 6ubmuorpaduro.

Cx00cmeo yKapuomoe ¢ apxeamu u OAKmepuamMu 6 OMCymcmeue nPpoMedcymouHslx gopm.
['eHOMBI 5yKaprOTOB MOTYT OBbITh Pa3JI0KEHbl HAa TPU HEPABHbBIE YACTH: T€HbI, HECOMHEHHO,
MPOMCXOAIINE OT apXei, FTeHbl BEPOSITHOTO OaKTepHaIbHOTO IPOMCXOXKACHUS U TeHbI, HE
MMEIOLIIe TOMOJIOTOB HU y T€X, HU Apyrux. ['eHsl, koaupyrouue pudbocomy u OenkH,
yuacTBytouue B perukanuu JJHK, Tpanckpunium, TpaHCIALNU U CIUIAHCUHTE€ UMEIOT
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TOMOJIOTOB B JJOMEHE apxeil. B uactHOCTH, Ha PUIIOTeHETHYECKOM JApEeBe MAIOH CyOheIMHUIIBI
prOOCOMBI, KOTOPOE PsiJT ABTOPOB €IIE HA3BIBAIOT «(PHIOTCHETHUSCKUM IPEeBOM JKku3HU» (the
phylogenetic tree of life), BeTBb sykaproToB npeacrasiseT coOOW OTBETBICHUE OT BETBH apXei,
Puc 5-2. OgHako B 11e7I0M KOJIMYECTBO TEHOB, MPOUCXOAIINX OT OAKTEPHil, KAK MUHHUMYM,
BTPOE MPEBOCXOIUT YUCIIO TEHOB apXeHCKOro npoucxoxaeHus, [794]. llpu nanuuuun
HECOMHEHHBIX CBf3€H ¢ apXxesMu U OaKTepusiMU, 3YKapHOTHI, Bce 03 UCKITIOYCHHUS,
00HapyXUBAIOT YPOBHU KJIIETOYHON OpPTaHU3aIMU, HA KOTOPHIE HU apXeu, HU OaKTepUH caMu
HUKOT/1a cCIocOOHBI He ObLTH. B npupoje He 00Hapy)eHO NepexoIHbIX (HOpM — KaKUX-JTHO0
OpPTaHU3MOB, 3aHUMAOIIHUX MPOMEKYTOUHOE TTOJIOKEHUE MEXKTY apXessMH U (W) OaKTepusiMH,
C OJTHOM CTOPOHBI, 1 IyKapUOTaMHU, C APYToid, OYIb TO C TOUKHU 3PEHHUSI KJIIETOUHOM OpraHu3aiuu
WIM COCTaBa U CTPYKTYpPbI TEHOMOB, [794].

JBoJwnuoHnbIi Big Bang. ®unorenernyeckuii aHamn3 reHOMOB IIPUBOAUT K BBIBOAY O
HPOUCXOKICHUH BCEX 3YKapHUOTOB OT €JMHOTO IPEJIKa, YKe 00J1a1aBIIer0 BCEMH
XapaKTEePHBIMUA 0COOEHHOCTSIMH 3YKapHOTOB. MccnenoBaHHbIE TEHOMBI 9YKapHOTOB
pacmanarTcs Ha mecTb rpyi, umenyembix Opisthokonta, Amoebozoa, Excavata,
Archaeplastida, Rhizaria u Chromalveolata. Xapakrep BeTBiIeHUS (PUIOTCHETHUIESCKOTO IPEBa,
Puc 5-40, cBuaerenbcTByeT 0 60s1€€ WM MEHEE OJJHOBPEMEHHOM BO3HUKHOBEHUH BCEX LIECTU
TPYIIII, C MOCTEYIOIUM OY€Hb OBICTPBIM Pa3BUTHEM, CIIOBHO ABOJIIOIHS SyKapUOTOB HAa PaHHEH
CTa/IM¥ Pa3BUTHs MMela B3PBIBHOW Xapakrtep. SIBieHue 3To uHOrAa HassiBaroT evolutionary Big
Bang, [794,795].
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Puc 5-40. CBogHOe (hHitOreHeTHYECKOe IPEBO 3YKAPHOTOB, IOCTPOSHHOE HA OCHOBAHUH JTAHHBIX
(hUITOTeHEeTHYECKOT0 aHaJIN3a, JAHHBIX O HACJIEJOBAHUH PEIKUX MyTalllii M 0 MOP(OIIOTHIECKUX XapaKTEPUCTUKAX.
[TyHKTHpPOM HOKa3aHBI B3aHMOOTHOIICHHS, HE IPOSICHEHHBIE OKOHYATENBHO, TN00 HAXOAIIINECS B IPOTHBOPEUHH C
JPYTHMH, CTOJIb JKe yoeanTeabHbIMU. CTpesikaMy yKa3aHbl ITh BAPHAHTOB YKOPEHEHUs (PUIIOTeHETHYECKOTO
JIpeBa, TPeUI0KEHHBIE B PE3yJIbTaTe UCTIOIb30BAHIS PA3INYHBIX METOIOB aHAIIN3A. U3 0630pa [795].
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Tpyonocmu c ykopenenuem unozenemuueckozo opesa. HecMoTpsi Ha oOnre JaHHBIX,
MOTBITKY JIOKAJTU30BaTh KOPEHb (PMIIOT€HETUYECKOTO JIpeBa U TEM CaMbIM MPOSCHUTH, KAKOTO
pOJa CYIIECTBO SIBISCTCS €AUHBIM IPEIKOM BCEX 3YKApPUOTOB, HE YBEHUMBAIOTCS YCIIEXOM.
Pe3ynbrar 0OHapyXUBAET CYIIECTBEHHYIO 3aBUCHMOCTb OT HCIOJIb3yEMOI0 METO/Ia aHATTN3a
¢dutoreHeTHYECKUX TaHHBIX, [794,795]. K HacTosmemy Bpemenu (1o coctosiauio Ha 2014 r.)
MPEJI0KEHO MATh BApHAHTOB YKOPEHEHUsI IpeBa, MOKa3aHHble cTpenkamu Ha Puc 5-40.
3aBUCHUMOCTH JIOKAJIM3AIUH KOPHS (DUIIOr€HETHYECKOTO ApeBa OT Criocoba aHan3a, BUIUMO,
OTpakaeT HeKue creruduieckre 0COOEHHOCTH IBOJIOLNN PYKAPUOTOB, B aHAIIN3E HE
YUUTBIBAEMbIE, KOTOPBIE TIOKA BBISABICHBI HE OBLIH.

«Mucmuueckoe» cnuanue. He BbI3bIBaIOIIasi COMHEHUH CBS3b 3yKapUOTOB C OaKTEpUAMHU U
apxesiMu, B OTCYTCTBHE KaKUX-TH0O0 MPOMEKYTOUHBIX (OPM, BbI3BaJa K )KU3HU MPEACTABICHUS
0 MIPOUCXOKICHNUU DYKAPUOTOB OT €IMHCTBEHHOM KJICTKH, BO3HHUKIIICH BCIICACTBUE HEKOETO
CIIMSTHUSA JIBYX KJIETOK, OJJHA M3 KOTOPBIX ObLTa apxee, npyras 6akrepuend, [794,796,797].

Krnetku sykapuoTtoB, Bce 0€3 HUCKIIIOUEHUS, COAEpKAT MUTOXOHAPUIO (1K e€
pEenyLUPOBAHHBIN BApUAHT — THIPOT€HOCOMY, MUTOCOMY). DHIOCUMOUOTHYECKOE
MPOMCXOXKACHNE MUTOXOH/IPUHU HBIHE OOIIETTPU3HAHHO. [ €HOM MUTOXOHAPHI CX0K C TEHOMOM
PUKKETCUN — MEJIKOH crienuaiu3upoBaHHoN Gpopmoit 6akTepuid, BEAYIIUX Napa3uTUYECKUH,
BHYTPHKIIETOYHBIN 00pa3 kxu3HU. HEeKOTOphIe aBTOPHI MOJIATaloT, YTO POJAOHAYAIbHAS KIETKA
JyKapuoTa BO3HHKIIA B pe3yJbTaTe SHI0CUMON03a PUKKETCHH U HeKoel apxer. OJHaKO reHOM
PUKKETCHI peyliupoBaH, BEPOSATHO, BCIIEACTBUE MapazuTu3Ma. Habop reHoB 9yKapHoOTOB,
00HapyXUBAIOLINX CXOJCTBO C TeHaMHU OaKTEpUid, BEIXOAUT AANIEKO 332 PaMKH TOTO, YTO MOTJIO
OBI OBITH TI03aMMCTBOBAHO Y PUKKETCHH, [794]. [ToaTOMY OONBIIMHCTBO aBTOPOB, Pa3ICIISIOIINX
MPEJICTABICHUS O POUCXOXKICHUH 3YKaPHOTOB IMMYTEM CIUSHUA KIETOK apXeH U OaKTepuun
(0OBIYHO IpeIoaraeTcs, 4Yro OakTepus ObLIa 3aXBayeHa apXxeel, HalpuMep, MOCPEACTBOM
daromuTosa, [796]), monararoT, UTO CAUSHUE 3TO MPOU3OILIO J0 IHIOCUMON03a C pUKKETCHEH, U
4TO OaKTEpHs, yYACTBOBABIIAS B CIUSHUH, HE ObLIa pUKKeTcHeH, [796,797]. Bompoc o Tom,
KaKoro pojia CIMsSHUE MOIJIO 1aTh HA4aJIo KIIETKE SyKapuoTa, SIBISETCS OCHOBHBIM B ITpodiieMe
IIPOUCXOXKIECHUS YKapUOTOB.

Koncepeamuenocmo muna memopanst. MeMOpaHbl apxeil CyIlleCTBEHHO OTINYAI0TCS OT
MeMOpaH 6akrepuil. [IpuHIMNMaIbHBIE OTINYKS OOHAPYKUBAIOTCS B CTEPEOXUMUHU U CTPYKTYpe
cBs3el munuaoB MemOpaHbl. Kpome Toro memOpaHsl apxeil He coJiepkaT NeNTHIOTIIMKAaHOB,
JUIS HUX XapaKTepHBbI TICEBONIENTH IOTIIMKAHBI, OTCYTCTBYIOIIHE y OakTepuil. IMerorcs u
Ipyrue otauyusi. ABTOp padboTsl [798] 0OpaTtun BHUMaHKUE HA TOT (paKT, YTO U KJIETOUHbBIC
MeMOpaHbl 3yKapuOTOB U PA3IMYHbIe MEMOpaHHbIE CTPYKTYPbI BHYTPHU KJIETOK (saepHas
MeMOpaHa, anmnapat ['oJabku 1 Ap.) CXOIHBI ¢ MeMOpaHoi OakTepuii, HO He apxeil. OHaKko
CTPYKTYPHO-XUMHUYECKHE OCOOCHHOCTH MEMOpPaHbl BeCbMa KOHCEPBAaTUBHBI, OHU MaJlo
M3MEHSIOTCS B Ipoliecce 3BooUnU. HecMOTpst Ha MHOTOUHCIEHHOCTh IPUMEPOB
TOPU30HTAJILHOTO EPEHOCA T'eHOB OT OaKTEepHil K apXesiM U Ha pa3HOo0Opa3ue ONMMCAHHBIX
CIIly4aeB dHJ0CUMOM03a, He ObUIO 3aUKCUPOBAHO HU OJTHOTO cllydyasi TpaHchopMaluu
MeMOpaHbl apxeu B MeMOpaHy OakTepuaibHyto. HeBO3MOKHOCTh CMEHBI THIIAa MEMOPaHbI
HaKJIa/IbIBAET JIOMOJHUTENbHbIE OTPAaHUYEHHUS Ha BBIOOP BO3MOKHOTO CLIEHAPHUSI BOSHUKHOBEHUS
AYKapHoTOoB, [797,798].

Ilapaookc Kynuna. Beie yxe ObUI0 YIIOMSHYTO, YTO B TEHOMaX 3YKapHOTOB BBIJIENIAIOTCS TPU
IPYIIbI TEHOB: T€HbI, BOCXOAIINE K apXesiM, TeHbl OaKTepUil U TeHbI, He 00HAPYKUBAIOIIHE
CBsi3ell c reHoMaMH apxeil nuiam 6axtepuil. Eciu 3ykapuoThl SBISIOTCS TOTOMKaMH OJHOM
KJIETKH, BO3HUKIIEH BCIEACTBHUE CIAUSHUS KIETKH apXeu ¢ KJIETKOM OakTepuu, To U Habop
ACCOLIMMPYIOLIUXCS C apXesSIMHU I'€HOB HYKapHOTOB JOJKEH OBITh HACTIEIUEM OTHOM KIETKH
apxeu. [loaToMy npsiMo€e COMOCTaBIEHNE TEHOB 3YKAPUOTOB C T€HAMH apXel pa3IMuHbIX TPYIIT
JOJDKHO WICHTU(UIIMPOBATH TPYIIY, MPEACTaBUTEIh KOTOPOH y4acTBOBAJI B CIMSHUU. Takoe
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COIIOCTABJICHUE CTAJI0 BO3MOKHO B ITIOCJIEHUE I'OJIbI BCIEACTBUE 3HAYUTEIIBLHOTO IIPOrpecca B
HCCIIEIOBAHMY T€HOMOB apxeu, [799].

AHanu3 MOJIEKYJIIPHBIX IPUCIIOCOOJIEHNUH, YHACIIEIOBAaHHBIA AYKapuOTaMHU OT apXeu,
BbINOJHEHHBIN EBrennem KynunbiMm, [794], npuBOIUT K BBIBOJY O HEBO3MOKHOCTH
COOTHECEHHsI UX ¢ KaKoi-mrbo rpymmoii coBpeMeHHbIX apxeil. Hu ogHa n3 coBpeMeHHBIX apxei
He 00J1a/1aeT ¥ NOJOBUHON I'€HOB, IPUCYTCTBOBABILUX, COIVIACHO MOJIENIU CIUSHHSI FTEHOMOB, B
T€HOME apXeu, y4aCTBOBABILEH B CIUAHUU. MOJENb CIUSHUS, TEM CaMbIM, IIPEATIOIAracT
COCYIIIECTBOBAHUE B IPOIJIOM MOJIEKYJISIPHBIX YCTPOMCTB COBPEMEHHBIX apXell B HEKOEM
opranusMe, HblHE BeIMepieM. Kak ecnu Ob1 HEOObIUAtHO CITOKHBINA M COBEPIICHHBIA OPTaHUu3M
U3 JOMEHa apxel «iiepenan scradeTy COBEpIIEHCTBAa» HOBOOOPA30BAaHHOM KIIETKE 3yKapHoTa,
CJIMBLIMCH ¢ OaKTepuel, U TIOCIIe ATOTO caM JISTPAAUPOBAJ B Pa3HbIX HANPABJICHUSAX, YTpauUBast
I'€HbI B Pa3JINYHbIX COUETAHUSX, a «IIPUHSBILNE 3CTapeTy» NOTOMKH HOBOSBJIEHHOIO 3yKapHoTa,
HE yTpaurBasi HCXOTHOTO T€HETHUECKOro OOraTcTBa, TEM BPEMEHEM HCIIBITAIN B3PBIBHOE
pasBUTHE, B PA3HBIX HANPABICHUIX oOoramasi CBOi reHoM. Y crelHasi MOAesb IPOUCX 0K ICHHS
9YKapuOTOB JOJDKHA MPEAJIOKUTE 00JIee PEATMCTUUECKYIO CXEMY HACJIEJOBaHMs, HE CTOJIb
BBIUYPHYIO.

Cucmema nepedauu cucnanog. Ecivu cocpeioTOYUTbCA Ha OCOOEHHOCTAX, IPUCYIIUX BCEM
9yKapuoTaM, HO OTCYTCTBYIOIIMM Y OaKTepHil i apXei, CpeIu BAXKHEUITNX CIICIIHAIACTHI
O0TMe4aroT 6oJiee BBICOKHH YpOBEHb OpraHU3alluK KIETOYHOH CTPYKTYpHI,
KOMIIAPTMEHTAIM3ALMIO (T.€. JIOKAIU3AL1I0 OMOXUMHUYECKUX MPOLIECCOB B OTJEIIbHBIX OTCEKaX
KJIETKH) U CUCTEMY OOMEHa XUMUYECKUMHU CUTHAJIAMH MEX]ly KOMIapTMEHTaMH. XUMHUYECKHUE
CUTHAJIBI, PETYJINPYIOLIUE )KU3HEAEATEIbHOCTD KIETKN dyKapruoTa, UMEIOT HAIPABJICHHBIN
xapakrep. [laccuBHas quddy3us MosaeKys, urparoas BaXHYIO pojb B )KU3HEAEATEIbHOCTH
OaxTepuil U apxeil, Juisl 9yKapuoTOB HE UMEET OO0JIBLIOrO 3HaueHusl. BRICOKMM ypoBHEM
COBEpILEHCTBA CUCTEMBI IIEPEAayl CUTHAJIOB OOBIICHAETCS U TOT (aKT, YTO KIETKHU HYKapHOTOB
B cpeaHeM B 1000 pa3 Gosiblie KiIeToK OakTepuil u apxei, [794].

Beirozpl, noctaBisieMble BBICOKOOPTAaHU30BAHHON CUCTEMOM XMMUYECKON CUTHAIIM3ALUHY,
oueBUJHBL. OTCYTCTBUE TaKOM CUCTEMBI y OaKTEpHil U apXel MOoKa3bIBaeT, YTo s
BO3HUKHOBEHUS €€ HYXHbI CIIElIMaJIbHbIE yciIoBUsA. OHa MOTJIa BOSHUKHYTh KaK OTKJIMK Ha
cnenuguieckre 00CTOATENbCTBA, B KOTOPHIX KOMIIAPTMEHTAIN3ALINS U HAJIMYNE CHUCTEMBI
oOMeHa CUTHaIaMU MEXIy KOMIIAPTMEHTAMHU CTAaHOBATCS OJTHUM U3 (PaKTOPOB BBKUBAHMUS.
Peanuctuueckas cxema BOSHUKHOBEHUS SyKapuOTOB 00s13aHa TaKhe 00CTOSATENIbCTBA
IIPEbSABUTB.

Hanuuue sadpa. B xnetke sykapruoTa reHHbII MaTepual COAEPKHUTCS B CIIELUATBHOM
KOMIIapTMEHTE, IMEHYEMOM SIIpOM KJIETKH, OTCYTCTBYIOIIMM Yy OakTepuil u apxeil. B snpe
ocymectBisitores perunkanus JJHK, Tpanckpunuus, a Takxke crutaiicHHT (yajleHue HHTPOHOB
u3 npe-MPHK). Ot nuTomniazmel KJIETKU SOpO OTIAENIEHO TBOMHOW MEMOpaHoil, T.H. siiepHON
memOpanoit (nuclear envelope, NE). O6MeH BeliecTBaMu MEKIY SIIPOM U IIUTOILIA3MOM
pEryIupyeTcsi CHCTEMON CIeHaTH3HPOBAHHBIX TPAHCIIOPTHBIX KAHAIOB, UMEHYEMBIX
saepabiMu iopamu (nuclear pore, NP), nponussiBatomux NE. fnepHbie mopsl npecTaBisioT
€000 MHOTO()YHKIIHOHATILHBIE, CIIOXKHO YCTPOCHHBIC, PETYIIMPYEMbIE CTPYKTYPBI, X OEITKOBasI
coCTaBJIsIIOIIAs, T.H. KOMILUIEKC siepHoit mopsel (nuclear pore complex, NPC), opranu3zoBana
npuban3uTenbHo 90 MosekynaMu 0eJIKOB, HMEHYEMBIX HYKJIeonopruHaMH. OUIOreHeTHYeCKU i
ananu3 OenkoB, Bxoasmux B coctaB NE u NPC, Bemmonnennsiii aBropamu [800], mokasan
Hajgu4re 0ETKOB, MPOUCXOAAIINX OT apXxei, OEITKOB, MPOUCXOAIINX OT OAKTEPHil, 1 OEITKOB
HYKapHOTHYECKOTO MPOUCXOKICHHUS.

B Teuenme mmTensHOTO BpeMEHH OBLIIO IPUHSATO CUNTATh, YTO TPAHCIISIINS HUKOT/Ia He
OCYILECTBIISICTCS B AJPE DYKAPUOTHUECKUX KIETOK. TeM caMbIM IMPOCTPAHCTBEHHOE Pa3/ieieHue
TPAHCKPHITIIAU ¥ TPAHCIIAINH, KOT/Ia PEIUTMKAINS, TPAHCKPHIIIINS, & TAKXKE CTUIAHCHHT
(ynanenue uHTpoHOB U3 pe-MPHK) ocyIecTBiassoTcs TOIBKO B Spe, a TPAHCIALUS — TOJIBKO B
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IIUTOIUIA3ME, 110JIarajioch HeKoel (pyHAaMeHTaTbHOH 0COOEHHOCTHIO 3YKapHUOTOB, OTJIMYAIOLIIX
UX OT OCTAJIbHBIX XUBBIX cymiecTB. [Ipennaramuce u Teopun, OOBICHSIIONINE BOSHUKHOBEHUE
A7Ipa He0OXOIMMOCTbHIO IPOCTPAHCTBEHHOI'O Pa3AeIeHUs TPAHCKPUIILIUK U TpaHcasuuy, [799]. B
JIUTEepaType HEOAHOKPATHO MOSBISUIUCH COOOIIEHHUS O MPU3HAKAX TPAHCIISILIUY B AJIpE, OJTHAKO
MpeAbSIBICHHBIE CBUIETEIBCTBA JOMYCKaAIN JIBOsIKOE TokoBanue, [801,802]. Hakonen B 2012-
2013 rr. ObuTH OITYOJMKOBAaHBI PE3YNIBTATHI IBYX HE3aBUCUMBIX HccienoBanuii [803,804],
IIPEIbSBUBIINE HEOIIPOBEP)KUMBIE JI0KA3aTEIbCTBA OCYILECTBICHUS TPAHCIIALIMU B Ape. 3a ABa
rojia, MpoIUIEIIINe C MOMEHTA MyOJIMKAINK, KAKUX-TH00 BO3paXEeHUI OMmy0IMKOBaHO HE ObLIO.
ITo Bcelt BUIUMOCTH, TPAHCIISILUS IEHCTBUTEIILHO MOXKET OCYILIECTBIIATHCS B AJIPE, XOTS U C
HEeOO0JIbIION MHTEHCUBHOCTHIO. BBUAY BBIIIEHN3TI05KEHHOT0, BOSHUKHOBEHHUE Spa JOJKHO OBIThH
00BSICHEHO HE IIeJIeCO00Pa3HOCTHIO MPOCTPAHCTBEHHOTO Pa3/IeiCHUs TPAHCKPHUIIIIUH U
TPaAHCISUYU, & KAKUMHU-TO APYTUMU MPUITHAMH.

Muzpayusn zeno6 u3z opzamnenn ¢ a0po. SIBieHne YHIOCUMON03a, KOT/Ia OJTHA KJIETKA )KUBET U
(GYHKIIMOHUPYET BHYTPH JPYTOM, UMEET JOBOJIHO HIMPOKOE paclpocTpaneHue B nmpupoje. Ecth
JIBa MpUMepa HeOOBIYHBIX SHJIOCHMOUOHTOB, TITyOOKO HHTEIPUPOBAHHBIX B CTPYKTYPY
3aXBaTHBIIUX UX KJICTOK, B IIPOIECCE IBOJIIOIMH TPEBPATUBIINXCS B KIIETOYHBIC OPTraHeIUIbI —
MUTOXOH/IPHH U TUIACTHU/IBI. MUTOXOHPUH (& TAK)KE CBSI3aHHBIC C HUIMU OOIIHOCTBIO
MPOUCXOXKACHHUS THAPOTCHOCOMBI i MUTOCOMBI) BEJIyT HA4aI0 OT Mapa3suTHUCCKON OaKTEepHH,
POJCTBEHHOW PUKKETCUsM. [IepBHUYHBIC TIIACTH/IBI 00PA30BAIKCH B PE3YJIbTATE OJTHOKPATHOTO
cUMOMO03a MpeiKa BOJOPOCTH U naHobakTepuu. Kpome Toro pa3imyaroT KOMIUICKCHBIE
wiactuabl (complex plastids), mpeacraBisomme co0oi pe3yabTaT IHI0CUMON03a COECPIKAIIETO
IJIACTULY DYKApUOTa C KJIETKOM €€ OAHOTO AyKapuoTa. B oTiinune oT nepBUYHON MIIACTUIBI,
KOTOpasi 00BIYHO OKPY)KEHA TBOMHOIO JIUITHTHOW MEMOPAHO, KOMILICKCHAS TUTACTH/IA,
00pa30BaBIIasICsI B PE3yJIbTaTe BTOPUIHOTO WIIH TPETHYHOTO SHI0CHMON03a, OKPYKEHA TpeMs
WIN 4eThIpbMs MeMOpaHaMu, [805]. Y HEKOTOPBIX KOMILJICKCHBIX TUIACTH]I COXPAHSICTCS
penyHupoOBaHHOE SAPO, T.H. HyKIeomMopd (nucleomorph), B peakux cirydasx COXpaHsSeTCs U
MUTOXOHpHS, Puc 5-41.

Puc 5-41. Dumocum6uo3 B Durinskia, npuseammit Kk 06pa30BaHHIO MATH
TEHETHYECKH Pa3IMYHbIX KOMIAPTMEHTOB: SIPO X03MHA (KPACHBIN 1IBET), SPO
9HJI0CUMOMOHTA (CHHUIT), INIACTHAA SIHAOCUMOUOHTA (3KEINTHIIT), MUTOXOHAPHH
X03SIMHA B YHIOCUMOHOHTA ((PHOIICTOBBII). U3 0630pa [805]

3HAYNTENBHBIN HHTEPEC MPECTABISET Cy1b0a TEHOMOB SHAOCHMOHOTHYECKUX OPTaHU3MOB,
JIABIIMX HAYaJI0 MUTOXOHIPUSAM M TUIaCTHAaM. ['€HOMBI COBPEMEHHBIX MUTOXOH/IPHI U TIIACTH]T
(a TakKe coJepIKaIIMXCcsl B KOMIUICKCHBIX IJIACTHIaX HYKJIEOMOP(OB) B 3HAUUTEILHOM CTETIEHH
PEIYIPOBaHbI BCICICTBHE YTPAThl FCHOB U MUTPAIIMU TEHOB B SAPO. Y TpaTa 4acTH I'EHOB
YacTO COIYTCTBYET SHIOCUMONO3Y M TTapa3UTU3MY, HO MUTPALIUs TEHOB B SPO,
oOHapy)XuBaeMasi JIIsi MUTOXOH/IPUH U MJIACTHI, COCTABIISICT YHUKAIBLHYIO HX OCOOCHHOCTD,
BaKHYIO JIUIsl TOHUMAaHUsI pAaHHUX CTaJMid Pa3BUTHS DYKapHUOTOB.

B kadecTBe KOHTpIIpUMEpa, UILTFOCTPUPYIOLIETO HEOOBIYHOCTb SBJICHUS, MOTYT OBITh
yIOMSIHYTHI XpoMatodopsl pakoBruHHOU am&0bI Paulinella chromatophora. Dta améba siBisiercst
(doTocuHTE3UpYIOIIEH, B OTIMYKE OT APYyrux npejactaButenei poaa Paulinella, ve
00HapyXMBAIOIIUX CIIOCOOHOCTH K (hoTocuHTe3y. B kitetke P. chromatophora comepikarcs nsa
xpomarodopa - oopazoBanus B hopme hacomHbl, 3eTEHOTO I[BETA, TPEICTABIISIONINE COOO0M
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BUJOM3MEHEHHbIE TMaHOOaKkTepuu. Jlenenue xpomMaropopoB CHHXPOHU3UPOBAHO C JACTICHUEM
xo03siuHa. JleTanpHble ncciae10BaHus MOKa3alu, YTo XpOMaTo(pOpHhI SABIISIOTCS
9HJIOCUMOMOHTAMH, (PYHKIMOHAIBHBIMH aHAJIOTAMH TUTACTH/I, HO TEHETUYECKH C TIACTUIAMH HE
cBs3aHbl. Xpomarohop 061agaeT cOOCTBEHHBIM FT€HOMOM, OOHAPYKUBAIOIIIUM HECOMHEHHOE
CXOJICTBO ¢ TeHOMOM HmaHobakrepuii Synechococcus/Prochlorococcus, ognako tpu ueTBepTu
UCXOJIHBIX TEHOB dHA0CMMOMOHTa ObLTH yTpadeHsbl. [Ipu aTom B simpe P. chromatophora 6sut
oOHapy»XeH JTUIIb OJNH I'€H, BO3MOXXHO, MUTPUPOBABIINH TyAa U3 dHI0CUMONOHTA, [805]. dakt
MUTpAIMU JAHHOTO T'eHa Hellb3sl I0Ka CYMTATh YCTaHOBJICHHBIM, HO, B JIIOOOM ciy4ae,
KOJIMYECTBO MUTPUPOBABIINX T'€HOB OKa3bIBAETCS HECOIIOCTABUMBIM C KOJINYECTBOM I'€HOB,
yTpadyeHHbIX B Ipoliecce 00pa3oBaHusl SHIOCUMONOHTA. Peub 3/1ech B JydllleM Ciiydae MOXKET
UATH O Iepeaaye B sAPO OTAEIbHBIX T€HOB, TOI/1a KaK Y MUTOXOHAPUI U IJIACTH]I UMENA MECTO
nepeaava B p0 HECKOJIBKUX ThICSAY I'€HOB.

HauGomnp1ield pexyKiuu o Bepriiuch T€HOMBI TIPEIKOB MUTOXOHIPHIA: MUTOCOMBI U
OOJIBIIMHCTBO TUIPOr€HOCOM IEpelaik BCE CBOM COXPAHUBILIUECS T€HBI B A7IPO; B
«KJTACCHYECKUX» MUTOXOHPUAX CONEPKHUTCA OT 3 10 67 reHOB, Kogupyromux oenku, ot 0 1o 27
reHoB, koaupyromux TPHK, Bce MUTOXOHIpUN KOAUPYIOT cOOCTBEHHBIE pubocomsbl, [806].
['eHOMBI I1aCTU] pEYyLIUPOBaHbl UyTh MEHbIIE. B HUX 00HapykuBaetrcs okoio 150 reHos,
Cpeu KOTOPBIX BCErJa MPUCYTCTBYIOT I'€HbI, OTBETCTBEHHBIE 33 TPAHCKPUIIIIUIO ¥ TPAHCIIALIUIO,
a TakKe reHbl, Koaupyromue oenku, [807]. ITpu atom, B siape Arabidopsis thaliana, nanpumep,
COTJIACHO UMEIOIIMMCS OIIeHKaM, cogepxuTcs 4500 reHoB, MONaBIIMX TyJa U3 IIHAaHOOAKTEPUH,
JIaBIIIeH Havaso ractuaam, [808].

TouHbIll MEXaHU3M MHUTPALIMK T€HOB U3 MUTOXOHAPUI U IJIACTU]L B SIAPO MOKA HE
ycraHoBieH. Hanbonee BeposiTHON cuMTaeTcs nepegada reHOB B BUJE T.H. KOMILIEMEHTapHON
JAHK (cDNA), ipu xoTopoi noarotosyieHHas ajs Tpancisuuu MPHK rena moasepraercs
00paTHOM TpaHCKpUMIHU ¢ 0Opa3oBanueM aByxiuenoueynout JJHK, a ata monexyna
nepemMeniaeTcs B iApo U BCTpauBaercsa B xpomocomy, [809]. O nmpuumHax 3TOro sBJICHHS
IIPAKTUYECKH HUYETO HE N3BECTHO. C TEXHUYECKOW TOUKH 3pEHUsI HauOOJbIINE CI0KHOCTH
MIPEJICTaBIISIET HEe OJTHOKPATHBIN (B HCTOPUU TAKCOHA) MEPEHOC T'eHa U3 SHIO0CUMONOHTA B SAPO,
a TPAHCHOPT THICSY CUHTE3UPYEMBIX MOJIEKYJI B COOTBETCTBYIOIIYIO OpraHellIy, peryaspHo
BOCTIPOM3BOAMMBIN Ha MPOTHKEHUH KAXKIOTO KU3HEHHOTO IUKIa. B xo/e aBomtonun O6b1a
CO3/1aHa CIIOXHeas cuctema neperoca mosekysn 6enkos u TPHK uepes memOpanbl
MuTOXOHIpHi, [810], a Tak:ke BO MHOTOM CXOJHasI ¢ HEll crcTeMa IepeHoca 0elnKoB uepes
MeMOpansl mactu, [811,812]. Cozmanue CTONb CI0KHBIX MEXAaHU3MOB, TPEOYIOIIUX K TOMY e
3HAUUTENBHBIX SHEPTETUUECKUX 3aTpart Ui MOAep>KaHusl aKTUBHOCTH, BEPOATHO, OBLIO
OIpaBJaHO O0COOBIMU IPUUMHAMU. B 3110Xy BOSHUKHOBEHHS M paHHEH 3BOJIIOIIMH 3YKapHOTOB
00paboTKka HaclneACTBeHHOU WH(POpPMAIIUU YHTOCUMOUOHTOB B S7jpe CO3/aBalia MPEeUMYIIecTBa
CTOJIb CYIIECTBEHHBIE, YTO BCE COMYTCTBYIOIINE 3aTPaThl OKa3bIBAJIMCH ONpaBIaHHbIMU. Teopus
MIPOUCXO0KICHHS DYKAPUOTOB JI0JKHA 3TU MTPEUMYILIECTBA YKa3aTh.

Humponv u unmeunwt. 1llnpoxoe pacipocTpaHeHNE HHTPOHOB COCTABIISET OJHY U3
OTJIMYUTETILHBIX OCOOEHHOCTEN PYKapUOTUUECKHUX T€HOMOB: B HUX O0OHApy>KUBAIOTCS
ayToKaTaIUTUYeCKHe UHTPOHBI Ipymisl | u rpynmsl 1, T.H. critalicocoMHble HHTPOHBI U
uHTpoHHbI B reHax TPHK. KpomMe Toro B Hux 00Hapy>KMBalOTCS CXOHBIE C MHTPOHAMHU
MOOWIIbHBIE AJIEMEHTHI, Ha3bIBaeMble HHTeMHaMU. IHTpoHBI, paccekaromue reusl TPHK,
9YKapuOTHI, BEPOSTHO, YHACIEIOBAaHbI OT OaKTepHil (MM UX MPEIKOB), CM. BhILIE, pa3aen 5.5.2.
ITponcxoxaeHne OCTaIbHBIX COCTABIISET 3a/IKy, pa3pelIeHHe KOTOPOil COCTaBIISET YacTh
pemieHus oOuiei npoOaeMbl IPOUCXO0XKIEHUS YYKAPHOTOB.

Humeunwl. VinTenHaMu Ha3BbIBAIOT MOOUJILHBIE TEHETUYECKHUE DJIEMEHTHI, CIIOCOOHBIE
OCYIIECTBUTDH ayTOCIUIAWCHHT B MPOIECCe MOCTTPAHCIISAIIMOHHOTO CO3PEBAHMSI OSITKOBBIX
MOJIEKYJI. DTUM TEPMHHOM 0003HAYAETCs M KOJUPYIONIUH yIacTOK I'eHa, U COOTBETCTBYIOIIAS
€My aMHUHOKHUCJIOTHAs TOCIeI0BaTebHOCTh. HTenH 00pruHO cocTouT u3 130-1600
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aMUHOKUCIOT. [lociie TpaHCISIMY OH CaMOBBIpe3aeTcs U3 OeNKa-MpeIIeCTBEHHUKA B
pe3ysbTaTe MPOCTPAHCTBEHHOTO OEIKOBOTO CIuTalicHTa. IHTEHMHBI KOAUPYIOT
caMOHaBosIIyIOCs dHA0HYKIeasy (HEase, cM. Hike), cooOIIaroNIyt0 UM CBOMCTBO
MOOMIJIBHOCTH. DTO cONMKAET MHTEUHBI ¢ MHTpOHaMu Tpynisbl |. [To1o0HO HHTpOHAM, HHTEHHBI
JICMOHCTPHUPYIOT CIIOPAINYeCKOe pacipeieienue B reHomax, [813], onnako kakoi-1n60 HHO
CBSI3U MGy MHTPOHAMH U HHTCHMHAMHU HE mpociexuBaeTcs, [814].

[lepBr1it naTenH ObUT 0OHapYskeH B 1990 1, [815], 1 ¢ Tex mop cOTHM UX ObUIM HAWIEHBI BO
BCEX JOMEHAX JKU3HU — B TCHOMaX apXxeH, OaKTepuil 1 DyKapHOTOB, a TAK)KE B TCHOMaX BHPYCOB
u ¢aros, [813,814]. ConocraBieHue JaHHBIX O OETKaX, YbH T€HBI pa30MBAIOTCS UHTCHHAMH,
NPUBOJIUT K BBIBOJIY O HECITy4allHOM PaclpeelICHIH STHX MOOMIIBHBIX 2JIEMEHTOB B T€HOMAX.
WuTenHbl 00HAPYKUBAIOTCS B OEITKaX pa3HBIX TUIIOB, HO YaIlle BCETO OHM BHEIPSIOTCS B TCHBI
OenkoB, yuactByronmx B meradbosmsme JIHK (Takue kak moimmepasbl, TeIHUKa3bl,
TOTIOM30MePa3bl, pUOOHYKICOTHIPEIyKTa3kl). Emé onHa, Oosiee o01iasi, 3aKkOHOMEPHOCTh
COCTOUT B TOM, YTO HHTEHHBI OOHAPYKHBAIOTCSI B KOHCEPBATUBHBIX MOTHBAX, KPUTHYECKU
BaXXHBIX JIJIs1 QYHKIIMOHUPOBAHUS OeliKa — KaTAIUTUYCCKUE IICHTPBI (DEPMEHTOB, JOMEHBI
CBSI3bIBAHUS JIUTAH/1a ¢ perentopoM, [813]. UHTepecHO OTMETUTh, YTO 3aKOHOMEPHOCTH
pacnpeeNieHuss ”THTEUHOB B TCHOMaX CXOJIHBI ¢ 3aKOHOMEPHOCTSIMU PacIpe/IeIICHUSI HHTPOHOB
rpymmsl | B reHoMax ¢aro, cM. BbIIIIe, pa3el 5.5.2. DTH UHTPOHBI TOXKE, KaK MIPABHIIO,
BHEJIPSFOTCS] B BBICOKOKOHCEPBATUBHBIC MTOCIIEC0BATEILHOCTH T€HOB, YIaCTBYIONIUX B
Mertaboauszme JJTHK.

[TponcxoxkaeHre HHTEMHOB, UX OMOJIOTHYECKOE MJTH IMOTSHITUAIBHOE aIAITUBHOC 3HAUCHUE
OCTaIOTCs 3arajikoi. B ciemyroiem paszene peleHue 3TUX BOPOCOB, a TAKIKE CBSI3b HHTCHHOB
C MHTPOHAMH YBSI3BIBAIOTCS C PEIICHUEM MPOOIEMBI TIPOUCX 0K ICHUS DYKAPHUOTOB.

Humponwi cpynnet |. IHTpOHBI 3TOT0 TUIIa 0OHAPYKUBAIOTCS KaK B sJIpe, TAKU U B OpraHesijiax.
B sinepHOM reHOMe OHU MPUCYTCTBYIOT B FeHax OO0JIBIION U Manoil cyObeIuHIL puOOCOMHOM
PHK. B renomax opranesun (MUTOXOHJPHUHU U IUIACTUbI) MHTPOHBI IPYIIIBI | IPUCYTCTBYIOT B
renax pudocomuori PHK, TPHK u B renax 6enkos, [816]. HanomHuM, B TeHOMax apxei
MHTPOHBI Ipynnsl | moka oOHapyxeHsl He Obutn. IHTpoHBI Tpymiel |, oOHapyXuBaeMble B
XpoMocoMax OakTepHil, He pacceKaroT T'eHbl OEITKOB U, 33 PEIKUMH UCKIIOUYEHUSIMH, HE
paccekatoT reHoB pudocoMHoil PHK (cm. Bbiiie, paznen 5.5.2). Tem cambim, XapakTep
pacripesielieHUs] WHTPOHOB IpyNIbl | B opranemiax oTiauyaeTcs oT pacupeaesieHus X B
OaxkTepusx, 4TO MPUMEYATENbHO, KOJIb CKOPO MUTOXOHPUHU U TUIACTUABI IPOU3OILIN OT
OaKTepHil.

Camonagooaujuecs IHOOHYKI€a3bl U UX C6A3b C UHMEUHAMU U UHMPOHAMU.
CamonaBosmnmecs sHnonykieass (homing endonuclease, HEase) — ato kiace pepmMeHTOB, ¢
BBICOKOM CHIeIM(PUUHOCTHIO paclo3HaIOMUX U paccekaromux Mosekyisl JIHK. AKTHBHOCTBIO
ATHX (EPMEHTOB 00ECIIEUNBACTCS MTOABHKHOCTh MHTEMHOB, MHOTUX HHTPOHOB Ipyniis! | n
HEKOTOpBIX MHTPOHOB rpymisl 1, [814]. TlpuHimnHanpHas cxema mpoiecca KOMMPOBAHUSI
WHTpOHA Wiu uHTenHa hepmerTom HEase u3 ogHoro rena B apyroi nmokasana Ha Puc 5-42.
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Puc 5-42. O6061ménnas cxema (pyHKIIMOHHUPOBAHHS cCaMOHaBOAsLIeHC s dH0HYKIea3sl (homing endonuclease).
JByxnenoueunsie Monekyisl JJHK moka3anbl kak MIpOKHE TOIyObIe MOJIOCH, OJHOIeTIoYedHbIe MoneKysl PHK —
KaK y3KH€ MpsIMbIE TTOJIOCKH, & aMUHOKHUCIOTHBIE TTOCIIEIOBATEIFHOCTH M300pa’KeHBI M3BMIIMCTHIMHU T'OJTyOBIMHU
JTUHUAMU. VIHTeUH U HHTPOH MOKa3aHbl KPAaCHBIM, F'€H CAaMOHABOSIIEHCSA YHIOHYKIIea3bl TOKa3aH 3eJIEHBIM U
o0o3naueH HEG. CaeBa: nociie TpaHCKPHUIIMK HYKJICOTHIHAS OCIICA0BATSILHOCTh HHTPOHA YIANISCTCS U3 Tpe-
MPHK crnaiicuarom, a reH caMOHaBOSIIICHCS SHAOHYKII€a3bl TPAHCIUPYETCs. 3aTeM CaMOHABOISIIASICS
SH/IOHYKJIea3a 0OHapyKUBAeT HE COAEPIKAINil HHTPOHA I'eH, TOMOJIOTUYHBIM HCXOAHOMY, U COBEPILACT
JIByCTOPOHHUM Hazape3 nByxuenodeynoit JJHK B caiite, B KOTOpBIH qoKeH BHEAPUTHCS UHTPOH. [locie aToro
xo3diickas cuctema penapanuu JJHK 3aneunBaeT pa3pbiB, HCHOIb3Ys TOMOJIOTUYHBIM T'eH C HHTPOHOM B Ka4ecTBE
m1abJI0Ha, TEM CaMbIM IIEPEHOCS KOTIMIO HHTPOHA B emé onuH reH. Cnpasa: ['eH, copepamyii HHTEHH,
TpaHCKPHOUpYeTCs ¥ TpaHCIUPYETCs. 3aTeM CHHTE3MPOBAHHAS ITOJIUIICIITHAHAS LETIb UCITBITHIBACT OCIIKOBBIN
CIUTaiCHHT, BBICBOOOXKas CAMOHABOISIIYIOCS SHIOHYKJIea3y, KOTopas OOHapy>KUBAeT I'eH, TOMOJIOTUIHBIH
HCXOJHOMY, HO JIMIIEHHBIA MHTEHHA, U COBEPILAET ABYCTOpOHHMM Haape3 nByxuenoueyHon JIHK. TTocne sToro
xo3siiickas cucteMa penapanuu JJHK 3aneqnBaeT paspsiB, HCTIONB3Ysl TOMOJIOTHYHBIN T€H C HHTEHHOM B KaUeCTBE
m1abJI0Ha, TEM CaMbIM NIEPEHOCS KOIIMIO HHTEHUHA B €1IE OJIMH I'eH. U3 0630pa [817].

HEases Obuin 0O0Hapy eHbI BO BCEX JOMEHAX KU3HU. Y 3YKapHOTOB I€Hbl, KOAUPYIOIINE 3TH
(bepMeHTBI, MPUCYTCTBYIOT B JIEPHOM I'€HOME U B TeHOMaX MUTOXOHAPHH U XJIOPOILIACTOB,
[814]. 3ambIcnoBaTOCTh MeXxaHu3Ma jelicTBrs HEAsSe u oTcyTcTBHE IBOIOIIMOHHBIX CLIEHAPHEB,
CHOCOOHBIX OOBACHUTH MPOUCXOXKAECHUE ITOrO Kiacca OelKoB, IPUBJIEKIN BHUMAHUE IIUPOKOTO
Kpyra uccienonateneil. B Heckonbkux paboTax ObUIO MOKA3aHO, YTO (PUIOTEHETUYECKUE
ucropun HEases u cogepkaniux ux THTPOHOB ¥ MHTEMHOB HE cOBMaatoT. bonee Toro, cxoaHbIe
MeX1y cCOOOM MHTPOHBI WM UHTEUHBI MOTYT KoaupoBath HEases pa3zubix Tunos. bouin
oOHapy>KeHbI ¥ TPUMEPHI IPOTUBOMOIOKHBIX B3aMMOOTHOIIIEHHH, Korja cxoaubie HEases
KOJUPYIOTCS (PHIIOT€HETUYECKH YAalEHHBIMA HHTpOHaMU. Ha 3ToM ocHOBaHMHU OBLI clienaH
BBIBOJ] 00 MMEBILIEM MeCTO BHeApeHHH reHoB HEases B panee cyiiecTBoBaBIIe HHTPOHBI U
WHTEHHBI Ha ONpeAeaEHHOM cTaauu 3Bomonuu, [818,819].

BrrsBiieHo HeckobKo cemeiicTB HEases, oTnuyaronmxcsi KOHCepBaTUBHBIMU
nocieaoBarenbHOCTAMU. [IpuMedarenbHo, YTO TPYIIbI PEepMEHTOB, (PUITIOTeHETHYECKH He
CBsI3aHHBIE MEXAY C000i1, 00HAPYKUBAIOT PA3UTEIBHOE CXO/JCTBO KaTATMTUYECKHUI CTpaTeruii:
Bce Moutekyibl HEases Hebombimx pazmepoB (<40 kDa), criocoOHbI pacio3HaBaTh y4acTKH
JHK 3HauuTensHON AnuHbI (00b14HO OT 14 10 40 map HyKJI€OTHI0B), TPOU3BOIAT
nByctoponHuit Haapes3 JIHK B TounO onpenenéHHoM Mecte. MexaHn3M KOMPOBaHUS UHTPOHA
WJIM NHTEWHA BCETJa UCIIONIb3YET X03sHMCKyI0 cucteMy penapaunu nospexacHuon JJHK, [819].
OcTtaércs Hen3BeCTHBIM, Kakue (akTopbl 0TOOpa MOTJIM CIIOCOOCTBOBAThH BHIPAOOTKE
KOMOUWHAIMM yKa3aHHbIX HEOOBIYHBIX CBOMCTB Yy L1e0M rpyninsl ¢pepmeHToB. CBsizp HEases ¢
MHTPOHAMH U UHTEUHAMH BKYIIE C IIUPOKUM PacpOCTPAHEHUEM UHTPOHOB U HHTEUHOB B
reHOME 9yKapHuOTOB HaBOJUT HA MBICIIb, UTO MPOOIeMa MPOUCXOXKICHHS ITOM TPYIIIIbI
(epMEHTOB COCTaBISIET YaCTh MPOOIEMBbI TPOUCXOXKICHUS IYKApUOTOB.
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Humponwi cpynnet |1. Pactipenenenue HHTPOHOB ATOU TPYIIIBI B 9YKaAPUOTUYECKUX TEHOMAaX
00HApY>KMBAET PsI/i UHTEPECHBIX 3aKOHOMEPHOCTEN. B oT/iMuKe OT MUHTPOHOB Tpynsl |,
00HapyXMBAaEMbIX B SIEPHOM F€HOME U T€HOMAaxX OpraHesul, UHTPOHBI rpynisl || mpucyTcTBYIOT
B TCHOMaX MUTOXOHJIPUH M XJIOPOILIACTOB, HO OTCYTCTBYIOT B siape, [820]. Jlns GonpmnHCTBA
9yKapuOTOB MHTPOHBI rpymmbl || penku, BcTpeuaroTcss HAMHOTO peke, YeM UHTPOHBI TPy |.
B HekoTOphIX TeHOMaxX UHTPOHBI rpynibl || 00HapyKMBaKOTCS B 3HAUYUTEIIBHBIX KOJHYECTBAX; B
MUTOXOHJIPUSX Ha3€MHBIX PACTEHUH, HAIPUMED, STOT THIT HHTPOHOB Mpeoodianaer, [820,821].
DuUIOreHeTHYECKUMH METOJJaMU BBISIBIIEHO BOCEMb TUIIOB UHTPOHOB rpynisl |l.
[TpumeuaTenbHO, YTO JIHILB JBA U3 BOCBbMH TUIIOB BCTPEYAIOTCS B OpraHeiiax 3yKapHuoTOB.
[Ipeanonaraercs, 4ro UHTPOHBI rpymibl || monanu B sykapuoTuuecKuii TeHOM BMECTE C FeHaMu
OaxTepuil. Boliie yka3pIBaJloch, YTO OaKTEepHUaIbHbIE TE€HBI COCTABISIOT 3HAYUTEIBHYIO YaCTh
YKapUOTUYECKOr0 T€HOMAa, KPOME TOT0, MUTOXOHPHUH U XJIOPOILIACTHI PEJICTABIISAIOT CO00M
BUJOU3MEHEeHUsI OakTepuil. BepositHo, OakTepuu, MpUHUMABIINE yYacTHE B BOSHUKHOBEHUH
AYKapHOTOB, COJICPKAIH B CBOEM T€HOME UHTPOHBI Tpynibl || auiib 1ByX THUIOB.
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Puc 5-43. Peakiun, KaTaqTu3UpyeMble IPU yIaCTHH HHTPOHA
4 rpynmst |1, (A) Peakimst crutaiicunra. CIutaliCHHT SIBISETCS
j o

Target recognition ayTOKaTaIMTHYECKON peakiueil. In Vitro, mpu nmoBsIeHHON

DNA Target < 2+
TEeMIIEpaType U BICOKON KOHIEeHTpau Mg~ mis

5
3
OCYIIECTBJICHHUS CIUIAHCHHTA JIOCTATOYHO COOCTBEHHON
karanutuaeckoit aktuBHOCTH PHK. Ipu dpusmonormyeckmx
YCIOBUSIX CIUIAHCHHT OCYIIECTBISIETCs Tpu ydacTuu 1EP.
Mornexkyna |IEP cBs3pIBaeTCs ¢ HHTPOHOM, CIOCOOCTBYS
TIPUHSTHIO UM KOH(QOPMAIINH, TOAXOISIIEH IS
crutaiicunra. Mcced€HHBIA HHTPOH UMeeT KOH(pOpMAaIHnio
nacco (lariat). IToce ucceuenns |EP coxpansier mpouHyro
CBS3b C.1acco, B pe3ynbraTe o0pasyercs komiuiekc RNP,
CIIOCOOHBIN OCYIIECTBUTH KOITUPOBAaHHE HHTPOHA B
TOMOJIOTHYHBIH reH. (B) Peakiust KOMUpOBaHHUS HHTPOHA B
3 rOMOJIOTHUYHBIH TeH, T.H. retrohoming. O6paszoBasuiuiics B
CEn ¥ pesynbrare crutaiicuara RNP pacrnioznaér yuacrox
BHeapeHus Ha aAByxuenodyeunoit JJHK u ocymectsasier
0OpaTHBIN CIUIAHCHHT MHTPOHA B OJIHY M3 IIETIOYeK. 3aTeM

onmuH u3 foMeHoB |EP, oonamatommii aktusrOCTRIO JTHK-
9HJIOHYKJI€a3bl, COBEPIIAET HaJpe3 BTOPOH LIETIOUKH, U
S e 3 cozxepskamasicst B IEP obpaTHas TpaHcKpunTaza CHHTE3UPYET
Reverse transcription 3/ 5

nenouky JTHK, kommnementapHyto uatpony. Ilocne storo
cuctema penapauuu JJHK 3aBepiiaer konuposaHue.
U3 o630pa [820].
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[Tocne TpaHCKPHUNIINY, CTUTAWCHHT MHOTHX HHTPOHOB Ipymisl || MoxkeT ObITh ocymiecTBIEH
iN Vitro mpu MOBBIIIEHHOM TEMIEPaType M BHICOKUX KOHIICHTPAIMSX COJICH, B YCIOBHUSX, YAaCTO
HaOJII0JaeMBIX B OKeaHe BOJIM3HU BBIXOJIOB reoTepM. OHaKO IN VIVO CIutaiicHHT 00BIYHO HE
MOKET OBITh OCYIIIECTBJIEH O0€3 yJacTus CreUaTu3UPOBaHHBIX OenkoB. benku (T.H. MaTypassl),
OCYIIIECTBIISAIOLIME CIUIAHCUHT HHTPOHOB Ipynibl || B MUTOXOHIPUSIX U XJIOpOILIacTax, Kak
NPaBUIIO, KOAUPYIOTCS B siiepHOM reHome, [ 716]. Kpome Toro, MaTypasoii, ocyiiecTBIsoei
CIUTaliCHT MHTpOHA rpynsl || sykapuoToB, MOXeT cirykuTh 0enok, konupyembiii ORF
uHTpoHA. B HeKoTOpBIX cinyuyasx ORF uaTpOHAa KOIUpPYeT OoJiee CIOXKHBIE OCITKH C LIEeITBIM
Ha0OpOM aKTUBHOCTEH, OJ1arogapsi KOTOPHIM COOTBETCTBYIOILINI HHTPOH MPHOOPETAET CBOWCTBA
mooOmitpHOU JIHK. Mexann3mbl MOOMIIBHOCTH, TTOCPEICTBOM KOTOPBIX MHTPOH Tpynnsl || MoxkeT
OBITH CKOITUPOBAH M3 OJHOTO I'eHa B ipyrou (T.H. retrohoming, Puc 5-43), B HacTosimee Bpemst
JETaIbHO U3y4YEHBI, OJTHAKO X MPOUCXOMKICHUE OCTAETCs 3araIKo.

Paznuuneie aBTOPHI M0-pazHoMy 0603HavaroT 6eok, koaupyemsiii ORF untpona rpymmsr 11,
coo0maronuii eMy cBoMcTBO MoOuasHOCTH. Cremyst aBTopam o63opa [820], 0603HauUM ero Kak
IEP (cokpaménnoe intron-encoded protein). IEP Tpanciupyercs nocie TpaHCKPHIIINAHT, HO
npexae craiicunra. [locne Tpancnsuuu, |EP cBa3piBaeTcs AByMs TOMEHaMH CO CBOUM
uHTpoHOM B nipe-MPHK, 1 B pe3ynbraTe HHTPOH MproOpeTaeT KOH()OPMAIHIO, ITOIXOISIITYI0
Iuist crnaiicunra, Puc 5-43 A. Ha atoit cranuu 3aneiictBoBana ciocooHocts |EP BoicTynuTh B
KadecTBE MaTypasbl. BEICBOOOXK1aeMblii HHTPOH MMEET KOH(UTYpAIlUH METIIH, 110 3TOH MPUIHHE
ero HasbiBaioT siacco (lariat). ITo 3aBepiuenuu cruiaiicunra csa3b IEP ¢ iacco coxpansiercs, u
oHH 00pa3yroT pubonykieonporenH (RNP), KoTopblii, COOCTBEHHO, U SBJISCTCS MOJICKYJISIPHOM
MAaIIMHOM, OTBETCTBEHHOM 3a MpUJAHUE UHTPOHY CBOMCTB MOOMIHHOCTH.

deHoMeH MOOMIIBHOCTH HHTPOHA rpymiibl || cOCTOMT B BO3MOYKHOCTH KOMTUPOBAHHS MHTPOHA
B I'€H, U3HAYAJIbHO HHTPOHA He cojepKamuid, mpu oMoty RNP. J1g 60abIIMHCTBa HHTPOHOB
rpymmsl || peaknust konupoBaHus BeIcOKocTienuduyaHa. s e€ ocyIecTBIeHUs] HE00X0 1M
onpenenéuusiii yuactok JJHK, cocrosmmii u3z 20-35 nap nykieoruno. Kommiekc RNP
0OHapyY>XMBAET M pacIieTaeT JABE IIENU B MecTe BcTpauBanusi HHTpoHa. (Oaun u3 nomenos |EP
crocoOCTBYeT pacno3HaBaHuio HykHOTo ydactka JJHK.) 3arem umeer mecto o6paTHbIif
crutaiicuur iacco B onny u3 uene JJHK. Ot BctpeyaBmmxcst Ham npexie IpruMepoB 00paTHOTO
CIUIalicMHTa JaHHAas peaklys OTIMYAeTCs TeM, 4YTO UMEEeT MECTO BCTpauBaHUe pubo3uMa B
monekyny JIHK (a ne PHK). BaxkHo oTMeTuTh, 4TO KaTaTMTUYECKUM MEXaHU3M OOpPaTHOTO
CIUIaliCHTa aHAJIOTHYEeH MEXaHU3MY, KOTOPBIM ocylecTBiseTcs crutaiicunr: |EP cnocobcTByer
OCYIIIECTBIICHUIO PEAKIINH, IPUBOJIA pUO0O3UM B Ty K€ KOH(OpMAIIHIO, B KOTOPOil
ocyluiecTBiseTcs cruancuHr. Ilocne BctpanBanns HHTpoHA B oaHy U3 nenodek JJHK,
KOMIUIEMEHTapHasl el [IeNouYKa pa3pe3aeTcsi Ha HEKOTOPOM PacCTOSIHUU OT MECTa pa3pesa
nepBoil enoyku (co caBurom Ha 9-10 map HykJI€OTHIOB), U cofepxaiasics B IEP obparnas
TpaHCKpunTas3a cuHresupyer uenodky JJHK, kommnemenTapayro BCTpOEHHOMY Jacco,
ucnonbiys 3’OH-konen pazopsannoit nienu JJHK B kauectBe mpaiimepa. [locne aToro cucrema
BoccTaHoBieHUs nospexaeHnid [JHK knerkn nocrpamsaer Bropyro nenouky JIHK, Tem cambim
3aBepiias KonuposaHue, [820].

[Tpornecc konmupoBanus nHTpoHA rpynnsl || qomyckaer Heckonbko Bapuaruii. OnucanHas
BBIIIIE [TOCIIEI0BATEILHOCTH IAroB TUNM4Ha 171t |EP, B Monekyne KoToporo mpucyTcTBYIOT Bee
HeoOX0IUMbIE JOMEHBI. B OTCYTCTBHE HEKOTOPHIX TOMEHOB BO3MOXKHBI YITPOUIEHHBIE BAPUAHTHI,
HarpuMep, BO3MOXKHO BCTpaWBaHUE UHTPOHA ITyTEM OOpAaTHOIO CIJIAiiCHHTa B OJJHOLIETIOYEUHYIO
JHK B ToM Mecte, rae nBorinas cnimpans JIHK pacruieraercs s oCymecTBIEHUS PETUIMKALUN
WM TpaHCKpUIuuy, [716].

Hecmotps Ha oOmnpHBIH 00BEM 3KCIIEPUMEHTAIBHBIX JaHHBIX, 1O CUX MOpP HE ObLIO
NPEJI0’KEHO HBOJIOIMOHHOTO CIIEHAPHs, OOBSICHSIOLIETO MTPOUCXOKICHUE ONMCAaHHOTO
MeXaHHu3Ma MOOMJIBHOCTH UHTPOHOB Ipynisl |1, mpudyannBo KoMOUHHUPYIOIIETO
KaTaJIMTHYECKUE aKTUBHOCTU pubo3uMa u 6enka. COBMECTHOE pacCMOTPEHHUE BapHaLluit
BTOpHYHOU CTpYKTYphl PHK nHTpOHA M PrITOreHETHYECKO CHCTEMAaTHKHA COOTBETCTBYFOIINX
IEP nokasaiio, 4To MHTPOHBI ¥ KOJUpPYEMble UMM OCJIKU MPECTABISIOT cO00 pe3ynbTaT
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JUTUTETTLHOW COBMECTHOM 3BOJIONUU. DTHUM UHTPOHBI rpynisl || oTiimyaroTes oT MHTPOHOB
rpynnsl |, He 00HapyKUBAIOUIMX MPU3HAKOB COBMECTHOM 3BOTIOIMOHHOIN HCTOPUH C
PEKPYTUPYEMBIMU MU CaMOHABOISAIIMMUCS SHAOHYKIea3zamu, [820]. OGpaTHast TpaHCKpHIITa3a
B |EP unTponOB rpymmsl |l cBsizaHa 00IIHOCTEIO MPOUCXOKIAEHUS ¢ 0OPATHOM TPAHCKPUIITA30M
OJTHOW M3 Pa3HOBUIHOCTEH PETPOTPAHCIIO30HOB — T.H. PETPOTPAHCIIO30HAMH 0€3 JIITMHHBIX
KOHIIEBBIX TTOBTOPOB (NON-LTR retrotransposons), nMermux MmupoKoe pacpocTpaHEeHHE B
IYKapUOTUYECKUX TeHoMax, [ 716]. KaTanuruueckuii MexaHU3M CIIaliCHHIa UHTPOHOB TPYIIIIbI
Il oGHapy)UBaeT CXOICTBO C MEXaHU3MOM YAQJICHHS T.H. CIUIACOCMHBIX HHTPOHOB (CM. HIDKE),
COCTABJIAIOLINX YHUKAIbHYIO OCOOCHHOCTh F'eHOMa dykapuoToB. [locinennue nsa
00CTOSITENLCTBA HABOIAT HA MBICIIb, YTO IIPOOIJIEMa POUCXO0XKICHUS MEXAaHU3MOB KOITMPOBAHUS
UHTPOHOB rpymnmsl |l cocTaBnser yacTh npoOIeMbI IPOUCXOXKICHHS SYKAPUOTOB.

Cnnaiicocomnule unmponsl. IHTpOHBI 3TOTO THIIA OBLTH OOHAPYKEHBI MPAKTHYECKH BO BCEX
HCCJICOBAHHBIX SIEPHBIX TEHOMAX 3YKapHUOTOB U TOJIBKO B HUX. [[J1s pa3HBIX OpraHu3MOB
KOJIMYECTBO CIIJIaliCOCMHBIX HHTPOHOB MOKET MEHATHCS Ha HECKOJIBKO MOPSIIKOB, [822].

WHTpOHBI 0Apa3AEsA0TCS Ha IPYIIbI UCXO U3 JaHHBIX 00 MX BTOPUYHON CTPYKTYpE U O
MexaHu3Me criaiicudra. CrutaiicuHr HHTpOHOB, oOHapyxuBaembix B TPHK apxeil u sykapuoTtos
OCYILECTBIIACTCS CHEIUATM3UPOBAHHBIMU (hepMEHTaMU. DTH UHTPOHBI HE UMEIOT COOCTBEHHOM
KaTtaauTHuueckoil aktuBHOcTU. CrutaiicuHr UHTpoHOB rpymnnsl | u rpynnst || ocymectsisercs 3a
c4€T COOCTBEHHOM KaTalMTHUYEeCKON akTUBHOCTH nccekaeMoil PHK. Mexanusm crinaiicunra
CIUIaliCOCOMHBIX HHTPOHOB YHUKAJIEH — OCYILECTBISETCS] puOO3MMOM, TOI/1a KaKk cama
uccekaemasi PHK karanutudeckoit akTHBHOCTBIO He 00naaer. Monekynsl npe-MPHK,
coJiepsKallie UHTPOHBI 3TOT0 TUIIA, TIOJBEPratoTCs CIUIAMCUHTY IIPU ITOMOIIH CJI0KHOIO
PUOOHYKJIEONPOTENHOBOIO KOMILIEKCA, MMEHYEMOTO CIUIaiicOCOMOM, 00pa3yeMoro MAThO
mostekynamu Mainoit siaeproid PHK (SNRNA) u 6onee ywem 200 6enkamu, [820,822].
CrnaiicocoMHbIE HHTPOHBI UMEIOT KOPOTKUE KOHIIEBBIE MOCIIEI0BATEIIBHOCTH, PAaCIIO3HABAEMBIE
CIIaliCOCOMO, KpOMe TOTO BOJIH3H 3’ -KOHIIA MHTPOHA UMEETCS] KOPOTKask GPUKCUPOBAHHAS
II0CJIEI0BATENBHOCTh, UMEHYEMasi TOUKOW BETBIICHUS, UCIIOJIb3yeMasl IIPU CILIaliCUHIE.
OcTaJibHbI€ HYKJIEOTU bl HHTPOHA, YUCIIO KOTOPBIX MOXKET JJOCTUYb MUJIJIMOHA, HE OBLITN
(buKCUpPOBaHBI B POIIECCE IBOIIOIHH U TOTOMY MPOU3BOJIBHEI, [822].

[To Mepe u3yueHuss MexaHn3Ma CIjIalicCMHra, cpeiu CreuatucToB B03001a/1a710 MHEHUE O
POMCXOXKAECHUH CIIIaliCOCOMHBIX HHTPOHOB OT MHTPOHOB rpymisl 1. 3aneiictBoBaHHbIE
KaTaJIUTHYECKUE MEXaHU3Mbl UICHTUYHBI, 1 UCCEKAEMbIIl HHTPOH B 000UX CIydasiX UMEeeT
KOH(popMaLuio zacco. ViccaenoBanus BIMSHUS 3aMEILIEHUH HA KHHETUKY CIUTaliCHHTa YKa3bIBaeT
Ha CXOJ/ICTBO CTPOEHMSI aKTUBHBIX LIEHTPOB pUO0O3UMOB. VIMEIOTCSI OUEBUAHBIE MAPAIIIEIH MEXKIY
MOTHBaMH CTPYKTYpbl HUHTpOHOB rpynmsl |1 u Mmonexyn SNRNAS crinaiicocomsl. Bomusu
aKTHUBHOTO IIEHTpAa CIJIaCOCOMBI OBLI 1aXke OOHapyKEeH JOMEH 00paTHON TPaHCKPUIITA3bl,
TOMOJIOTHYHBIA 00paTHON TpaHCKpUIITa3e MHTPOHOB rpynnsl 1. I'pannynble
MOCJIEI0BATEIbHOCTH MHTPOHOB 000MX TUIIOB TOKE€ OOHAPYKUBAIOT BBHICOKYIO CTENIEHb
cxojicTBa, [820].

[lepeuncnennble pe3ynbTaThl NPAKTUYECKU HE OCTABIIAIOT COMHEHMI, YTO Ccrialicocoma
CBsi3aHa OOILHOCTHIO MPOUCXOXKAEHHS ¢ UHTpoHamu rpymmsl 1. OqHako poacTBO HHTPOHOB
rpynnsl |l co crmaiicocoMHBIMU UHTPOHAMH OTCIOIa HUKAK He cienyeT. UHTpousl rpynmst 11
MOTJIM OBITh PEKPYTUPOBAHBI IS CIUIAHCUHTa CIUIAaCOCOMHBIX MHTPOHOB. CXOJICTBO KOHIIEBBIX
MOCJIE0BATEIBHOCTEN CINIaliCOCOMHBIX MHTPOHOB C AaHAJIOTUYHBIMU TOCIIEI0BATEILHOCTIMU Ha
KOHIIaX MHTPOHOB Ipynnsl || Toxke MokeT OBITh ClIeICTBUEM PEKPYTHPOBAHHS HHTPOHOB
rpynnsl |1, mockonpky B 000MX Cllydasix 3TH MOCIEA0BATEIbHOCTH CIYKaT CUTHAJIbHBIMU IS
crutaiicunra. KoHieBble mocne10BaTeIbHOCTH CIUTaiCOCOMHBIX HHTPOHOB MOTJIH OBITh
M3MEHEHBI B IPOIIecce IBOJIOLNH AJis 00ecnedeHrs MPaBUIIbHOM paboTHI CIIIaiicoCoMBI,
COCTaBHBIE 2JIEMEHTHI KOTOPOI OBLIIM 3aMMCTBOBAHbI Y UHTPOHOB Ipynisl Il. B utore koHiesble
MOCJIEA0BATEIHHOCTH JIOJIKHBI OBITH TOXO0KU WJIM UAEHTUYHBI, HO U3 3TOrO0 eulé He CIeyeT,
YTO WHTPOHBI, JaBIINE HAYAJIO CIIaliCOCOMHBIM, ObUTH MJIEHTUYHBI HHTpOHAM rpymisl |1,
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Bel1ie ynoMuHanock BbICKa3aHHOE PSZIOM aBTOPOB IIPEII0JI0KEHNE, YTO UHTPOHBI rpynnsl 1|
IPUCYTCTBOBAJIM B FTEHOME OaKTepUH, IPUHUMABILEH Y4acTHE B CO3/1aHUU NTEPBOH
AYKApUOTUUECKOU KIIETKH, [823]. MOKHO TakKe MPeAnoIoKUuTh, YTO OAaKTEpUH, B PE3yJIbTATE
JUINTEJIbHOW COBMECTHOH 3BOJIFOLIMY, BHIPAOOTANIN KAKyl0-TO CUCTEMY 3allUThl OT UHTPOHOB.
Apxeu, BepOosITHO, TAKOH 3amuThl He uMenu. [loaTomy mociie 06pa3oBaHus IEPBOM KIETKU
9YKapHOTa, OCYIIECTBUBIIEMCS NIPU YYaCTUH KJIETKU OAKTEPUU U KJIETKU apXEU, UHTPOHBI
rpymnisl || GecripensiTcTBEHHO pa3MHOKANIKCh. B pe3ynbTare 001ee ux KOJIMYECTBO B TEHOME
HOBOOOPA30BaHHOI'O 3YKapHOTa B JOCTUIJIO OecrpelieIeHTHON BeIu4nHbl. B xoe
MOCJIEAYIOLIUX 3BOIIOIMOHHBIX U3MEHEHUI MHTPOHBI rpynnsl || Moriu nocreneHHo
IPEBPATUTHCS B CIUIACOCOMHBIE HHTPOHBI. JlaHHAas TUIIOTE3a MPOMCXOKACHUS CIIaliCOCOMHBIX
MHTPOHOB ObLlIa BhICKa3aHa aBTOpoM [824].

IIpu Bceil npuBiIeKaTeIbHOCTH TUIIOTE3bl 00 UHTpOHAX rpymisl 1, 6ecripensaTcTBeHHO
Pa3MHOKUBILUXCSI, 3aII0JIOHUBIINX F€HOM HOBOOOPA30BaHHOT'O 3yKapHOTa U BIIOCIIEICTBUU
IPEBPATUBIINXCS B CIIJIAHCOCOMHBIE HHTPOHBI, OHA HE COIJIacyeTCs C IaHHBIMU O UHTPOHAX
apxeii. Bckope mocie Toro, Kak JaHHas runore3a obuta copmysupoBaHa B padore [824],
UHTPOHBI Ipymmbl || 66111 0OHApYKEHBI B IBYX POJCTBEHHBIX BUAAX apxeil, [824,699].
QunoreHeTHYECKU aHAJIM3 TeHa 00paTHOM TpaHCKpuTasbl, koaupyemoit B ORF unTpoHa,
MOKa3aJjl, YTO MHTPOHBI OBLITM 3aUMCTBOBAHbI y OakTepuii, [699]. OnHako ol1iee Yrcio
0oOHapyXEeHHbIX MHTPOHOB Ipyniibl || okazanocs He3HAUUTENBHBIM (4 U 21, COOTBETCTBEHHO).
Tem cambIM OecnipensITCTBEHHOE PaCIpOCTPaHEHNE UHTPOHOB B TEHOME HE UMEJO0 MECTa B
F€HOME MCCIICJIOBAaHHbBIX apXel, B OUEBUHOM IIPOTUBOPEUNH TMIIOTE301 aBTOPOB [824].

Bonpoc 0 ToM, THTPOHBI KAKMX TUIIOB MOTJIM BIIOCJIEICTBUY NIPEBPATUTHCS B
CIUIaliCOCOMHBIE HHTPOHBI, CaM 10 cede, He CTONb BaKkeH. [l mposicHeHus mpo0eMbl
IPOMCXOXKACHUS SYKapUOTOB BaKHO yKa3aTh IPUYUHBI, BCIEICTBUE KOTOPBIX CIIJIaiicCOCOMHBIE
MHTPOHBI Pa3MHOKUJIMCh B AJIEPHOM T€HOME B OecCIpelie/IEHTHBIX MacluTabax, v MOHSITh,
[I0YeMY OHHU OTCYTCTBYIOT B reHOMax opraxesi. Kpome Toro, Mexanusm cruiaiicuira, B KOTOpOM
UCIIOJIb3YETCS KaTAIMTUYECKasi aKTUBHOCTD CIUIaiCOCOMBI, YHACIEA0BaHHAsA OT UHTPOHOB
rpynisl ||, HaBogUT Ha MBICITB 00 OTCYTCTBUU COOCTBEHHOW KaTaIMTHUECKOW aKTUBHOCTH Y
MHTPOHOB, CTaBIIMX BIIOCIEACTBUHU CIIJIaliCOCOMHBIMU MHTPOHAMHU (WM y UX 4acTu). [loatomy
IpPEeCTaBIsEeTCs BXXHBIM YKa3aTh IPUUMHY YTPAThl KATAIUTHYECKUX CBOMCTB JAaHHBIMU
MHTPOHAMH B MPOIIECCE BOSHUKHOBEHUS SYKApHUOTOB.

Ilonoeoe pazmuosncenue. B ornuue ot 6akTepuii, KOTOpbIE B HOPME UMEIOT TrarIONAHbIN
Ha0Op XPOMOCOM, U apXei, TATOTEIONINX K MOJUTUIONTNH, [826], coMaTHYeCKue KIETKH
HYKapuOTOB UMEIOT AUIUIOUIHBIN Habop XpomocoM. CuuTaercs, 4To 3TO 0JJHa U3 0OCOOEHHOCTEN
IPUCYLIETO UM (U TOJBKO UM) MOJIOBOTO CIIOCO0a pa3MHOXKEHUs, B KOTOPOM CIIUSTHUE IBYX
rarIONIHBIX MOJIOBBIX KJIETOK, WM FaMeT, IPUBOJUT K 0OPa30BAHUIO TUIUIOUAHON KIETKU
3urotsl. [locie causHusa raMeT MMeeT MeCTO CIEUAIM3UPOBAHHBINA IIPOLIECC IBYKPATHOTO
JIeJIEHNs, Ha3bIBaeMbIi ME1030M, B pe3yjIbTaTe KOTOPOTO JTUILIOUIHBIE KJIETKH JIal0T Hayalio
rarmiouHbpIM rameraM. OJJHO U3 COOBITHI, MMEIOIUX MECTO MPH NMPOTEKaHUM Meio3a,
3aKJII04aeTCsl B PeKOMOMHAIIMY T€HOB — pa3pbIBax U coeaquHeHusx Mosekyn JAHK, npusoasmmx
K 00MEHY reHeTHYeCcKOoro Marepuaia pojauresnei. OcCOOEHHOCTH MOJIOBOrO MpoIecca MOT'yT
BapbUPOBATh Y Pa3HBIX TPYIII 3YKAPUOTOB, OJJHAKO MCCIIE0BaHUE CTa Ui Meilo3a mokasano
pa3uTENbHOE UX CXOCTBO, HA MOJIEKYJISIPHOM YPOBHE, IS CAMBIX Pa3HBIX TAKCOHOB, [827].
Hanuuue meiio3a y Bcex 3yKapuoTOB, €ro KOHCEPBATUBHBIX XapaKTep, a TAKKe KOHCEPBATUBHBIM
XapakTep MHOTHX YYaCTBYIOIIUX B Mei03e OEJIKOB HE OCTaBIIIET COMHEHHUS B HATMUUU Mei03a U
PEKOMOHMHAIIMU T€HOB y 00IIIero mpeKa 3yKapuoToB, [827-829].

Meii03 — 3mo ocobennocms nonynayuu, a He uHousuoa. I1oBceMecTHOE pacCIpOCTPAHEHNE
Mel03a y 9YKapuOTOB CBUJIETEIBCTBYET O CYIIECTBEHHBIX TPEUMYILECTBAX, JOCTABISIEMBIX
MOJIOBBIM CITOCOOOM pa3MHOkeHUsA. OHAKO A0 CUX TOP OCTAETCS HESICHBIM, B UéM OHHU
3akiovaroTcs. CylecTBYIOT TEOPETUUECKUE OCTPOEHUS, COTIIaCHO KOTOPBIM MOJIOBOM
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IpPOIIECC CIIOCOOCTBYET MPHOOPETEHUIO U PACTIPOCTPAHEHHIO MOJIE3HBIX MPU3HAKOB,
criocoOcTByromux agantamnuy, [830]. llupokoe pacrpocTpaHeHue MOTydHIa T.H.
JIETEPMUHUPOBAHHAs TMIIOTE3a MYTaLlUH, COTJIACHO KOTOPOM IIPEUMYIIECTBA ITOJIOBOIO
Pa3sMHOXKEHUS COCTOAT B BO3MOXKHOCTH U30aBUTHCS OT YMEPEHHO BPEIHON MyTallUu MyTEM
IIOJIyYEHUs 370POBOM KOIMH TOT'O )K€ I'eHa OT apyroro poautens, [831]. Tpyanoctu
UJAECHTU(PHUKALMY IPEUMYLIECTB II0JI0BOr0 CI0c00a Pa3MHOXKEHUS CBSI3aHbI C HEBO3MOXKHOCTbIO
IPOBEPKH TEOPETUYECKUX MPEICKA3aHUH SKCIIEPUMEHTAIBHBIM TyTEM. B uéM Obl HU
3aKJIIOYAINCh 3TU IIPEUMYILIECTBA, OHU, 110 BCEH BUAMMOCTH, MOT'YT IIPOSIBUTHCS TOJIBKO HA
YPOBHE TPYIIIbI U HE HECYT IPSMOM BBITOJbI ISl UHIMBUA.

MornexyssipHble MEXaHU3MBbl Me103a M peKOMOMHALIMY T'€HOB XOPOILIO U3Y4€EHBbI IS
HECKOJIbKUX MOJICJIbHBIX OPraHU3MOB. B HUX HET Kakux-11M00 TEeXHUYECKHX JIeTalei,
HEIOCTYNHBIX O0akTepusiM. O1HaKO OaKTEepUU Pa3MHOKAKOTCS IPOCTHIM JieneHueM. OTcyTcTBHE
MI0JIOBOTO PAa3MHOXKEHHS y OaKTepHil MOKET OBITh OOBSICHEHO TEM, YTO B UX CpeJle HUKOT/1a He
BO3HHUKAJIO 3HAYUTEIbHOHN MOMYNIALNN UHIUBUIOB, IPUOEraoluX K JAHHOMY CIIOCO0y
pPa3MHOXKEHUs, JOCTATOYHOMN 111 IPOSIBJIECHUS IPEUMYILECTB II0JI0BOIO PA3MHOKEHUS HaJl
IIPOCTBIM JieJIeHueM. I3 CKa3aHHOTO SICHO, YTO HA ONPEAECIEHHOM dTalle CTAaHOBJICHHUS
9YKapuOTOB I10JIOBOE Pa3MHOKEHHUE JI0JKHO ObLIO IPUHOCUTDH HEMOCPEICTBEHHYIO BBITOLY
uHaAuBuAaM. Teopust IPOUCXO0XKIEHUS 3yKapuOTOB JI0JDKHA IPEABIBUTh (PaKTOp, BCIEACTBHE
KOTOPOTO CIIOCOOHOCTH K MEH03Yy M PeKOMOHMHAITUH T€HOB CTajla OJHUM M3 YCIOBHI BEKUBAHUS
IPEKOB 3YKapuOTOB (IPUYEM TOT (PAKTOP HE UMEET CUJIbI JUIsl ITPeIKOB OakTepuil u apxei). B
CUJIY CZI€JIaHHOI'O BBIIIIE BBIBOJIA O CYILIECTBOBAHUU M€ 03a y 00I1ero mpeika 3yKapuoTos,
UCKOMBIH (pakTOp AOJKEH ObLT IPOSBUTHCS HA paHHEH CTalui CTAaHOBJICHUS DYKapHOTOB.
@DakTOp ATOT MOYKET HE UMEETh CUJIbI U JUI COBPEMEHHBIX 3yKapuoToB. K MoMeHTY, Koraa oH
yTpaTWJI CBOE 3HAYE€HHE, BO3HUKJIA JIOCTATOYHO KPYITHAs IOIMYJIALMS OPraHU3MOB,
Pa3MHOXKAIOIIKXCS MOJIOBBIM MMYTEM, U (OCTAIOIUECS HEU3BECTHBIMU ) IPEUMYILIECTBA 3TOTO
CHoco0bl PAa3MHOXKEHUS BOIUIOTHIIUCH.

Meitomuueckuit Kpoccunzosep. Bo3sMOXXHOCTb OJTHOBPEMEHHOTO HACJICOBAHUS IPU3HAKOB OT
MaTepH U OT OTIIA TIPH ITOJIOBOM Pa3MHOKCHHH 00€CTIeUnBACTCS B MTPOIIECCE, HA3hIBAEMOM
TOMOJIOTHUECKON peKOMOMHAIINEH, OCYIIECTBISIEMOM B Hayalle JIUTEIbHON 1 3aMBICTIOBATOM
npodassl | Meiiosa (cM, Hanpumep, r1aBbl 5 u 17 nocobus [832]). Pemmukarms JTHK
MPOUCXOIUT 0 Havana npodassl |, m0ITOMy Ha HHTEpECYIOIIEH HAC CTAANH KaXaasi U3 ABYX
TOMOJIOTHYHBIX XPOMOCOM IIPEJICTAaBIICHA MAPON UICHTHYHBIX CECTPUHCKUX XpoMaTu. B
Hayvase mpodasbl | TOMOIOTHYHBIE XPOMOCOMBI TIOTIAPHO CBSI3BIBAOTCS JIPYT C IPYTOM
MIOCPEICTBOM CIIEIIHAILHOTO KOMILIEKCa, 00pa3ys T.H. ouBaneHt, Puc 5-44 (A). Onna mapa
CECTPUHCKHUX XpOMAaTH]] OMBaJIeHTa MMPOUCXOTUT OT OTIA, U OJIHA OT MaTEPH.

replicated replicated
paternal maternal
chromosome  chromosome

—
—~ centromere
Puc 5-44 . Konbroranust roMOJIOTHUHBIX XPOMOCOM B Meiio3e.
(A) CtpyxkTypa, oOpa3zyemas Ipu TECHOM COSTUHEHUH ABYX
S ter TFOMOJIOTMYHBIX Map CECTPUHCKUX XPOMAaTHU/, Ha3bIBaeMast
= chromatids OmBasIeHTOM. XpOMAaTUABI, IPOUCXOSAIINE OT OTIIA, TOKA3aHBI
KpacHBIM, a OT MaTepH — cepsiM. (B) Bo3HHKHOBEHHE €TUHIYHOTO
KPOCCHHTOBEpa B OMBaJIeHTE M 00pa30BaHUE XHA3MBI IIyTEM
COEIMHEHUS HECECTPHUHCKHUX XPOMATHI.
L
(A bpivalent (B)
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I'omosnoruueckas pekoMOMHAINA HHULUUPYETCS TPU 00pa30BaHUM IBYXIETOYECUHBIX
paspsiBoB B Mosiekyiie JIHK, ocymectBisieMbix sngoHyKIeazo Spo 11, [833]. Hagpessl
pacnionaratorcs Ha mojekyne JJHK 3akoHomepHBIM 00pa3om, TOUHEE, OHU PACIIONIArar0TCs
ciny4daiiHbIM oOpa3oM B HeOonbmux otpeskax JJHK, nmunoit 50-200 map HyKI€OTHIOB.
[TpaBunbHOE PyHKIIMOHUpOBaHKHE SPO11 Tpedyer yyacTus He MeHee JeCSITH APYruX OEIKOB,
[829]. 'omounoru sH10HYKI€a3bl SPO11 UMErOTCs y BCEX 3YKapHOTOB, UTO TOBOPHUT O HATMYHH
€ro y o0miero mpejaka 3yKapuoToB. ITOT OEJIOK 0OHAPYKUBAET TOMOJIOTHIO C CyObeTuHUIEH A
tonon3omepasnl T0po VI apxeit, [833].

[Tocne nanpesanus npoiinas cnupans JJHK pacnineraercst B 001acT pa3pbiBa, U 0J1HA U3
LENOoYeK UCIOIb3YyeTCs 11 hopMupoBaHus BeicTynatomero 3’-OH konma. 3toT
OJHOLIENIOYEYHBIN KOHEL 3aTeM BTopraercsa B yuactok JIHK Ha romomornunoi xpomocome co
CXOJIHOM MOCIIE0BATEIbHOCTHIO HYKJIEOTHIOB, IJI€ IMEET MECTO peakius oOMeHa Lernei, B
pe3yibTaTe KOTOpoil 00pa3yeTcs reTepoayIuIeKe, COCTOSAIINN HAOJIOBUHY U3 MATEPUHCKON U
HAIOJIOBUHY U3 OTLIOBCKOH 1ieneil. Bo3HuKaromas npu 3ToM CTpyKTypa HMEHYeTCs XUa3MOoH,
Puc 5-44 (B). Onyckasi TeXHUYECKHE JAeTalH (M3JI0KCHHBIC, HAIIPUMED, B 0030PHBIX CTaThsX
[829,834]), Buenpenue nenouku JJHK 1 o6pa3oBaHue rerepoayIieKca peryiupyeTcs
KOMILIEKCOM OEJIKOB, B KOTOPOM IIEHTPAIbHYIO poJib Urpaet 0enok Rad51. [lanHblii 610k
ABJIsICTCS ToMOjIoroM OenkoB ReCA u RadA, coOTBETCTBEHHO, OaKTEpHii U apXeil.
[TpumedaTtenbHO, 4TO (HYHKIMH 3TH OENTKOB y OaKkTepuid M apXxei CXOHBI C (PYHKIUSAMH
romosiornunoro uM Rad5 1sykapuortos. Oqnako ReCA u RadA 3ameiicTBOBaHbI B permapaiuu
nByxuenodednbix paspeiBoB JJHK, u, B omiinune ot Rad51, karanusupyembie MU peakiiuu
HUKaK C pa3MHOKEHHEM He CBsi3aHbl, [835,836].

MexaHu3M 3aBeplIeHUs] PeKOMOMHAIMY Y 3YKapHOTOB €1lI€ He ObLI AETaJbHO U3YYEH,
OJIHAKO, U3 OOIIMX COOOpaKEHUIA, AJI ’TOTO0 HEOOXOTUMO COBEPIIUTH JIBA OJHOIEIOYEHHBIX
HaJipe3a U JIUTHPOBaTh 00pa3oBaBIIKecs KOHIBI. ClenaTh 3T0 MOKHO JBYMS allbTePHATHBHBIMH
crocobamu. OAuH croco0 Hape3aHus HENoYeK NPUBOIUT K KPOCCUHTOBEPY M 00pa30BaHUIO
PEKOMOMHAHTHOM XPOMOCOMBI, COJIeprKalleil reHbl oTia U MaTepu. [lpu anbTepHaTUBHOM
HaJpe3aHUU KPOCCUHTOBEp HE UMEET MECTa, U 0OMEH MEX]ly T€eHaMH MPOUCXOAUT TOIBKO MO
y4acTKy He3HAUUTeIbHOU JUInHbIL, [829]. Ecnu 6Bl Hasipe3aHue Npou3BOAMIOCH CITydaliHbIM
00pa3oM, TO KPOCCUHTOBEPHBIE M HEKPOCCUHTOBEPHBIE HAIPE3bl BO3HUKAIH OBl C paBHOU
4acTOTON. BaKHO OTMETUTH, YTO B AEHCTBUTEIBHOCTH 3TOI0 HE MPOUCXOIUT. HaCTOTHOCTH
MENOTUYECKOT0 KPOCCUHTOBEPA TUIATEIBHO PErYNIHUpyeTcs. B cperneM umeer MecTo OAMH WU
JIBa KPOCCHHIOBEpA Ha KaKyI0 Mapy FOMOJIOTMYHBIX XPOMOCOM (HO HE MEHBIIIE OJHOI0),
npu4éM oO11iee KOJIMYeCTBO KPOCCUHIOBEPOB HA MEH03 OrpaHUYEHO, C TEM YTOOBI XHMa3Mbl HE
pacronarajiuck 0JIM3KO OJIHA OT Apyro, [837,838]. YcraHoBI€HO, YTO YaCTOTa BO3SHUKHOBEHUS
KPOCCHHIOBepa B Meito3e perynupyercs oenkamu Msh4u Msh5, [839]. Dtu Oenku sBIstoTCS
roMoJioramu OakTepuansHoro 6emka MutS. Onnako dyakmun MutS y 6akTepwuii ¢
TOMOJIOTHYECKOM peKOMOMHALIMEH HEe CBsI3aHbl: OH MCIIOJIb3YEeTCs IPU YCTPaHEHUH HapyIeHHUH
MPUHIINIIA KOMIUIEMEHTApHOCTH B JIByX1lenoueuHbIx Mojekynax JJHK, [840].

B pe3ynbrare KpocCHHroBepa NpOMCXOIUT OOMEH y4acTKaMH PaBHOM JTMHBI MEXKTY
OTILIOBCKON M MaTepUHCKOM XxpoMocoMaMu. [1ockoabKy B 0OMEH BOBJIEUEHBI TOIBKO JIBE LIEITU
JHK u3 ueTbIpéx, Ha 0OMEHUBAEMbIX y4acTKax, B CIy4ae OTIMYHS OTIIOBCKUX I'€HOB OT
MaTEpUHCKHX, MOTYT BO3HUKHYTb JIOKAJIbHbIE HAPYILIEHUS ABOWHOM ciupaid. TU HapylIEeHUs
pacIio3HAOTCS U YCTPAHSIOTCS CHIEMaTbHBIMU (PEPMEHTHBIMU CHCTEMAaMHU, pabOTAIOIMMHU IO
THUITY SKCIIM3MOHHOW pernapanuu, [841].

W3noxeHHble 3/1eCh 0COOEHHOCTH MEHOTHUECKOT0 KPOCCHHIOBepa IMOoHa 1005 TCsl HaM B
CIIETyIOIIEM Io/Ipa3/ele, Tie NpeIokKeHa cXeMa BOSHUKHOBEHHSI dykapuoToB. LlenTpansHoe
MECTO B IIPEJJIaraéMoi TaM CXeMe OTBEJIEHO IKCIIM3MOHHOM penapanyy JOKaJIbHbIX HapyIIEHUN
JIBOMHOM CIUPAJI Ha 3aBEPIIAOIIECH CTaJuN KPOCCUHIOBEPA.

Cx00cmeo meiioza ¢ mpancgopmayueit. B nomene 0akTepuil IIUPOKOe pacpOCTpaHEHUE
UMeEeT SIBJICHNE TOPU30HTAIBHOTO NepeHoca reHoB. B o/1Hoi# 13 hopM Takoro nepeHoca,
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UMEHYEeMOU cenemuueckou mpancgopmayuell, 6aKTepus-peLUINEHT 3a0UpaeT MOJCKYITY
xpomocomuoit JIHK y npyroit 6akTepun TOro e Wik poJACTBEHHOTO BHJA M BCTABJISET YacTh €€
B COOCTBEHHBIN TeHOM. bakTepusi-10HOp MpH 3TOM Norudaer. ITo eAMHCTBEHHBIH MpoIece
TOPU30HTAIILHOTO MepeHoca FeHoB, B KoTopoM xpomocomHas JJHK nenocpenctsenHo
NEPEHOCUTCS U3 OJIHOM OakTepuu B Apyryto. Cpenu U3BECTHBIX ()OPM TrOPU3OHTAIBHOTO
nepeHoca reHoB TpaHchopMalus SBISETCS HAMMEHee paclpoCcTpaHEHHOM, Ha0M0AaIach y
npumepHo 70 BunoB Oaktepuii, [842,843]. HccnenmoBanue MexaHu3Ma, IOCPEICTBOM KOTOPOTO
3axBadyeHHas /IHK BcraBnsieTcst B reHOM GakTepUH-pEIUINEHTa, TIPUBOIUT K BBIBOAY, UTO
Ouosornyeckoe 3HaueHHe TpaHCHOPMALIUK COCTOUT B peMapanuy ABYXIEMOYSUHBIX pa3pbIBOB
JHK knetku-perunuenta, [844]. Io psmy npu3HaKkoB reHeTHYECKask TpaHchopMalus OaKTepuit
OKa3bIBAETCSI CXOJIHOM ¢ MEH030M, U 3TO HABOJIUT HA MBICIIb, YTO MEHO03 MOT BOBHUKHYTh KaK
HEKOTOPOro poja Bapuanus Tpanchopmanuu, [845]. OxHako mpu OJMKanIIIEM pacCMOTPEHUN
0OHapyXUBAIOTCS U NPUHLIUINAIBHBIE OTIHYUSL.

Tpanchopmarnivs — 3T0 CIOKHBIN, MHOTOATAIHBIH Mpoliece, TPeOYIOMUii IKCIIpeccun
60J1b1I0TO YKcIa TeHOB (0K0JI0 coTHH). He Bce ocobeHHOCTH 3TOTr0 Tporecca nmoHsThI. [Ipexe
YeM OCYIIECTBUTH TPAaHC(HOPMAIUIO, KJIETKH JIOJDKHBI IEPEUTH B OCOOCHHOE COCTOSIHHE,
Ha3bIBaEMoOE Komnemenmuocmoio. Kackaj npespailieHui, B pe3ysibTare KOTOPOro KJeTKa
CTaHOBUTCS KOMIIETEHTHOM, 3aIlyCKAaeTCs IPHU JOCTATOUHO BHICOKOM KOHIIEHTPALIUU
BhIeIIsIeMoro kietkamu nentuga CSP (competence-stimulating peptide), yacro HaspiBaeMoOro
dbepomonom. Ilo mepe nakorienust CSP B cpefie, OH CTUMYIHPYET CHEHaTU3UPOBAHHBIH
KJIETOYHBIN PELIETITOP HA IOBEPXHOCTH KJIETOYHON MeMOpaHbl U MOCie psaa MpeBpalleHuil B
OKPYKAIOIIYIO CPEly BBIACISIETCS MPOTECOTUTUUECCKUIM (PepMEHT TN30IIUM, pa3pyLIarOIHii
NEeNTHIOTIIMKaHBl MEMOPaHbI HaXOSIICICS BOIM3U HEKOMITETEHTHOM KIIETKH. 3aTeM
cnenuanusupoBanHbie 6enku u3BnekaroT JJHK u3 youaemoii kineTku-gonopa u ObICTpoO
JIOCTABJISIIOT €€ BHYTPh KJICTKU-pEIUNUueHTa, [842,843]. Ilpu 5TOM KOMITETEHTHAs KJIETKa
BeIpabatbiBaeT 6enku ComM u CibC, 6iaromapst KOTOPBIM camMa OHa OCTAETCS HMMYHHOMN K
JNIEUCTBUIO TM301IUMa, [843].

BaxxHo OTMETHTD, YTO KIIETKa-A0HOP 001a/1aeT ClIOCOOHOCTHIO IKCIIPECCHPOBATH
cooctBennbie 6enkn ComM u CibC u Tem caMbIM CTaTh HEYS3BUMOI 11t aTaku. OYeBUIHO, B
Ipoliecce 3BONIIOLNN He ObUIO BBIPAOOTAHO MOJOOHBIX MEXAaHU3MOB 3alUThl. OMUCAaHbI JaXe
Clly4au, KOI/la HeKOMIIETEHTHasl OaKTepusl pearupyeT Ha aTaKy BblIEICHUEM COOCTBEHHOTO
au3oLMMa, yekopsiroero e€ paspymenue. Kpome toro, IHK mpu tpanchopmannu usBnexkaercs
TOJIBKO U3 IIeJICHaIIpaBJIeHHO yOorBaemoi kieTku. He Op110 00Hapy»keHo (pakTopos,
MO3BOJISIOIINX OaKTepUsIM U3BJIEKATh U3 cpelibl cBOO0IHO «iaBatomtyo» JIHK, [843]. Tem
cambIM, TpaHc(hopMaliys, BEPOATHO, ABJISIETCS IPUMEPOM MAPTHEPCKUX B3aUMOOTHOIIEHUH IBYX
KJIETOK, U OMOJIOrHYecKoe 3HaUe€HHe ITOro MapTHEPCTBA eIl MPEICTOUT BhIACHUTH. HeT sscHocTn
U B BOIIPOCE O TOM, KOTJIa U MPH KaKUX YCIOBHSIX Mepeada TeHOB OCYILECTBIsIeTCs N VIVO,
[843].

B nabGopaTopHbIX yCIOBUAX OBLIIO OOHAPYKEHO OONBIIOE YUCIIO (haKTOPOB, CIIOCOOCTBYIOIINX
KOMIIETEHTHOCTH OaKTepHii, OM0IOrnYecKoe 3HaYeHHE KOTOPhIX OCTaéTCsl HESICHBIM, TaKHe
HanpuMmep, Kak ciadorenounas pH cpenst, [843]. Ctumynsaropamu TpanchopMaluy MOTYT
OBITH (PAaKTOPBI cTpecca, TaKUe Kak TOJI0JIaHKUe, BBICOKAs! MJIOTHOCTh MOMYJISIIIMY, BBICOKAS
4acTOTa HETIOCPEICTBEHHBIX KOHTAKTOB MeX Ay OakTepusMu. Kpome Toro, KOMIneTeHTHOCTh
CTUMYJIUpYeTCs o[ IeHCTBHEM (aKTOpoB, Hapymaromux nenoctnocts JAHK, Takux kak
JeificTBHEe aHTHOMOTHKOB, BBI3BIBAIOIINX JABYXIlenodeunble pa3pbiBbl JJHK, nnm nonusupyromumx
n3nyuenni, [843-845]. [TocnenHee 00CTOATENBLCTBO MTO3BOJIIO HEKOTOPBIM aBTOpaM
MPENOJIOKUTh, YTO OMOJIOTUYECKOE MPeIHa3HaueHue TpaHC(hOpMallii COCTOUT B pernapanuu
JBYyXLEeNoueyHbIX pa3peiBoB B Moiiekyse JJHK. Cepp€3HbIM apryMeHTOM B MOAEPIKKY ATOIO
MIPEATNONOKEHHS CIIYXHUT TOT (akT, uro JJHK, n3Bnexkaemast n3 HEKOMIETEHTHOM KJIETKH -
JIOHOPA, UCIOJIB3YETCs KIETKOM-PEIMITUEHTOM ISl TOMOJIOTHYECKON PeKOMOMHALIUT
cooctBenHoit /IHK. LleHTpanbHyI0 pojib B OCYIIECTBICHUH PEKOMOMHALINY TPU TpaHCHOpMaLUU
urpaet 6e1ok ReCA, UCronb3yeMblil TakxkKe Ul yCTPaHEHUs JIBYXIEMOYEYHBIX Pa3pbIBOB,
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CIIy4aiiHO BO3HUKAIOIUX TP IPYIMX BHYTPUKIETOUHBIX IPOLECCAX, HAIPUMED IIPU
00JIaMBIBAaHUM PETUTMKAIMOHHON BUIIKH, [846]. OqHako, mpu BCEM MpaBAONIOA00UH,
NPEIOI0KEHNE O penapalyy AByxuenoueunsix pa3psiBoB JJHK kak o nenu tpancopmanuu e
00BsICHSIET MapTHEPCKOTIO XapaKkTepa B3auMOOTHOIIEHHH JIBYX KJIETOK B 3TOM SIBJICHUU.

[Tponecch Meiio3a y 3yKapuoTOB U TpaHchOopMauu y OaKTepHrii 0OHapyKUBAIOT CXO/ICTBO,
MPOSBIISIOLIEECS B HECKOJMBKUX acnekTax. [1oj00H0 GakTepusM, OAHOKIECTOYHBIC DYKAPUOTHI
4acTo 00palaroTes K CEKCy M MeH03y PU HAJIMYMU TaKUX (PaKTOPOB CTpECca, KaK TOJI0IaHue U
BBICOKasl IJIOTHOCTH MOMYJISUH. bakTtepuanbubiii 6enok ReCA, ocyliecTBIsomui
pexombunanuto JJHK npu Tpanchopmariim, sBiseTcss TOMOJIOTOM YIIOMHHABIIIETOCS BBIIIIE
6esnka RadA, urparoiiero 1eHTpaaIbHYIO POJIb B TOMOJOTMYHON PeKOMOUHALIMY TP MeH03e.
Kpome Toro, MyTanuu B reHax rOMOJIOTUYHON PEKOMOMHALINY Y 3YKaPUOTOB TOBBIIIAIOT
YYBCTBUTEIHHOCTD KJIETOK K HOHU3UPYIOIIEMY U3JIYyYCHUIO (CM. HUKE), @ HOHU3UPYIOLIUE
U3JTY4YEHUS! BXOAAT B UUCIO (PAKTOPOB, CTUMYIIUPYIOLINX KOMIIETEHTHOCTD y OakTepuii. Ha sTom
OCHOBAHHWH aBTOPHI [845] BRIABUHYIIM THIIOTE3Y O IPOUCXOKICHUHN dYKAaPUOTOB MYTEM
MOCTETNIEHHOTO BOJIIOIMOHHOTO U3MEHEHUS OAKTEPHid, B X0JIe KOTOPOTo TpaHChopManus
npeBpaTuiIachk B Mei03. buonornyeckoe 3HaueHus TpaHchopMaluy U Me03a aBTOPbI TUTIOTE3bI
BUJST B HEOOXOIMMOCTH perapanuu AByxuenodeunsix pa3psiBoB JJHK. I'unoresa npencrasiser
HECOMHEHHBII UHTEpeC, XOTs OHA, KOHEUHO, He 00BSCHAET (00CYKIaBIIETOCs BBIIIE) TIIABHOTO
IPOTHBOPEUHs — PaKTa HATNYHS Yy 9yKapHOTOB OOJIBIIIOTO YKCIa TEHOB OAKTEPHiA U apXel B
OTCYTCTBHE IMPOMEKYTOUHBIX POpM, Oy/Ib TO MEXKAY OaKTEPUSIMU U apXesiMU, OAKTEPUIMHU U
IYKapuOTaMH, apXesiMU U 3yKapHuOTaMH.

K nepeuHio cxoHBIX 4epT TpaHCHOpMAIIUU U MeH03a MOKHO T0OaBUThH el OAHY —
KoHIIeNTyanbHYy10. O0a eHoMeHa 0JuHaKOBO HEOOBsICHUMBI. B 000X cirydasx uMeeT MecTo
napTHEPCTBO JBYX OPTaHU3MOB, BBITOAbI KOTOPOTO HE OYEBUIHBI, B Cllydae Meiio3a Jij1sl 000ux
YYaCTHHKOB, a B Cilydae Tpanchopmanuu — s ogaoro (youBaemoit 6akrepun). [Toaromy
MPEIIOJIOKEHNE O «IIPOU3PACTaHUN» Mel03a U3 TpaHchopMaluu caMo 1o cede Majio YTO MOXKET
IPOSICHUTD.

[Tomumo cxoacTBa MEXKAY MeH030M U TpaHchopMaluen, UMEIOTCS U OTJINYUS,
IPUHLMIIHAIBHOTO Xapakrepa. [lepBoe cocTrouT B HeoOXoaumocTu o011e (1o Becel AyinHe
MOJIEKYJIbl) TOMOJIOTUH MeX 1y pekoMOuHupyoummu Monekyinamu JJHK B meiio3e, Torna kak
py TpaHcGopMaIi TOMOJIOTHSI UMEET MECTO JIMILB JIOKAJIBbHO, B 00JacTH pa3pbiBa (pazmep
BCTABJIIEMOT0 y4acTKa He MPEBOCXOAUT OOBIYHO HECKOJIBKUX THICSY Nap HYKJICOTHIOB, [847]).
Bropoe, Oosiee BaxkHOE, OTIMYHME COCTOUT B TOM, YTO MIPHU TpaHCHOpPMAIUH penapanus MOKET
MMETBh MECTO TOJIBKO JUIS CIIy4allHO BO3HUKILNX JIBYXLIEITOUYE€UYHBIX pa3pbiBoB Mosekyn JJHK,
TOTJa KaK IPU MeW03€e 3TU pa3pbIBbl CO3/AI0TCS LEJIEHAIIPABIEHHO, 3allJIAHUPOBAaHHBIM 00pazoM
(TpM yyacTHH YIOMUHABIICHCS BBIIIE YHIOHYKIea3sl SP0l1l).

OuyeBuIHO, IEPEYNCIICHHBIC BhITIE (PAKTHI CXOJCTBA TpaHCHOPMAIIMH U MEH03a, a TAKXKe
pa3ianuns MeX1y HUMH BXOJAT B YKMCIIO SIBJICHUH, KOTOPBIE MOJEINb TPOUCXOKACHHUS
YKapUOTOB JIOJKHA OOBSICHUTD.

Céa3b MellomuuecKux 2eH06 ¢ yCmouuueoCmyo Ki1emKu K WOHUZUPYIOWUM U3 lyyenusm. B
HKCIEPUMEHTAX C JAPOAOKEBBIMU IT'PHOKaMU BO BTOPO MOJIOBUHE MPOILIOTO BeKa ObUIH
BBISIBIICHBI T€HBI, MYTAIlMX B KOTOPBIX MPUBOJIMIIN K TIOBBIIIEHHOH Ys3BUMOCTH KJIETOK K
nevictBuro Y® 1 peHTreHOBCKOTo u3iydeHus. [1o aToii npuunHe nx 0003HavaroT Kak rad-reHs
(radiation-repair genes). BriociecTBrin ObU10 0OHAPYKEHO, YTO MYTAIIUH Y YaCTH ITUX T'CHOB
NPUBOJAT TaKKe K HAPYIICHUSIM TOMOJIOTHYHON peKoMOUHAIK B Meiio3e, [829,848,849,].
JlanHOE 00CTOATENBCTBO, BKYIIE C YITOMUHABIIIMMCS BBIIIIE YEPTAMH CXOJICTBA Mel03a 1
TpaHchopMaluy, HABOAST Ha MBICIIb, YTO M TpaHC(HOpMaIHsl, U MEH03 MOTJIM BOSHUKHYTh KaK
aJIanTaly K aHOMAJIBHO BEICOKAM YPOBHSIM paJHallii B cpelie OOMTaHusI.

Cnusnusn Kiemok u pexomounayus y Haloferax. Ueptsl cxojcTBa TpanchopMaiyu y
OakTepHii 1 Meii03a, COCTABJISIOIIEr0 YacTh MTOJIOBOTO MPOIIEcca Y 3YKapuoTOB, BEPOSITHO,

174



yKa3bIBaIOT Ha ydacTHe OakTepuil (mim 6akTepun) B TOM IMIpOIEcce, KOTOPBIA MPUBET K
BO3HMKHOBEHUIO 2YKapHOTOB. JJaHHOE MPeIoN0oKEeHHE COIIaCyeTCsl ¢ YIIOMUHABIIMMHUCS PaHee
(rIoreHeTHYeCKNMMHU JaHHBIMH, YKA3bIBAIOIIMMH HA HAJTMYKE Y 3YKapUOTOB OOJIBIIOTO YHCIIA
IeHOB OTYETIIMBO OAKTEPUATBHOIO IPOUCXOXKICHUA. B TO jxe BpeMs y 3yKapHOTOB 0OHApPY>KEHO
1 OOJIBIIIOE YUCIIO TEHOB, MPOUCXOASAIINX OT apXe, YKa3bIBAIOIINX, YTO apXEH TOXKE BHECITHU
CBOM BKJIaJl B CO3JIaHKE SYKapHOTOB. B 3T0il cBA3M IpecTaBiseTcs 3HaMeHaTENbHbIM, YTO U Y
apXxeu OIMCaH IIPOLECC MEKKIETOYHOIO B3aMMOIEHCTBY S, OTJAJIEHHO HAIIOMUHAOIIMN IT0JI0BOU
npoliecc, Mog00oHo OakTepualbHON TpaHChOpMaLU COIPOBOKAAIOLINICA peKOMOUHALIUEH
xpomocomHoM JIHK u HUKaK ¢ pa3MHOKEHHEM HE CBSI3aHHBIN.

OO6cysxaaeMblii mpolece A0 HACTOALIEr0 BPEMEHU U3yUYeH TOJIBKO ISl ralopUIIbHON apXxen
Haloferax volcanii, oouraromieii B Bogax Méptoro mMopsi. [IpuBouiMbIe 3/71eCh CBEICHUS
3aMMCTBOBaHbI 3 0030pHOM cTaThu [850]. CiusHUIO ABYX KJIETOK MPEAIICCTBYET HEKHI
IpoIIeCcC PaclO3HAaBaHUs, B TEUEHUE KOTOPOTO KIETKH MPUXOJAT B (PU3NYECKHUIT KOHTAKT. 3aTeM
MEXIy KJIeTKaMu o0pa3yroTcs nepeieiiku (bridges), pazindaumple B 3J1€KTPOHHBIA MHKPOCKOIL.
[Tocie 3TOro KJIEeTKH CIMBAIOTCS ¢ 00pa30BaHUEM OJHOM KIIETKH, COJIEPIKAIIEH 1Ba MOIHBIX
Habopa XpoMOCOM, a TakXke BCe COZepKaBIIMecs B yyacTHUIAX u1a3Mubl. [1o 3aBepiiennn
CIIMSIHUS KJIIETKY BHOBB PACXOMISTCS, TIPH 3TOM KaXk/1asi BOCCTAHABIIMBAET COOCTBEHHBIH HAbOp
XPOMOCOM, HO MOXKET UMETh MECTO «IIEPETACOBKAY IIa3MU/IL.

B onucannom ciugauu yyactByert auib 0.02% nomnynsauuu, a nocie pacxoxaeHus y 62%
(Y4acTBOBABIIMX B CIUSHUM) KJIETOK OOHAPYKUBAKOTCS pEKOMOMHAHTHBIE IeHbl. B oTinune ot
Tparcopmaryy 0aKTepHid, COMPOBOKIAIOIICHCS JTUIITb 0OMEHOM HEOOJIBINX (PparMeHTOB
reHoMa, PeKOMOMHAIMS B OIMCHIBAEMOM CIMSIHUU apXel 3aTparuBaeT COTHH ThICAY Map
HYyKJIeOTH10B. B cpennem okoso 17% reHoMa oka3bIBatOTCS IEPECTaBICHHBIMU, UTO
npubimxaercs K 3HaueHus M 50:50, TUHIUYHBIM U1 TOMOJIOTMYHOM peKOMOMHAIUY IIpU Melo3e
9YKapuOTOB.

Emé ogHo ominume o0cyx1aeMoil peKoMOMHAIMK apxeil oT GakTepuaibHON TpaHCPOpMaLUu
COCTOMT B TOM, YTO HEKOTOpas yJaJIEHHOCTb BUJIOB HE COCTABJISIET HEIIPEOJOIUMOTO
HPENATCTBUS NpU CKpeluBaHuu. [lokazaHa BO3MOXKHOCTb CIIUSHUS KJIETOK U pEeKOMOUHAIIMU
TCHOB JIBYX POJICTBEHHBIX BUI0B Haloferax, koaupyromye nocieaoBarebHOCTH KOTOPhIX
ornuyaroTcs Ha 14%.

OcTtaércs HesCHBIM, SIBJISIETCS JIM ONIMCAHHOE CIUSHUE KIETOK SBJIEHUEM, TUITUYHBIM JJIs1
apxeii. syuennocts ero y Haloferax volcanii csizana, riaBHbIM 00pa3oM, ¢ T€M, 4TO 3TOT BUJ
AKCTPEMO(UIIOB JIETKO Pa3MHOKAETCs B JIAOOPATOPHBIX YCIOBUAX. BO3MOKHO, TaHHBIN IIpoLece
MEXKJIETOYHOTO B3aUMOAEHCTBUS, COMPOBOXKIAOIINNCS peKOMOMHAIMel TeHOB, BO3HUK KaK
aJlanTanus K yCJIOBUSAM, UMEBIIUM MecTO 3.5 — 4 MIIpA. J1eT Ha3ajl, HbIHE YTPATUBIIUM
aKTyaJIbHOCTb. B 3TOM CBSA3M CXOICTBO CIUSHUS apXel C IOJIOBBIM B3aUMOJIEHCTBUEM
OJIHOKJIETOYHBIX 3YKapUOTOB, BOZHUKILNX MPUMEPHO TOT' /1A XK€, MIPEICTaBISAETCS
3HAMEHATEIIbHBIM.

Auuookanvyuocomsl. Beiie (paznen 5.9.4), npu 06CcyXIeHUN allUI0KATIBIIIOCOM, OBLIO
BBICKA3aHO MPEANOI0KEHUE O PyAUMEHTApHON IPUPOJIe ITUX OoraTbix nonrdocdarom
opraneiu1. BeposiTHO, paHee OHU COJIep>KaT KPUCTALTUIECKHI araTuT, UCIIOJIb30BABIIUNCS B
Ka4eCTBE OCHOBBI ITPH CHHTE3€ MOJIMHYKJICOTHIOB. B 3THX IIPeIoNoKeHUsX, IMUPOKOe
pacmpocTpaHeHHEe allUJOKAIBIIMOCOM Y 9YKapUOTOB YKa3bIBaeT Ha MCIIOJIH30BAHUE CTEMITUHTA
JUTSI TIepeIavyl HAacJIeICTBEHHON HH(OPMAITUH MPEIKaMH 3YKaPHOTOB.

eyxyenoueunan /IHK. B npenniecTByOmuX pasaesiax HaCTOSIIEH TIaBbl BEICKA3bIBAJIOCh
MPEANOI0KEHHE O TPOUCXOXKICHUU apXeil oT opraHu3MoB, peruiuposasimmx PHK, Torga kak
MpeaKy OaKTepuil MPEICTAIOT «co3aaTesiMuy ogHorenoueyHor JHK, deli sKu3HEHHBINA UK
OCHOBBIBAJICS HA YE€PEIOBAHUU TPAHCKPUTIIIUHN U 00paTHOU TpaHCKpumiuu. [1ocKoNbKY JOMEHOB
JKU3HH BCETO TPH, BO3HUKAET UCKYIIEHUE CBSI3aTh C DyKapHOTaMH (MU UX MPETKAMH )
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BO3HUKHOBeHUE aByxienoueynon JJHK u xu3HeHHOT0 1[MKIIa, OCHOBAHHOTO HA
koMOnHupoBanuu perumkanuu JIHK u Tpanckpunium.

Pezynamopnas PHK. B xxu3HenesTeIbHOCTH MOJABIISIONIECTO YUCIa 9YKAPUOTOB OOJIBIIOE
3HaYCHHE UMEIOT BBICOKOCTICIIU(UUHBIC MEXaHU3MbI PErYIISALNN KCIIPECCUU TEHOB, B KOTOPBIX
JUTSL OTOXKIECTBIICHUS PETYIMPYEMOT0 reHa UCTIoNb3ytoTcs Hebombine (19-31 Hyki1eoTH10B)
¢dparmenTsl Monekyn PHK. ®parment onnonenodeunoit PHK, Ha3piBaeMblil «HampaBIsStomei»
(quide strand), ucrosp3yeTcs s HACHTH(GUKAIMK PEryIUPYyEeMOro reHa myTéM o0pa3oBaHus
YOTCOH-KPUKOBCKHUX Iap ¢ KOMIJIEMEHTapHBIM €i y4aCTKOM CyOcTpara — onpeaenéHHbIM
yaactkoMm xpomocoMuoi JIHK nimu MPHK. Mexanu3mebl 3TOro Tria MoryT ObITh 3a/ICHCTBOBAHbI
KaK JUIs IOJJaBJICHUS SKCIIPECCUU reHa (M B TakoM cirydae roBopsaT 06 PHK-unTepdepenum,
RNAI), Tak u aus uHTeHCH(pHKAIKK dKcrpeccuu (1 3To sBieHre umenyercs PHK-aktuBarueit,
RNAa). B uenom penomern RNAI uzyuen 6osee eTaibHO U, BEPOSITHO, UMEET OoJiee IMPOKOe
pacnpoctpanenue, Hexenn RNAa.

Jns monasnenus sxcnpeccun reHa npu RNAI, «nanpasnstomas» PHK Bxoaut B cocras
PHK-6enkoBoro kommiekca RISC (RNA-induced silencing complex), ocHoBy KOTOporo
cocrapisieT Oenok u3 rpymnibel Argonaute. AxktuBaocTr komiiekca RISC 3arem ncnonb3yrores
JUTSI TIOIABIICHUS DKCIIPECCUU TeHa, TPUUYEM 3TO MOXKET OBITh OCYIIECTBICHO PA3TUYHBIMU
crioco0amu, Kak Ha YpOBHE TPAHCKPHUIIIIHNH, TaK U TPAHCIAIUH. J{J1s mpephIBaHus TPAHCISIUH
conepxamuiics B RISC ognonenoueunsiii pparmentT PHK moxer coeqmHUTBCS C©
KOMILIEMEHTApHOM €My ITOCIIe10BaTeNbHOCTRI0 MoeKynsl MPHK, nocie yero cnenyer
pa3pe3anue MPHK 3a cuét coOcTBeHHOM SHIOHYKIIea3HOM akTUBHOCTH Oeska Argonaute.
Kommiexe RISC mokeT Taxke NpruCOeIMHNATE JTOTIOTHUTENbHBIE OEIKHU, CTOCOOHBIE
BO3/ICIICTBOBATH Ha TPAHCIISIINIO, BbI3bIBas AeaneHunnpoBanue MPHK. JIpyrue gaktopsl, Bxos
B coctaB RISC, coobmaroT emy ciocodHocTh MeTHiHpoBath JJHK mim u3mMeHsTs CTpykTypy
XpOMaTHHA, TEM CaMbIM HPEMSTCTBYS TPAHCKPHUIIIMU PEryaIupyeMoro rena, [861-866].

Mexanusmsl PHK-nnTEpQEepeniinm urpatot BaxxHyro poib B pEryJsIliMM S3KCIIPECCUU T€HOB
OpPraHU3MOB, a TAKXKE B 3aIIUTE OT BUPYCOB U MOJABICHUN AKTUBHOCTH TPAHCIO30HOB. O
BOXHOCTH U MacinTabax penomeHa RNAI MOXXHO CyAHTh, HAIPUMEP, TI0 TOMY (HaKTy, 4TO y
MJIEKOMUTAIOIINX B HEM 3a/IeMCTBOBAaHBI JIECATKH ThICAY pa3nuuHbix MoJsiekyn PHK | [862].

Mexanuszmbl RNAI cI105KHBI 1 MHOTOOOpa3HbI, HO OHU BCET/la OCYIIECTBIISIFOTCS PH y4aCTUH
6enka Argonaute. Ha ocHOBaHUY TaHHBIX (PUIIOT€HETUYECKOr0 aHaIu3a OeJIKH 3TOro ceMencTBa
MOIPA3IENIAIOTCS Ha JBe Kinaasl: AQO u Piwi, [867]. AMHHOKHCIOTHBIE MTOCIIEA0BATEILHOCTH
OekoB BXxomAIuX B AQ0 Orke K TakoBoi Oestka Argonaute-1 pacrenust Arabidopsis, a
M10CJIeIOBATEIbHOCTH BXOSMIUX B PIWI OJrke K TAKOBOM OTHOMMEHHOTO OeIKa MyXHu
Drosophila. bexku Ag0 akcnpeccHpyOTCs Ha BCEX CTaAUIX )KU3HEHHOTO IIMKJIA KIICTKH, LIS
HUX XapakTepHa accouuanus ¢ oenkom Dicer u PHK-3aBucumoii PHK momumepasoit (RARP).
Benku Piwi rmaBHbIM 00pa30M BOBJICUCHBI B CaillIeHCHHT (TI0JIaBICHUE aKTUBHOCTH )
TPAHCIIO30HOB U B PETyJINPOBAaHUE IKCIIPECUHU T€HOB, (PHIIOTEHETUIECKH CBS3aHHBIX C
TpaHcno3asamu. B otniune ot Ago, 6enku Piwi (Y MHOTOKIIETOUHBIX ) DKCITPECCUPYIOTCH,
rJIaBHBIM 00pa3oM, B TOHOIIMAX, U [T HUX He XapakTepHa acconuaius ¢ Dicer u RARP, [868]
(omnako accoumanus Piwi u Dicer umeer mecto y nHpy30pHii).

[TpumeuarenbHas 0cOOEHHOCTH OEIKOB KiIaael AJO B TOM, 4TO I 00pa30BaHuUsT KOMITIEKCA
RISC um tpedyercs ¢pparment apyxuenoyeunoir PHK. M3BecTHbI Ba myTH 00pa30BaHUS TaAKUX
MoJieKy: B ogHoM ojHotenodeuHass PHK, oOpasyemas tpanckpunuueii JIHK, cknanpiBaercs
BJBOE C 00pa30oBaHMEM CTPYKTYpHI meTisi-ctedens. 3arem 6enku Drosha u Dicer Beipesarot
NIBYXIICTIOUEYHBIN (pparMeHT U3 ydactka cte0ist cTpykTypsl. [Ipu npyrom mytu kommieke RISC
obpasyercs npu yuactun PHK-3aBucumoit PHK nonmumepasesr (RARP). Cravana
OJTHOIIETIOYEYHBIN TPAHCKPUNIT [UTHHOW B AECATKU MJIA COTHH THICSY HYKJIICOTHIOB KOITUPYETCS
nonuMmepazoid RARP ¢ o6pa3oBanuem nByxuenodeynoit monekynsl PHK, 3atem Dicer mapesaer
NoJTy4eHHYI0 MoJiekyny Ha ¢pparmenTsl PHK tpebGyemoii nmunsbl. [lanee, pparmeHThI
nsyxuenodeynoii PHK, nomy4deHHble TeM WM HHBIM CIIOCOOOM, IPUXOJAT BO B3aMMO/IEHCTBHE C
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AgO0, HO, CKOJIb 3TO HU NapaJIOKCATbHO, TOJBKO OJIHA U3 IIEMIOYEK, Ha3bIBacMast
«HAMPABJISIONICH» BXOAUT B cocTaB Komiuiekca RISC, a rienodka komrieMeHTapHast
«HaIpasJsitolIe» paspyiaercs, [861,866].

OueBuaHO, 3aTpaT HAa CUHTE3 U MOCIEayIolIee pa3pylieHue oaHoi u3 nenouyek PHK mMoxxHo
ObLI0 OBl M30€XKaTh, CHAPAIUB AQO «HAIIPABISIIONICHY HAMPSAMYIO, MUHYS ABYXIEIOUYETHYIO
craguto. [Ipuaém 3amaua mogoOHOTO «cripsimiieHus» myTu cuHaTe3a RISC BnosiHe pernraema —
UMEHHO Tak B3auMojieicTByioT ¢ PHK (romonornunsie Ago) Oenku Piwi MHOTHX
MHOTOKJIETOYHBIX SYKapHOTOB (IJIaHAPUU, MOPCKHUE €3KU, MIIEKOITUTAIONIHE). DTH OCIKU, MUHYS
u Dicer u RdRP, HemocpecTBeHHO B3aUMO/ICHCTBYIOT ¢ ofHoIenodeunoi PHK, oOpa3yemoii
NPy TpaHCKpUNuU onpeneneHubix yyactkoB JJHK, [865,867]. PazymMHO nIpeanonoKuTh, 4To
accoranus Ago ¢ Dicer ynaciienoBana ot apeBHero mexanusma RNAI, B KOTOpOM KaKUM-TO
00pa3oM HCIIOIB30BAJICS ABYXIICTIOYCYHBIA XapaKkTep 3aAeicTBOBaHHBIX MosieKyn PHK.

denomen RNAI uMeeT moBceMeCTHOE pacpoCTpaHeHUE Cpein dyKaproToB. CinueHreM
TEHOMOB IT0Ka3aHo, 4T0 OcHOBaHHbIe Ha RNAI MeXaHU3MbI pEeryJIsiiins 3KCIPECCUU TeHOB
JIOJIKHBI OBUTH UMETh MECTO B KJIETKE MX OOIIETo mpeaKa. ITOT OPraHu3M COACPKall OCHOBHBIC
6enku, BoBiaeuéunsic B RNAI: Ago, Piwi, Dicer u RARP, [869]. MexaHu3MbI OAaBICHHS
IKCIPECCHH TeHOB, M0100HbIe RNAI, 00HapyKEeHBI y HEKOTOPBIX OaKTEpHUi U 3yKAPHOTOB. Y
6akrepuii Thermus thermophilus u Rhodobacter sphaeroides oonapy»xen 6enox Argonaute,
KOTOPBII B KAUECTBE «HAIpaBJsironiei» ucronb3yer pparment JJHK (a ne PHK). DTot 6emox
3aTeM OOHapYKHBAET U paccekaeT KoMIJIeMeHTapHbIi yuacTok monekynsl JJHK, [870,872].
AnayiornyHoe siBiicHHE onucaHo s apxen Methanocaldococcus jannaschii, [871]. T'ensr,
romosiornunsie Argounate, oGHapyxensl B 32% 1 9% ceKBeHHUPOBaHHBIX T€HOMOB,
COOTBETCTBEHHO, apxeil u Oakrepuii. OqHaKo PUIOreHETHUYECKUMHU METOIaMU OBLIIO TTOKA3aHo,
4TO 3TOT 0€JI0K ObLT UMHU MPUOOPETEH Y 3YKapHOTOB MOCPEICTBOM IOPU30HTAIBHOIO IEPEHOCa
reHoB, [873]. Tem cambiM 3aragka Bo3HuKHOBeHUsT Mexann3mMoB RNAI cocTasisier yacTh 00mieit
po0JIeMbI IPOUCXOXKACHHS DYKApHOTOB. JleTanbHble uccienoBanus Mmexanu3mMoB RNAI
MPUBOIAT K BBIBOAY, YTO, CKOPEE BCEro, OHM BO3HUKIIM KaK CPEACTBO JIJIS TIOJIaBJICHUS
AKTUBHOCTH TPAHCIIO30HOB.

Tpancno3onwt — 310 yuactku JJHK opranusmoB, criocoOHbIE K MEPEMEIICHUIO (TPAHCTIO3ULINN)
Y Pa3MHOXKEHUIO B Ipefenax reHoma. [lepeMenienns IMET MECTO B IIpeiesax OJJHOTO T€HOMA,
HE MOKU1as KJIETKH, U 3TUM TPAHCIO30HBI OTIMYAIOTCS OT BUPYCOB U (paroB, Mepearomuxcs ot
OJIHOM KJIETKH K Apyroi. Ha oCHOBaHMM CTPYKTYpBI U MEXaHU3Ma TPAHCIIO3UIIMHU TPAHCIIO30HbI
NOJPa3JIeNIA0T Ha BE OOLIUPHBIE TPYNIBL: peTpoTpaHcno3oHs! 1 JIHK-TpaHcno30HBI.
JKu3HEHHBI UK peTPOTPAHCIIO30HOB OCHOBAH Ha Ye€pPEIOBAHUH TPAHCKPHUIIITUU U 00OpaTHOM
TPAHCKPHUMLKHU. TPpaHCIO30HBI ATOM TPYHIBI KOJUPYIOT (PEpMEHT 0OpaTHYIO TPAHCKPUIITA3Y,
KaTalnu3upyrolnyo cuates apyxuenodeunont JJHK na matpuue ognonenouyeunoit PHK. JIHK-
TPAHCIIO30HBI OTIIMYAIOTCS OT PETPOTPAHCIIO30HOB TEM, YTO MEXAHU3MbI TPAHCIIO3ULIMU HE
BKTIOYArOT B ce0st cunTe3 PHK. Tpancmo3oHbI 3TOro Kiacca KOIUPYIOT (hepMEHT TPaHCI03a3y,
IPY TOMOIIY KOTOPOH TPAHCIIO30H MOKET OBITh BBIpe3aH U3 0iHOrO caiita renomHoil JIHK u
BCTPOEH B Jipyrue caiitel. Panee Ob1710 MpUHATO cunuTaTh, uTo nepemenienue JJHK-tpancno3onos
B T€HOME BCET/Ia OCYLIECTBIISIETCS TI0 CXeMe «BBhIpe3aTh M BCTaBUTH» (CUt and paste), u B aTom
BHJIETU UX OTJIMYHE OT PETPOTPAHCIIO30HOB, NEPEMEIIEHHS] KOTOPBIX OCYIECTBIISIOTCS 10
CXeMe «KOTMPOBaTh U BCTaBUTHY (COPY and paste). BrocnenctBuu O0butn 0OHapyxens! u JJHK-
TPaAHCIIO30HbI, MEXaHU3M IEepEMEIIEHUSI KOTOPBIX BKJIIOYAET B c€0sl KOMUPOBaHKE (PETITUKALINIO
JHK), [873,874].

Tpancno3oHbl 0OHAPYKEHBI BO BCEX JIOMEHAX KU3HU, HO HAOOJIbIlIee paCpOCTPaHEHUE OHU
MOJIYYWIH Y 3YKapUOTOB. bONBIIMHCTBO 2YKapUOTUYECKUX T€HOMOB COIEPKAT TPAHCIIO30HBI,
torja kak B 20% cekBeHHpPOBAaHHBIX TEHOMOB IPOKAPHOTOB MPU3HAKOB TPAHCIIO30HOB HE
oOHapyxuBaetca. Kpome Toro, odmiee KoJIM4ecTBO TPAHCIIO30HOB B OT/IEIbHOM IT'€HOME
JIOCTUTAET OONBIINX 3HAYCHUH y 3yKapruoToB (110 80% reHoMa), HeXeNnHn Y TPOKaproTOB (10
10%, B cpennem 1-5%), [875]. Bo Bcex TpEX AJOMEHAX JKU3HU TPAHCIIO30HBI OOHAPYKHUBAIOT
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KpaliHe HEpaBHOMEPHOE paclpeIesIeHNe 110 TaKCoHaM, [876], B 9TOM OTHOIIEHUN OHU CXOJHBI C
UHTPOHAMH.

O NpouCcX0XK1€HUU TPAHCIIO30HOB IPAKTUYECKU HUYETO HE U3BECTHO. [laHHbIE
(HI0reHeTUYEeCKOro aHaIu3a CBUETEIbCTBYIOT O HEOObIUAIHOMN IPEBHOCTH KOAUPYEMBIX UMHU
oenkoB. 1o kpaiineit mepe, ns JJHK-TpaHCTIO30HOB MOXKHO YTBEPKAATh, YTO TEHOM OOIIETO
IpeKa BCeX 3yKapuOTOB YK€ colepKall IpeAcTaBUTeNeH pa3HbIX Pyl TUX MOOUIIBHBIX (hOpM
JHK, [876]. bonbmKUHCTBO HUccaea0BaTeNeld CYUTAIOT TPAHCIIO30HBI MIPEACTaBUTEISIMU
napaszutudeckux Gopm JIHK, 3Bomronust KOTOpBIX HE UMEET UHBIX LIeJIe KpOMe PUYMHOKEHHSI
qrciIa Konuii ceds camux, [877,878]. Tem He MeHee, B TuTepaType UMEIOTCS U YKa3aHUs Ha
BO3MOKHOCTh CHMOMOTHYECKOI'0 TApTHEPCTBA MEXK/1y TPAHCIIO30HAMH U TEHOMOM XO35IMHa,
[879,880,270].

Ilepemerienue nian pa3sMHOKEHHUE TPAHCIIO30HOB B TEHOME MOXKET BbI3BaTh BPE/IHbIE
MmyTamuy. {7 npenoTBpaiieHus mo00HbIX SBICHUH Y 9yKapHOTOB 3a/1eHiCTBOBAaHBI MEXaHU3MbI
SMUTEHETHYECKOTO PEryIMPOBaHISI aKTUBHOCTH TPAHCIIO30HOB, OCHOBaHHbIe HA RNAI —T.H.
catinencune TPAHCIIO30HOB, [864]. B mocnennee necsatuieTre 3HaYNTENbHBIA Iporpece Obu1
JOCTUTHYT B IOHUMAHUU MEXaHU3MOB cailyieHcuHra. J{jist psiga MoJenbHbIX OpraHu3MOB
(Drosophila, Caenorhabditis elegans, kykypy3sa, Arabidopsis thaliana) nokasano, 4ro
CalJICHCUHT OCYIIECTBIISIETCS KAK MUHUMYM JIByMs CLIOCOOaMH — UMEET MECTO METHJIMPOBAaHHE
JHK (MeTHmmpoBaHHIO MOJUIEKAT KOHIEBBIE OOpaIIeHHbIE TIOBTOPBI TPAHCIIO30HOB, M 3TO
HPENATCTBYET TPAHCKPHIILIUU COOTBETCTBYIOLIMX TPAHCII03a3), U OCTTPAHCKPUIILIMOHHOE
paspymenue MPHK Tpancnosas, 6mokupyromiee Tpancisanuto. OO0CYKIAr0TCs U JpyTHe
BO3MOYKHBIEC MEXaHHM3MEI, [864,866,881-883].

Hecmotps Ha oOu