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ITpoucxoxaeHre TeHeTUYECKOTO KOJIa M CUCTEMbI TPAHCIISILIMK, BO3MOXHO, SIBJISIETCS LIEHTPAJIbHOI U CaMOil Tpy/I-
HOI TIpo0JIeMOIi B U3yYeHU U TIPOUCXOXKIESHUSI XKU3HU 1 OTHOM M3 CaMbIX TPYIHBIX BO BCEli 3BOJIIOLIMOHHOI OMOJIO-
run. CyliecTByeT 00JIbII0E KOTUYECTBO TUIIOTE3 BOSHUKHOBEHMS M PA3BUTHSI COBPEMEHHBIX TEHETUUECKUX CUCTEM,
3aTparuBaloLIUX MPOUCXOXKIECHUE U PAHHIOIO SBOJIIOLMIO TEHETUYECKOTO KOJA, a TAKXKE BOSHUKHOBEHUE PEIUIMKA-
1Y ¥ TpaHcasInuu. Hanbonee mmpoKo n3BeCTHbIE TUTIOTE3bl PACCMOTPEHBI B JaHHOM 0630pe. OIHAaKO HU OHA U3
3TUX TMITOTE3 HE OMMChIBAET 06€3 MPOoOeIOB M JOMYIIEHUIT BCe 3Tallbl pAHHE 9BOIIOLMU FTeHETUYECKUX crucTeM. [1-
note3a PHK-Mupa sBisieTcsl T71aBeHCTBYIOIIEH Ha CETOAHSIIIHUN IeHb HaydHOI uieeil 0 paHHEel 3BOJIIOLUU O1O-
JIOTMYECKHUX U MPeOHOI0rnYecKnX 00beKTOB. [J1aBHOE €€ MperMyIIeCTBO 3aKJII0YaeTcs B TOM, YTO OHA MpeiaracT
B KauecTBe nepBbIX XuBbIx cucteM PHK kak camomocraroyHble, ¢ TOUKM 3pEHUSI BOCIIPOU3BEIACHUSI, MOJIEKYJIbI,
KOTOpHIE CITOCOOHBI (DYHKIITMOHMPOBATH KaK KaTAIMTUUECKUI KOMITOHEHT CUCTEMBI M B TO XK€ BpeMsT — KaK MaTprUi-
Hblil. OMHAKO eCTh U CYLIECTBEHHbIE HENOCTATKKU. B yacTHOCTHU, 10 CUX TTOP HE OTKPBITA U HE MOJIyYyeHa dKCIepu-
MEHTaJIbHO pUOO3MMHasl MPOLECCUBHAs MOJIMMepa3a. YUMUTbIBasi B3AMMHYIO OTPEOHOCTh OEJIKOB M HYKJIEMHOBBIX
KMCJIOT B COBDEMEHHOM MMPE, MHOTHE aBTOPbI MPEAJIAraloT CLIEHApUU PaHHEN 2BOJIIOLIMM Ha OCHOBE KO3BOJIOLIUU
3TUX JIBYX KJIACCOB OpraHUYecKuX MoJjieKyia. [TomoOHbIe TMIoTe3bl MOCTYIUPYIOT, UTO JIsl peTUIMKALMU HYKJIEUHO-
BBIX KMCJIOT OBUIO HEOOXOIMMO BOBHMKHOBEHHE TPaHCIAIMU, B oyimune oT mupa PHK, roe mosiBienuto tpaHcs-
LIMM MpeniiecTBoBajia spa caMoperummuupytommxcs PHK. M xoTs takue clieHapuy MeHee SKOHOMUYHBI, C 9BOJIIO-
LIMOHHOM TOYKU 3pEHUSsI, TaK KaK TPEOYIOT OTHOMOMEHTHOTO TOSIBJIEHUS ¥ 9BOJIIOLIMY Cpa3y ABYX KJIaCCOB OpraHu-
YECKHUX MOJIEKYJI, a TAKXKE CUHXPOHU3ALIMHY 110 BPEMEHU MOSIBICHUS PETUIMKALIMUA U TPAHCISIIAM, OOJIBLLIMM UX Mpe-
UMYILIECTBOM SIBJISIETCS TO, YTO OHM TpejiaraloT pa3BUTHE cpa3y ropasfao 0oJjiee TOUHOU U TPOLIECCUBHOMN OeJIKO-
BOM perIMKalluu.

KJIIOYEBBIE CJIOBA: sBomonys, 3apoXaeHue XU3HU, TpaHCIILIus, TeHeTndeckuii kox, PHK-mup, mporen,
OCIKOBBIN MUP, JTUTTUIAHBINA MUP.
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BBEJIEHUE

3emnsa copmupoBanach ~4,5 MmwuIMapaa JeT
HazajJ, U BCKOpe Tocje 3Toro, ~4 Mwiidapaa Jjet
Ha3zan [1], cloXuBIIMeECsS Ha TJIaHEeTe YCIOBUS TTPU-

[IpunsaTteie cokpameHus: aaRS — amuHoanun-TPHK-
cunrerasa; DRT — npsiMoe KoaupoBaHME aMUHOKUCIOT C
PHK-matpuusr; C-DRT — wuens, kommiementapHass DRT-
matpuuie; GADV — Mopeab 3BOJIOLMU OEJIKOBOIO MUpA;
GARD — Monenp perimkaiuy MULIEJJISIPHOTO aBTOKATaIN3a;
PR — mkama pacTBOPpMMOCTM aMUHOKWCJIOT B THUPUANHE
(PolarRequirement); Self-rARS — camoaMuHoanuaupyooe
pubo3umbr; SART — camMoaMUHOAIIMIIUPYIOMIASICST pUOO3UM-
Hasi MaTpuLa.

* AnpecaT Uit KOPPEeCTIOHACHIINH.
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BeJIM K MOSIBJIEHUIO OCOOOI0 COCTOSIHMSI MaTepUH,
KOTOpPO€ MbI Ha3biBaeM Xu3Hbl0. [1o onpeneneHuo
NASA, X13Hb — 3TO «CaMOITOIIePKNBAIOIIASICS
XUMUYECcKasl CUCTeMa, CIOCOOHas K JapBUHOBCKOM
aBoJIIOLMU» [2]. 151 peanu3zauvy JaHHOM crioco0-
HOCTU TIOSIBUJICS TIEPBOOBITHBIN TeHEeTHUYECKU
KOJI, KOTOPBIi 00eCIIeUII TPAaHCIISIIUIO HYKJICMHO-
BBbIX KUCJIOT B Oejku. g o0bICHEHUST MOTEHLIM-
aJIbHbIX MEXaHM3MOB 3apOXIECHUSI T€HETUYECKMX
CUCTEM ObLIO MPEAJIOKEHO OOJIbIIOE KOJIUYECTBO
pa3IMYHBIX TMIOTE3, KaXaas M3 KOTOPLIX AeiaeT
aKIIeHT Ha Pa3IMYHBIX COOBITUSIX, MPUBOISIIIUX K
BO3HUMKHOBEHUIO (PYHKIIMOHAJbHON TPAHCISIIUMN U
caMoItoAIepXuBamoIIeiicsas cucteMbl. OHU OMMCHI-
BalOT KaK MPOMCXOXIECHHWE TeHEeTUYEeCKOro Koja,
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T.6. BOBHUKHOBEHME COOTBETCTBUSI MEXITY aMUHO-
KHCJIOTAaMUA U TPUIUIETAMU HYKJICOTHUAOB, TaK M
MPOUCXOXICHUE TpaHCASILMU, T.€. MOIUMepu3a-
LIMM aMMHOKMCJIOT Ha OCHOBE 3aKOJUPOBAHHOU B
HYKJIEMHOBBIX KMCJI0TaX MHGpOpPMaIlUU, U PEIlIn-
KaIly — BOCIIPOM3BeICHUS TeHETUIeCKO mHDOp-
MallWu.

TpaHCISILIMOHHAS CUCTeMa Jaxe B CaMbIX ITPOC-
TBIX COBPEMEHHBIX KJIeTKax (HammpuMep, Iapa3uTh-
YeCKMX Y DHIOCUMONOTUYECKINX OAKTEPUSIX U apXe-
ax, Takux Kak Candidatus Carsonella ruddii,
Mycoplasma wnu Nanoarchaeon) dYpe3BbIUYATHO
cjioxkHa [3]. B ocHOBe TpaHCISLIMU JIEKUT OOIbLION
KOMILIEKC (pubocoMa), COCTOSIIIMKA MO MeHbIIei
Mepe u3 Tpex moiiekys PHK n 60—80 6enkoB (xoTd
Yy OOJMraTHbBIX 3HAOCUMOMOHTOB MOXET OBbITh
MeHblIe 35 pubocoMHbIX O6enKOoB [4]), B3auMoaeii-
CTBYIOIIMX C JIPYTMMUA KOMIIOHEHTaMU CHUCTEMBI
TpaHcIIIUK: ToaHEIM HabopoM TPHK s 20 amu-
HokucaoT (~40 BumoB TPHK c¢ yuyé€tom mpucyrt-
ctBusl u3oakuenTopHeix TPHK y Bcex BHmOB),
20 amunoanmi-TPHK-cunrerazamu (aaRS), a Tak-
XKe (haKTopaMu TPaHCIISILINU.

IIpu 3TOM KiII04EeBOM IPOOIEMOI B omnpeaese-
HUM TOro, KaK BO3HUKJIA COBpeMEHHas TPaHCIsI-
IIMOHHASl CUCTeMa, SIBJISEeTCS CIENYIOIIMI Ilapa-
IIOKC: BBICOKAs TOYHOCTh TPAHCISALHNU BpSA N
MoOTJia ObITh JOCTUTHYTA 6€3 CI0XKHBIX, BLICOKOpa3-
BUTBIX MoJsieKysl PHK u GenkoB, mpu 3ToM cliox-
HBII OEJIKOBBIII MEXaHM3M HE MOT OBl pa3BUBATHCS
0e3 TOYHOI CUCTEMbI TPAHCSILIMU. DTOT HapagoKC
paccmaTtpuBaeTcsl B LuKie JlapBuHa—diireHa
(Darwin—Eigen cycle) [3].

IIVKJI JAPBUHA—-DWTEHA

Teopus Eigen [5] mocTynupyeT cyliecTBOBaHUE
¢dyHIaMEHTaJIbHOTO Mpejesa, OrpaHMYMBAIOIIErO
pa3Mep TeHOMa M TOYHOCTb PEIUIMKAIlMM B CaMO-
penIMUUPYIOIIUXCS cUcTeMax (mopor DifreHa): ec-
JIV TIPOU3BEICHUE YaCTOThI OIIIMOOK 1 MH(MOpMaLIH-
OHHOI EMKOCTH CHCTEeMBI HIXe Mopora JDireHa,
IIPOMCXOAUT CTaOMIbHOE HACAeIOBaHUE; €CIIA JaH-
Hasl BEJIMYMHA BBIIIE ITOPOTOBOM, MYyTallMOHHBII
Mpolecc Hen30eXKHO MPUBOAUT K KaTacTpoduyec-
KOMY BLIMUPAHUIO cUCTEMBHI [5]. MHBIMU Cl10BaMu,
YPOBEHb OIIMOOK PETUIMKALMOHHOTO arnapara Ju-
MUTHPYET MaKCUMaJbHBI pa3Mep reHoma (Koju-
YeCTBO 3aKOoAMpoBaHHON mHpopmanum). s cra-
OMJILHOTO MOAIEPKaHMsI PeIUIMKALINY, UTO SIBJISICT-
Csl HeOOXOIMMBIM HadyaJlbHBIM YCJIOBHEM OMOJIOTH-
YeCKOI 3BOJIIOIMM, CHCTeMa 00s13aHa HEMPEePhIBHO
IeMOHCTPUPOBaTh 3HAYCHMSI, HE BBIXOMSIIINE 3a
Mpeaesibl yKa3aHHOTO MHTepBaja, B TOM YHUCJe Ha
caMBIX paHHUX 3TallaX CBOEIo CYIIECTBOBAHMUSI.
MaxkcuManbHBIl pa3Mmep peruIMLUpyeMoii Iocie-

JIOBaTEJIbHOCTU 0e3 KOPPEeKIIUU OLIMOO0K, TUMUTH-
pyeMbIi TIoporoM DiireHa, KpaliHe He3HaYWTEJIeH.
B pamkax teopuu DiireHa yBeaudyeHue MHGpOpMa-
LIMOHHOI €MKOCTM W pacllMpeHHe TeHOMa MOTIJIO0
OBITb JOCTUTHYTO OJarogapsi yBeJIMYEHUIO TOUYHOC-
™1 peruKanuy. OmIHAKO 3BOIIONNS BBICOKOTOY-
HOM CHMCTEeMBbl pelMKaluu, oOecleyrBarollei
KOppeKIUIo oIIn00oK, TpedboBajaa Obl 3HAYUTEIBLHO
bomblIero oobEMa MHGOPMALIMK, YeM Ta, KOTopast
MoOTJjia ObITh 3aKOAMPOBAHA B IOCJIEI0BATEIbHOCTH
CaMOPETUTALIMPYIOLIENCS CUCTEMBI B TaHHBI MO-
MEHT 3BOJIIOLIMOHHOM TpaeKTOpUU. DTO CO3IAET, 10
MEHBIIIelT Mepe, BUIUMOCTD MapamgoKca BO3ZHUKHO-
BEHMSI 1 SBOJIIOIINM XKUBBIX CUCTEM, OITMCHEIBAEMOTO
CJeAyIoluM 0o0pa3oM: ISl KOAMPOBaHUS APEBHETO
MEXaHM3Ma peruiMKauuy Obljla Heo0XoauMa HEKO-
TOpasi MUHUMAaJIbHAsI CIOKHOCTh TeHOMA, B TO Bpe-
M1 KaK KOHLETILMS TIpeaesia OlIMO0K CYIeCTBEHHO
orpaHuyuBaia ero pasmep. Takum obOpa3om, Ha
MePBBIA B3IV YCIOXHEHNE TeHOMa He IIpeACcTaB-
JISITIOCh  BO3MOXHBIM Oj1arofapsi CyIlleCTBOBAaHUIO
nopora DiireHa [6]. OQHUM U3 BO3MOXKHBIX Bapu-
aHTOB pa3pelIeHMSI KaXyIIerocs IapagoKca sSBJs-
eTCsI MOJIEeIb TUTIEPLIMKIIOB, TIpeaiokeHHas Eigen u
Schuster [7]. B runepuuxiie PHK u ¢pepMeHTHI KO-
orepupylorcs cienytomum oopazoM: PHK I; koou-
pyet ¢pepment E, (i = 1, 2, ..., n); GepMEeHTHI LIUK-
JIMYecKr KaTaausupyrot perinkauuio PHK takum
obpaszom, uto E, karanusupyet permkauuio I, a
E, xatanusupyet perukauuio I,. Takum obpazom,
B runepuukie nentuabl coBmectHo ¢ PHK ¢op-
MUPYIOT LIEJIOCTHYIO CUCTEMY KOOIIEpaTUBHO B3au-
MOJEMCTBYIOIINX MaKpoMmoyeKyia. CorjiacHo mTaH-
HOW Mopeiau, (pepMEeHTbl MOIJIM CIIOCOOCTBOBATH
MOBBIIIEHWUIO TOYHOCTH PEIUIMKAlliM, B pe3yJbTaTe
Yero KOJMYECTBO HacjeayeMoil mHdopMaluu B
MMPUMUTHUBHOI CHCTeMe Bo3pacTajo. Moaenb ru-
MEPLUKIIOB UMEET U HEIOCTAaTKU: KaK ObLIO MOKa-
3aHO B psage padoT [8§—10], runmepuukiabl TeMOH-
CTPUPYIOT CIa0YI0 YCTOMYMBOCTD 110 OTHOIIECHUIO K
MyTalsIM, KOTOPBEIE MOTYT IIPUBOIUTH K pa3pyle-
HUIO CTPYKTYphl TUIlepLUKa. [ApyrumM MOTeHIM-
aJlbHBIM pellleHHeM Ilapagokca DilreHa SBISIeTCS
KOMOMHAIIMST €CTECTBEHHOI'O 0TOOpa M TreHeTHUYeC-
Koro apeiiga. CnyyailHble COOBITUSI peKOMOMHA-
LMY WIK OyIUIMKALUMW 9acTeil TeHoMa, MPUBOMASI-
IIKe K YMEPEHHOMY YBEJIMUCHUIO €T0 pa3Mepa, MO-
I'YT 3aKPEIUISIThCSI B MaJIBIX TTOMYJISIIMAX Oj1aromapst
reHetudyeckomy aperidy. Ilpu ycioBum mocraTtou-
HOI TOYHOCTHM MEXaHM3Ma PEIUIMKALIMK ITOg00HbIe
HebOoibllle M3MEHEHUS B pa3Mepe reHoMa He
YMEHbIIAIT 3HAYUTEJIbHBIM 00pa3oM MPpUCIOCO0-
JIEHHOCTb CUCTEMbI, OHAKO MPEAOCTABJISIOT TeHe-
THUIECKWII MaTepHrall IJIs SBOJIOLMKA HOBBIX ajari-
TUBHBIX (yHKUMNK. Cpean Takux QYHKLMA MOTYT
OBbITb MEXaHU3MBbI, ITOBBIIIAIOIIME TOYHOCTb PEIl-
JIMKAILIMKM, YTO OTOABUIaeT CHUCTEMY OT «OOphIBa

BUOXNUMUA tom 87 BeII. 1 2022
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Puc. 1. Huxn JapsuHa—3iireHa (Darwin—Eigen cycle). Mo-
IGUIIMPOBAHO 110 [3]

DiireHa» 1 obecneYnBaeT HeOOXOAUMBIN ITOTeHIIH -
ajl K JajibHelIleMy YBEIUYEeHUIO 00bEMa KOAUpYe-
Moii nHdpopMauuu. TakuM o6pa3oM, LIMKII MOBTO-
psieT cebs B CIIMpajbHOM MPOTPeCcCuu, IIPUBOII K
HEIPEPLIBHOMY YBEJIMYEHUIO pa3Mepa reHoma [6].
JlaHHast cucTeMa C ITOJIOXKHUTEIbHOM OOpaTHOM
CBSI3BIO MOYYMJIa Ha3BaHUe LIMKJIA JlapBuHa—Dii-
reHa [3] (puc. 1).

OCHOBHOI1 TTPO6IEMOI paccMaTpUBAEMOM TEO-
pMU OCTa€TCs BOIIPOC O MepBOHAYaJIbHON MHUIIMA-
vy nuKiIa JlappuHa—3DiireHa, T.e. KaK UMEHHO ObI-
JIa JOCTUTHYTa HaMMEHBIIAsI CIOXHOCTH T'€HOMA,
HeoOXxomumMasl IJisl TIpUueMIeMol peruimkanun. Ja-
K€ B HaME€Hee TOYHBIX COBPEMEHHBIX CHUCTEMaXx,
TaKMX KaK BUPOHUABI (TOYHOCTh MEXaHM3MOB perl-
JIMKALMK cocTasiseT Beero ~1072 [11], T.e. B cpen-
HeM ofHa omnoka Ha 100 HyKJIEOTUIOB), perIMKa-
1Sl KaTaIU3UPYeTCs CIOXHBIMU OEJKOBBIMU II0-
JIMMepa3aMu, KOTOPEIE, B CBOIO ouepedb, CUHTE3M -
pYIOTCS B pe3yJibTaTe TPAHCISILUM TPU yJacTUU
CJI0XHOIO0 ¥ MHOTOKOMIIOHEHTHOI'O PUOOCOMHOTO
armmaparta. Koonin 1 Novozhilov [12] pemioxwmm
clieAyloliiee peleHrne KaxXyIerocs napamokca rnep-
BOHAYaJIbHOM MHMLMAMKM UMKiIa JlapBuHa—3iire-
Ha: TPaHCJSINS B APEBHUX CAMOPEILIALUPYIOIIX-
¢S CUCTeMax MOIJIa 00eCITeunBaThCs KOMIIOHEHTA-
MM HEOEJTKOBOrO MPOUCXOXIEHUSI, a WHULIUALINS
HuKiaa mpousoinnia B yciaoBusix mupa PHK. Tlpu
3TOM, nomuMo Tunote3bl PHK-Mupa, cyliecTByior
JIpyryue TEOpWH, OINMCHIBAIOIINE B KA4eCTBE POIO-
HavanbHbIXx JIHK, Hykmeomporeunbl, OeaKu WIN
IperoJiaralonme ux Kospomouuio. PaccMorpum
BO3HUKHOBEHME aIrnapaTa TPaHCIISILUN U PeIlInKa-
LIMM B paMKax 3TUX TEOPUIA.

BUOXUMHUA Ttom 87 BRII. 1 2022

PHK-MUP

Tunore3za PHK-Mupa gaBasiercsa HanboJsiee 1Iu-
POKO IIPUHSATON Maeeii BOSHUKHOBEHUS XU3HU Ha
3emie. Rich [13] B 1962 . BiepBbIe MPeIOXKII Ha-
JrMuyue sH3uMaTudeckoi aktusHoctu y PHK, 3atem
Crick [14] u Orgel [15] B 1968 . mIpeanoaoXWIH,
YTO MCXOJHOW MOJIEKYJIOM IJIs1 BO3HUKHOBEHUS
xku3Hu Momia siBisatbess PHK, a Gilbert [16] BBER
yaauyHbiii TepMuH «Mup PHK» B 1986 1. mocie Toro,
Kak OblJla JOoKa3aHa 3H3UMaTUYecKasi aKTUBHOCTb
PHK [15]. Knaccuueckass BepcUsl 3apOKIEHUS
ku3Hu B pamkax PHK-Mupa 3akirouaercs B nepBo-
HavyaJlbHOM CHHTe3€ U CIyYalHOU MoJuMepu3aluu
HYKJIEOTUIOB, KOTOPhI€ IPUBEIU K 00pa30BaHUIO
ITYJIOB OJIUTOMEPOB PEILIUIUPYIOIINXCS HYKJISMHO-
BBIX KMCJIOT; pEKOMOMHALIMOHHBIE COOBITHS ITPUBE-
JIM K 0o0pa3oBaHUIO 0oJjiee IJIMHHBIX OJUTOMEPOB,
KOTOpPBI€ CKJIANBIBAIMCh B CTPYKTYPHI pa3IdyHOMI
CJIOXXHOCTH W 00pa3oBBIBaIM (DepMEHTAaTUBHO aK-
TUBHBIE pUO03MMEIL. 1o Mepe yBeJIUYeHUS CIIOX-
HOCTM TIOJMHYKJIEOTUIOB BO3HUKAIM TEpPBbIE
PHK-pennukasbl, 00pa3oBbIBAIMCh OOOJIOUKU, U
9TO MPUBEJO K TOSBIEHUIO MPOTOKJIETOK CO CIIO-
CcOOHOCTBIO K 3BoJouMu [17].

CBugerenbcTBOM B nonb3dy PHK-mmpa cramo
OTKPBHITHE Pa3HOOOpa3HBIX PUOO3MMOB, KOTOPHIC
MOTJIM OCYILECTBIISITh BCIO OCHOBHYIO «paboTy» Ha
3ape 3apoxaeHus ku3Hu [18—21]. O6HapykeHHbIE
puOO3UMHBIE AKTUBHOCTA MOIJIA OBl CBUICTEIIb-
CTBOBaTh 0 ToM, uTo MMeHHO PHK urpanu posib 610-
JIOTUYECKMX KaTaJIu3aTOpPOB B paMKaxX TUIIOTE3bI
PHK-mupa. 1 HecMOTpsi Ha TO YTO MPUPOIHbIE
PHK-pennukassl 10 CUX NOp He ObUIM HaWIEHBI,
CYIIIECTBYIOT UCKYCCTBEHHO CO3JIaHHbIE pUOO3UMBI
co cBoiictBamu PHK-nonumepasbl auctpuOyTUB-
Horo Ttrta [22, 23].

M3BecTHO, YTO CaMbIMU KOHCEPBAaTUBHBIMU CY-
LIECTBYIOIIIMMU T€HAMU SIBJISIFOTCS T€HbI TPaHCIsSI-
mun [24]. Pubocomunie 6enkm, TPHK u aaRS§, a
TakXe OeJKOBbIE (PaKTOpbl, KOTOPbIE YYaCTBYIOT B
WHULIMALWHT, JIOHTALIMU U TePMUHALMU, 00J1aJai0T
YIUBUTEJIbHO KOHCEPBAaTUBHBIMU CTPYKTypaMU U
YHUBEPCAJIbHbI IS BceX BUIOB [25, 26]. Ob1as ko-
poBast pPHK, koTtopast siBasieTcs rnaBHBIM (PyHK-
LIMOHAJIbHBIM KOMIIOHEHTOM PHOOCOMBI, KOHCEp-
BaTUBHA Ha MPOTSKEHUM BCell (pMIOTEHETUYECKOM
ucropuu [27, 28], npu 3TOM COXpaHsIeTCs KaK Mmoc-
JIEIOBaTebHOCTb, TaK U BTOPUYHAS, U TPETUYHAs
CTPYKTYpHI [24].

IIpu aToMm B Teopuu PHK-mupa ects psig Hepe-
EHHBIX TTpoosieM [29—31]. Tak, apryMeHTOM Mpo-
TUB TeopuH siBisieTcs To, yTo PHK cimikom ciox-
Ha, 9YTOOBI BO3HWKATh de novo B TIPeOMOTHMIECKOMN
cpene. B yacTHOCTH, €CTh CJIOXKHOCTH C aOMOTHYEC-
KUM CUHTE30M NUPUMUIMHOBBIX PUOOHYKJIEOTH-
nmoB [30, 32, 33], HecTtabmibHOCTEIO MosteKynT PHK
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U UX BBICOKOU UYBCTBUTEIBbHOCTBIO K pH M Hamu-
yuio noHOB MarHus [29]. Kpome Toro, mjis cyiect-
BoBaHMs U 3Bomounn PHK-Mmupa cymecrByer psa
OrpaHUYEHUIT 10 (PUBNYECKUM YCIIOBUSIM: HEOOXO-
numo Hannuue PHK-ancopbupyroimx mnoBepxXHOC-
Tei, PEryJISIpHBIX IIUKJIOB IOACYIIMBAHMs/yBIaX-
HEHUSI, HarpeBaHUs/OXJIAXIECHUsI, 3aMOpakKUBa-
HUsI/OTTaMBaHUs, a TakKe MEXaHU3MOB 3alllUThI
PHK ot xocmuueckoro mznydeHus [34]. Cymect-
ByeT W IIpolJyieMa XUPAIBbHOCTUA MPU PEIUIMKALINU
PHK [35]. HykieoTunbl U uX NpeAlieCTBEHHUKHU B
MMpeOMOTUYECKOM MUpPE CYIIIECTBOBAJIM, BEPOSITHO,
KaK paneMudeckasi CMeCh IIpaBO- U JICBOBpaIllalo-
IIMX MOJIEKYJ, W BKJIIOYEHUE ITPOTUBOIOIOXHO
Bpalllalolllero HYKJIeOoTHIa B liellb Hapyllaao Obl
PpeIUIMKALIHIIO.

HanéxHocTh peruiMKaluum sIBasieTcs eilé oqHoi
npoonemoit PHK-Mupa: mockoiabKy TOYHOCTh ca-
mocbopku PHK Hu3kasi, konuecTBo olIMOOK yBe-
JIMIMBAETCS 110 MEpe YIIMHEHUS LIeTel, U Kb
noBTopsitoTcsad. HakorieHue olmmOoYHbBIX MOJIEKY
B KOHEYHOM MTOIe MOTJIO OBl IIPUBECTU K TUOeIn
Bceit cuctembl [30]. bombImoit mpobiemMoit SBisieT-
cs TaKkKe HU3Kas IIPOLIECCUBHOCTh ITpealioiarae-
Mol apeBHeit perumkanuu monekya PHK. Kpome
TOT0, IIPX PACCMOTPEHUM CAaMOIIPOU3BOJILHOM per-
JIMKALIM MAaTPUIl CKOPOCTh MX 00pa30BaHMS CO-
MOCTaBMMa CO CKOPOCTBhIO WX Jerpagauuu [36].
YacTp mapagoKCOB, CBSI3aHHBIX C HAaKOIUIEHUEM
OIMOOK, MOXET OBITh pa3pellieHa, €CJIM IIPEAIION0-
xutb, uto PHKoBasg PHK-nonumepasa cocrosna
U3 HECKOJIbKMX YacTel, Kaxaast U3 KOTOPbIX OTHO-
CHUTENIbHO KOPOTKasl, a cOOpKa OCYIIECTB/ISLIACH 3a
CU€T cnapMBaHMsS. DTO MOILJIO ObI TTOBBICUTH BEPO-
SITHOCTh 0€30ILIMO0YHON pernauKaluuu @parMeH-
TOB, a 3HAYUT ¥ 00pa30BaHUs MOJHOLIEHHBIX KOMII-
JIEKCOB U, TI0-BUAMMOMY, MOIJIO CIeJIaTh Oonee (-
¢deKTUBHBIM 0TOOP. OJHAKO MOA00HbBIE MOIUMEpa-
3bl HE ObLIM OOHAPYKEHBI WX TTOJYyYEHbI SKCIIepU-
MEHTaJIbHO.

[NostBieHne CMBICIOBBIX 1IETIOYEK OOJBIIOTO
pa3Mepa Takke CI0XHO 00bsICHUTL B paMKax PHK-
mupa [30]. DTOT MOMEHT MOKHO MTPOUJIITIOCTPUPO-
BaTh Ha IIPpUMeEPE CAYyYaHOIO IMPOUCXOXKICHUS PU-
0o3umHol PHK-monumepassl: mosiBieHUE He-
ckonbkux PHK-monmmepasHbIXx pubO3MMOB I10-
TeHLMAJIbHO BO3MOXHO, OMHAKO OHM OYIyT 3aHM-
MaTh JIMIIb HE3HAYUTEIbHYIO JOJII0 OT OIPOMHOTIO
KOJIMYECTBA BEPOSTHBHIX I10CIEI0BaTEIbHOCTEMH
PHK [36]. Takum oGpa3om, hGopMUpOBaHUE 3HAYM -
MBbIX (PYHKIIMOHAJIBHBIX OJIMHYKJICOTHIOB CTyJaii-
HBIM 00pa30M KaxkeTcsl MaaoBeposTHBIM [30].

KpoMme Toro, xaranus siBJsSIETCS OTHOCUTEJIBHO
peakum cBoiictBoM PHK, a takke PHK wnmeer
CIIAIIIKOM OTpaHWYEHHBIN KaTaIUTUYECKUI perep-
Tyap [29]. HecMmoTpss Ha OOCTMKEHUSI B 00JacTU
MMpeOMOTUYECKON XUMUM, IO CHUX IIOp HE yIaIoCh

MPOAEMOHCTPUPOBATh HANEXKHYIO U HEIPEPHIBHYIO
camoperukauuio PHK 13 McXomHBIX MOAEKyl.
MNzonuposanHas PHK MoxeT oka3aTbCsl HegocTa-
TOYHBIM YCJIOBUEM JJISI TOTO, YTOOBI KaTaJM3UpPO-
BaTb COOCTBEHHYIO PEIUIMKALIMIO, U MOXET HYX-
JIaThCS B HAIMIMU 100 IPYTUX MOJIEKYJI, TU00 OI-
penenéHHBIX YCI0BUM OKpyXarolei cpeabl [11].
Tem He meHee Teopuss PHK-Mupa siBnsieTcst Hau-
0OoJjiee MPUHSTON TUIIOTE30M, B paMKax KOTOpOu
MPeII0XKEeHBI pa3IMYHbIe MOICIN 3BOJIIOINM KITIO-
YeBBIX KOMIIOHEHTOB PEIUIMKALIMN W TPaHCIISIIINT:
BO3HUMKHOBEHHUsI T'€HETUYECKOro Koja, oOpa3oBa-
aug Moiekyn MPHK, TPHK, aaRS, pu6ocoMm, a
TakxXe camoro MexaHusma perikauuu PHK.
IIpoucxoxaenue pemMKauuy B PpaAMKaxX T'HIoTe-
3s1 PHK-mupa. Hegepmenmamuenaa mampuunas
noaumepuzauyus Hykieomudog. CoriacHO ruInoTe3am
HedepMeHTaTUBHOM PEIIMKAIIUN, YIBOCHUE MOJIEe-
Kkyabsl PHK Moriio npoxoauTs ¢ MOMOILbIO JOCTpan-
BaHMS IIpaliMepa aKTUBHPOBAHHBIMU (HaIIpuUMeD,
WUMUIa30J0M) MoHomepamu [37, 38] wiau onu-
romepaMiu [39]. MexaHU3M, UCITOJIb3YIOIIUIA aKTH-
BUPOBaHHbIE MOHOMEPHBI, IMEET MHOIO OOIIIETrOo C
COBPEMCHHBIMM YHUBEPCAJTBHBIMH OMOJIOTMICCKI-
MU TipolieccaM (epMEHTATUBHOM peIUIMKallUun
PHK u JHK. BxcriepuMeHTaNbHO TIOKa3aHO, YTO
CKOPOCTh IIPMCOCAMHEHMSI aKTMBHPOBAHHBIX MO-
HOMEPOB K ITpaiiMepy 3HaYUTEJIbHO BEIIIE, YeM JIU-
rMpoBaHMe TIpalimMepa K ojJuronykiaeotuny [40].
[Ipu 3TOM OJIMTOHYKJICOTUABI MOTYT JOJITOE BPEeMsI
HaXOAUThLCS HAa MAaTPUIIS, ¥ HU3KAsI CKOPOCTh JINTH-
pOBaHMSI B TaKOM cllydae He OyAeT IpoOJIeMOid.
Cuuraercd, 49to 3¢p@PEKTUBHOE KOIMMPOBAHUE
JnuHHBIX MaTpull PHK MoXeT ObITh JOCTUTHYTO 3a
CU€T rUOPUAHOTO Mpolecca, B KOTOPOM OJIUTOHYK-
JICOTUIBl BHICTYNAIOT B POJIM IIpaliMepoB Ha He-
CKOJIBKMX CaiiTax Ha MaTpUIIe, a IIPUCOSIMHSIIOIIE-
Cs1 MOHOMEpPBI JOCTpaMBalOT MecTa IPOOeJioB,
MOCJIe Yero MpOMCXOIUT JIUTUPOBAaHUE BceX (par-
MeHTOB [38, 41]. T1pu 3TOM IIpU pacCCMOTPEHUN HE-
(epMeHTAaTUBHOM peIIMKALIY HEOOXOMMMO OTMe-
THTh, YTO TIPA TAKOM MeXaHU3Me MOTYT 00pa30BhI-
BaThCsI HE TOJIBKO IPaBUJIbHBIE CBSI3U MEXIY HYK-
neotugamMu (3'—5'), HO M CBSI3WM MEXIY <«HeIpa-
BUJIBHBIMU» THAPOKCUIIaMU prubo3bl (2'—5"). Kpo-
M€ TOI0, HU3Kasl CKOPOCThb TaKOM periuKalliu co-
IIOCTaBAMa CO CKOPOCTHIO JeTpagallii CUHTE3UPO-
BaHHoi PHK, uTo HakJtagbIBaeT 3HAYMTEIbHOE KO-
JINYECTBO OTPAaHMUYCHUI Ha 3Ty KOHIICITIIUIO.
PHK-kamaausupyemas penauxauus. KoHuern-
uusi PHK-Mupa moapa3ymeBaeT CylluecTBOBaHUE
pubo3uma, obaagaroiiero cpoiictreamu PHK-3aBu-
cuMoii PHK-nonumMmepassl, KoTopasi CMUHTE3UPOBa-
Ja 6n1 KommieMmeHTapHble PHK st Bocmpou3sBo-
CTBa JIOIOJIHUTEIbHBIX KOMUIi camoii cedst. O6paszo-
BaHUE CIIOCOOHOM K TaKOM aKTMBHOCTH MOJIEKYJIBI
PHK Morjo npoucxoauts no CiaeayiolieMy ClieHa-

BUOXNUMUA tom 87 BeII. 1 2022



MMPONCXOXKIAEHUE 1 5BOJIIOLNA TEHETUYECKOI'O KOJA 49

puto: 61arogapsi HecepMEeHTaTUBHOM perInKaluun
00pa30BBIBAIMCH IIOIYJISILIMY PETUTULIMPYIOIINXCS
PHK. Cpenu Hux HekoTopble PHK monyuyunu Obi
OoJiblliee paclpoOCTpaHEHUE B Cilydae, eClvi Obl OHU
obamanu 6osiee BHICOKO CKOPOCThIO BOCIIPOU3BO-
nctBa. TakuM 06pa3oM, MOT TIPOU30UTH OTOOP HaM-
OoJiee TTOOXOASIIMX MATPUYHBIX ITOCIEHOBATEIIb-
Hocteit 1 PHK, crocobOcTBytomuii yBeIn4eHNIO
a(deKTUBHOCTHU Tpoliecca perukauuu. Ipu npo-
JTOJKAIOLIEMCST CeJIEKTUBHOM JIaBIICHUM 3TOT IIPO-
1IECC XMMMYECKON peruiMKaluuyd OyneT BbITECHEH
OMOXMMMWYECKUM MPOIIECCOM perumnKaimu [38].

Bo3MOXHOCTh CyIIeCTBOBaHUS PUOO3UMHOM
PHK-nonumepa3ssl ObL1a TToKa3aHa B padoTe Bartell
u Szostak [42], KOTopbIe in Vitro BOCIIPOU3BE]IN 9BO-
mouuto 6onbiuoi nomnyiasuuu PHK co ciyyaitHbI-
MM TOCJIEN0BATEILHOCTSMU U B pe3yJbraTe 0ToOpa-
i pu6o3um PHK-nuraser pazmepom ~100 HyKIi1€o-
THIIOB, KAaTAIM3UPYIOIIUKM COESAMHEHUE NBYX CBSI-
3aHHBIX ¢ MaTpulleil oauroHykiaeotTuaoB [38]. Jla-
Jlee ObUTa TIpOBeleHA cepusl IKCIIEPUMEHTOB IO
3BOJIIOLUY in Vitro AJisl TipeoOpa3oBaHMs 3TOM Iura-
3pl B Hacrtosimylo PHK-nmonuMmepasy, koTopas
neiictByeT Ha oTaeabHoit MaTpule PHK. B pe3yib-
TaTe JaJbHEUIIel ONTUMU3AIUM PUOO3UMHON 10~
JMMepasbl ObljIa yBeJInYeHa IJIMHA CUHTE3UPYeMO-
ro pparMeHTa, CKOPOCTh MOJIMMepHU3aLuu, 3pdex-
THUBHOCTb PabOThI HA CJIOXHBIX MaTpUILaX U TOY-
HoCTb pubo3uma [38]. [TomydeHHBIN B UTOTE MOIN-
Mepa3HbIi pubO3UM ObLT CHOCOOEH AOCTAaTOYHO
OBICTPO CMHTE3MPOBATh MHOXECTBO CIOXHOCTPYK-
typupoBaHHbIX PHK [43]. TakuM o6pa3oM, 3Ta or1-
tumusupoBaHHass PHK-nonumMepasa morna kara-
JIM3UPOBATh peLMNPOKHBINA cuHTe3 Kak PHK, Tak u
€€ KOMIUIEMEHTapHO! Lienu, obecrieunBasl 3KCIo-
HEHIIMaJbHYI0 aMIUIM(PUKAIIMIO KOPOTKMX MAaTPHUIL
PHK B popme monmmepa3Hoi LIEITHOM peakinu, 1
KpOMe TOro, Obli1a CITIOCOOHA CUHTE3UPOBATh MOJH-
mepbl IHK na matpuiie PHK [44]. HecmoTpst Ha TO
yTo HamboJjiee ONTUMU3MpPOBaHHAs ¢opMa TaKOM
MoJIMMEPa3bl HE MOXET PEIUIMIUPOBATh JIMHHBIC
nociaenoBareabHocty PHK, ucciaemoBaTenu maH-
HOTO HaIIpaBJICHMSI 3BOJIOLUM peIuIMKauuu Joyce
u Szostak 1moararoT, 4YTo B KOHEYHOM UTOIe B 1a00-
patopuu Oynet paspadboraHa npoueccuBHass PHK-
periMkasa (MoJieKyJsdpHasi MallliHa, KOTopas
MIPOIBUTAETCS II0 IMOJUHYKICOTUIHON MaTpUIe U
BKJIFOYaeT MOHOMEPHI B PACTYIIYIO KOMIUIEMEHTap-
Hylo Lenb) [38].

IIpoucxoxneHne reHeTHYECKOro KOIAa B paMKax
runore3sl Mupa PHK. TeneTnueckuii kon rpeactaB-
JISIeT o001 crucTeMy, OTIPEACIISIONIYIO TPAHCISLIUIO
HYKJICOTMIHON MOCIeA0BaTeIbHOCTA HYKJIEHMHO-
BBIX KUCJIOT B aMUHOKMCJIOTHYIO TIOCJIEIOBATEIb-
HOCTb TIOJIMIIENITUAOB, W SIBIISICTCS IIPAKTUUECCKU
YHUBEpPCAJbHOU CHUCTEMOM XKUBBIX OpraHM3-
MoB [12, 45]. 3a pacimndpoBKy TeHETUYECKOTO KO-
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na Khorana u Nirenberg Bmecte ¢ Holley B 1968 1.
nonyyunn HobeneBcKyto peMuio o (GpU3MNoJI0Tun
n MeaunuHe. C MOMEHTa 3aBepIICHMS IIpoliecca
pacim@poBKM CTaHAAPTHOTO TeHETUYECKOTro KOJa,
B KOTOPOM IIPUHSUIM Y9acTUe HECKOJbKO UCCIE0-
BaTebCKUX Ipynn [46—49], MHOXECTBO UCCIEIO0-
BaTelieil OBIIM BOBJIEUCHEI B U3YyYEHUE €T0 CTPYKTY-
pbl U cBoOMcCTB. CyllleCTBYeT HECKOJbKO TEOpMi
MIPOMCXOXKIACHUS 3TON CUCTEMBI CTPOTOI'O COOTBET-
CTBHSI KOIMPYEMbIX aMUHOKHUCIIOT TPUILIETaM HYK-
JIEOTHIOB, KOTOPBIE He SBJISIIOTCST B3aMMOMCKITIOYAK0-
IIMMU, A, BEPOSITHO, OMMCHIBAIOT pa3HbIe 3Tallbl
(hopMHUpPOBaHMSA CTPYKTYPHI TEHETUIECKOTO KOIa.

Cmepeoxumuueckas eunomesa. CoraacHo cCTepeo-
XUMUYECKON TEOPUM, TEHETUYECKUN KO IOJKEH
OBIT BO3HUKHYTH OJjlarogapst GU3NKO-XUMUIECKIM
B3aMMOACHCTBUSIM MEXIY HYKJICOTUAAMU aHTUKO-
JTOHOB WJIM KOJOHOB M COOTBETCTBYIOIIIMMU aMUHO-
KHUCJIOTaMMU.

[T aKceprMeHTATbHOM TIPOBEPKU TMIIOTE3BI
CTEPEOXMMHUYECKOTO B3aMOIEICTBHS OblIa pa3pabo-
TaHa crienuanbHas mkana (aHri. PolarRequirement,
PR), orpaxaroniass pacTBOpUMOCTbE aMMHOKHUCIIOT B
MMMPUIUHE W eTO IIPOU3BOMIHEIX (aHAJIOraX MUPUMHU-
nuHa) [50]. Mcnonw3ya oty wmikany, Woese [51] mo-
Kazaj, YTO aMUHOKHUCJIOTHI CO CXOXXKMUMM 3HAYEHMSI-
mu PR, Kak mpaBuiio, KogupyoTCs pOACTBEHHBIMU
KOJIOHAMM, OOBIMHO — KOJOHAMHU C OIMHAKOBBLIM
BTOpBIM ocHoBaHMeM [50, 51]. C pa3BUTHEM TEXHO-
JIOTUIA MOJIy4eHHSI allTaMEPOB BOZHUKJIM HOBBIE ap-
TYMEHTHI B IOAAEPXKKY CTEPEOXMMUIECKOI TEOPUM.
B skcnepumentax SELEX ObL10 mokasaHo, 4TO
dpakuuu ciayyaiiHbix antamepoB PHK, oroGpaHn-
HBIX HA OCHOBE 1X CIIOCOOHOCTH CBSI3BIBATHCS C OIT-
peleleHHBIMU aMWHOKMCIOTHBIMUA OCTaTKaMH,
3HAYUTEJIbHO OOOrallleHbl COOTBETCTBYIOIIMMU
tpunneramu. Kpntnka skcnepumenToB SELEX
OOBIYHO CBSI3aHA C Te€M, UTO CIlelMdpUUecKrue cTa-
TUCTUYECKM 3HAUMMBbIE KOPPEJSILIMY ObLIN OOHaPY-
JKEHBI JJISI HE3HAUMTEIbHOTO KOJIMYECTBA aMUHO-
KHCJIOT, TIPX 3TOM B HEKOTOPHIX CIIyYasix ITOCIIeHI0-
BaTeJIbHOCTU OBLIM 000TAIlleHBI KOIOHAMM, a B IpYy-
rux — antukonoHamu [51—-55]. Kpome Toro, cpon-
CTBO OBLIO ITOKA3aHO JJISI AaMUHOKHCIIOT, OOJIBIIIMH-
CTBO M3 KOTOPBIX UMEJIO CJIOXHOE CTPOCHHUE U KO-
TOpbIE MOIJIM OBITh HEAOCTYITHBI JJIsI (popMUpOBa-
HUSI CTPYKTYpPhl T€HETHYECKOIro Koma Ha paHHMX
3Tamnax ero sposonuu [12, 45, 56].

B cepuy HemaBHO ONMYOJIMKOBAHHBIX ITPOTEOM-
HBIX MCCJIeNOBaHUI ObLIO YCTaHOBJEHO, YTO MPO-
¢dwm pacrpeneneHusI INIOTHOCTU NMUPUMUAVMHA B
nociaenoBarenabHOCTIX MPHK Koppenupytot ¢ rpo-
dunsamu pacnpeneneHus: 3HadeHuii PR, kogupye-
MbIX OelKoB. MHbIMU cioBamu, ydyacTku MPHK,
boratele MUPUMUINHAMUI, KOTUPYIOT YYaCTKH OeJI-
Ka, KOTOpbI€ IPOSIBIISIIOT BBICOKYIO CKJIIOHHOCTh K
B3aMMOJACHCTBUIO C MUMETUKAMU MMUPUMUAMHA, U
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Haoboport [51, 57—60]. HesicHO, omHaKO, MOIIN JIX
IpeIiojlaraeMble CTEPEOXUMUYECKIE B3aMMOICH-
CTBUS MEXITy HYKJIEMHOBBIMM KMCJIOTAMHU U TIETITH-
JlaMU, a He CBOOOAHBIMU aMUHOKHUCIIOTAMU, UTPATh
3HAYMMYIO POJIb B IPOMCXOXKAeHNU Kona [12].

H1st 00bsICHEHMST HAOII0IaeMbIX KOPPESILUiA B
paMKax CTepeOXMMUUYECKON THUIIOTE3bl pa3UYHbI-
MU aBTOpaMU ObLIO MPEII0OKEHO MHOXKECTBO MOJIE-
JIEH CTEPEOXMMUYECKOTO B3aMMOICCTBUS MEXIY
AMUHOKMCJIOTAaMM 1 HYKJICOTUIAMM HYKJIEMHOBBIX
KucioT [61—65]. CnemyeT OTMETUTh, YTO TOJIBKO
HEKOTOphIe M3 MpPEeMIOXKEHHBIX MEXaHM3MOB (Ha-
npumep, npennoxeHHblid Woese et al. [50]) moreH-
LIMAJIbHO CIOCOOHBI OOBSICHUTH MPOLIECC MPSIMOTo
¢opMupoBaHUs MOJUIIENITUAHON 11T Ha MaTPULIS
HYKJICOTUIHON MOCIEeIOBATeIbHOCTH, TaK KaK IS
BO3HMKHOBEHUSI MENTUAHOMN CBSI3M ObLIO HEOOXO-
IMMO B IEPBYIO ouyepenab 00ecreunuTh COMKEeHUE
aMMHOKHUCJIOT B IpocTpaHcTBe. CyliecTBeHHAas
pasHHIIa B pa3Mepax MeXIy HYKJICOTUIHBIMU
TpUIUIETAMH W AaMHWHOKUCJIOTaMH 3aTpPyIHSET
IIPOCTPAHCTBEHHOE COJMXEHWEe aMUHOKUCIOT B
Iporecce MpSIMOro MaTPUYHOTO CHMHTe3a. TeMm He
MEHee, HECMOTpPsI Ha CBOM HEIOCTaTKU, CTEPEOXH-
MuYecKasl TUIoTe3a MOXKET 3HAUYMTEIbHO OOJer-
YUTh IOHUMAaHUE TOTO, KaK MPOUCXOAMIO (hOPMH-
pOBaHVE W PaHHSIS 3BOJIOLMS T€HETUYECKOTO KO-
na [56].

Tunomesa pacuupenusa xooa. CiieHapuii 3BOJIIO-
oM Kona, mpemtoxkeHHbIn emé Crick [14], Bkimio-
yaja MNPUMHUTUBHYIO JIETKO PeIUIMLIUPYIOLIYIOCS
HYKJIEMHOBYIO KMCJIOTY, HECKOJIbKO HauboJiee 10c-
TYIHBIX aMUHOKKCJIOT 1 IIEPBUYHBIN KO, 0a3UpyI0-
muiica Ha aByx ocHoBaHusx. Crick monaran, 4to
JIByX OCHOBaHWI MOTJIO OBITb JOCTATOYHO IJI KO-
IMPOBaHUS OTPaHMYEHHOTO pelepTyapa aMHUHO-
KHCJIOT B COCTaBe HPUMUTUBHBIX OelkoB. Ilpu
3TOM KOJIOH JOJIKEH OBbLT OCTaBaTbCSl TPUILIETHBIM
Ha TIPOTSLKEHUM BCEH SBOMIOLMU T€HETUYECKOI'O
KoOma, TakK KaK HapylleHHe IPUHIIMIIA HEIPepPhIB-
HOCTH KOJia C BBICOKOW BEpPOSTHOCTHIO OKa3ajioCh
OBl JIETAJIBHBIM Jaxe 1711 IPUMUTUBHOTO OpraHu3-
ma. Woese et al. [50], ocHOBBIBasiICh Ha TaTTepHAaX
KJIacTepHU3allud aMUHOKMCIIOT, HaOJIogaeMbIX B
CTPYKTYype CTaHIApPTHOrO IeHETHMYECKOTOo Koja,
BBIIBUHYJI TUIIOTE3Y O TOM, YTO IPUMUTHUBHBIN KOJ
MOT 00JI1aIaTh HU3KOM CIIEIU(UIHOCTBIO: OTHEIb-
HbI€ TPUILIETHl KOAWPOBAIU TPYIIIEl XMMUYECKU
POACTBEHHBIX aMUHOKUCJIOT, IpU 3TOM CHUCTeMa
pacno3HaBaHMsI 0a3uMpoBalach Ha OJHOM OCHOBa-
Hun. TakuMm o6pa3oM, IPUMHUTUBHEINA KO, BEPOST-
HO, o0yaman ropasfgo 0oJjiee BBICOKON CTEMEHbIO
BBIPOKACHHOCTH U XapaKTepPU30BaJICS OTHOCUTEIIb-
HO HM3KMM ITOTEHIIMAJIOM KomupoBaHUs. JlaHHBIE
MpeacTaBJIeHUs] ObUIM Pa3BUTHI B MOAEIMN «2-1-3»
[66], KoTOpas mpemiarana clieHApUil pacIIUPEHUS
T€HETUYECKOTO KOJIa I YBEIMYCHMSI €ro pa3pelnaio-

IIEH CITOCOOHOCTH ITyTEM IOCIeA0BaTEIbHOTO Ha3-
HavYeHMUSI CIIeI(pUIHOCTH BTOPOMY, 3aTEM IIEPBOMY
1, B HEKOTOPHIX CIIy4asix, TPeTheMy HYKJICOTUIY KO-
JIOHA.

Memaboauuecxkaa meopusa. Teopysi KO3BOIIOLIUUN
(MeTabosnueckas Teopus) Wong [67, 68] yrBepxaa-
€T, YTO CTPYKTypa CTaHAAPTHOTO KOJla OTpaXkaeT Iy-
TH OMOCHUHTE3a aMMHOKHUCIOT. OH pa3meuy Bce
IMPOTEMHOT€HHBIE AMUHOKMCIIOTH HA aMUHOKMCIIO-
TBl TIPEOMOTUYECKOTO TPOMCXOXICHUS — aMUHO-
kuciiotel @azel 1 (Gly, Ala, Ser, Asp, Glu, Val, Leu,
Ile, Pro u Thr) m aMMHOKUCIOTHI, BO3HUKIIINE B pe-
3yJbraTe OMOCHHTE3a U3 IPEOMOTUYECKMX — aMHU-
Hokucnotel Paser 2 (Phe, Tyr, Arg, His, Trp, Asn,
Gln, Lys, Cys u Met) [67, 68]. OcHOBBIBasiCh Ha Cy-
IIECTBYIOIINX MPEACTaBIeHUIX 0 OMOCHHTE3e aMU-
HOKHUCJIOT, Wong MpeiIoXu CIEeAYIONIIYyI0 CXeMY
SBOJTIOLINY OMOXUMUYECKUX ITyTel CHHTEe3a aMUHO-
kucaot Paspl 2 U3 MyTeil CMHTE3a MX HPEAIIeCTBeH-
HUKOB, T.e. aMuHOKuUciior Mas3er 1: Ser — Tip,
Ser — Cys, Val — Leu, Thr — Ile, GIn — His,
Phe — Tyr, Glu — GIn u Asp — Asn [68]. Ilo ero
MPEIITOOXKEHIIO, BO3HUKAIOIIASI B CUCTEME T'eHe-
TUYECKOTO KOJa aMUHOKMCJIOTa HacliefoBajia KO-
JIOH CBOEro IpeainecTBeHHMKa. Kputnka Teopuu
KO2BOJIIOLIMU «KOJI-ITyTh» Wong oTpaxkeHa B pabo-
tax Amirnovin [69] u Ronneberget et al. [70].

Teopus «3amopoxcennoii caywaitnocmu». Cornac-
HO COBPEMEHHBIM IIPEACTaBICHUSM, pacllIupeHue
CHCTEMBI TeHETUYECKOT0 KOoa 10 OIMCAaHHOMY BbI-
e ClieHapuio ObLIO BO3MOXHO TOJBKO B Cilydyae
KOAMPOBaHWS HE3HAYMTEIBLHOIO KOJMYecTBa Oel-
KOB, XapaKTepU3YIOIIUXCSI OTHOCUTEJIBHO IIPOCTOM
cTpykTypoii. Ilo Mepe 3BOIOIMOHHOTO Pa3BUTHUS
OPTraHU3MOB YCIIOXKHSIIMCh KaK CTPYKTypa U CIIeI-
GUIHOCTb PYHKUMN KOTUPYEMBIX OCJIKOB, TaK U UX
penepTyap. B KoHeYHOM UTOTe HOJDKEH OBLI HACTY-
MUTh MOMEHT, KOT/Ia JTI000e HE3HAUUTETbHOE U3Me-
HEHME B CYIIECTBYIOIIEH CUCTeMe KOINMPOBaHUS U
BBEACHME HOBOM aMMWHOKMCJIOTHI IPUBOIMIO OBI K
KPUTHIECKOMY HApYIICHUIO IEPBUYHON CTPYKTY-
pBl 3HAYMMOTIO KOJMYECTBAa KOAUPYEMBIX OeJI-
KoB [14]. TakuM obGpa3oM, HaOIOgaeMasi BbICOKast
KOHCEPBAaTUBHOCTh CTPYKTYPHI T€HETUIECKOIO KO-
Jla o0yCJIOBJ/IeHa IaBJIeHEM OTPUIIATEIbBHOTO OTOO-
pa, cuja KOTOpOro yBeJIWYMBaiIach 1o Mepe yCao0Xk-
HeHus cucteMbl [14, 45]. CooTBEeTCTBEHHO, B Ka-
KOI-TO MOMEHT KOJ IepecTal HaKalJINBaTh U3Me-
HeHus, W, oOcyxnas 3Ty mpobiemy, Crick [14]
MNPEIOXKUII TEPMUH «3aMOPOXEHHOM CIydaliHOC-
™™» (aHTI. «frozen accident»).

Teopua munumuszauyuu owubor. Crick [14] u
Woese [71] monaranu, 4yto hopMUpoBaHUE HAOIIO-
JaeMOl CTPYKTYPhl CTaHIZAPTHOI'O I'€HETUYECKOIO
Kofa MPOUCXOIWJIO CIydyallHbIM 00pa3oM U He
BKJTIOYAJIO KaKMe-JIM0O MEXaHU3MbI ONITUMM3AIIAMN.
OnHaKo 3TO IIJIOXO COoTIacyeTcs ¢ TeM (PaKTOM, UYTO
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CTaHIAPTHBIA T€HETUYECKUI KOJ XapaKTepU3yeTCs
BBICOKOM CTEIICHBIO YCTOMYMBOCTH K OIIMOKaM (B
YaCTHOCTH, CHHOHMMUYHEIC 3aMEHBI, KaK IIpaBU-
JIO, He TIPMBOMASAT K HAPYIIEHUIO CTPYKTYPHI KOIM-
pyeMoro 0eKa; KpoMe TOro, 3aMeHa IIepBOro HyK-
JICOTHIIA B KOJOHE YacTO IPMBOAUT K BKIIOUCHUIO
AMUHOKMCJIOTBI CO CXOXUMH (PU3NKO-XUMHNIECKH-
MU CBOMCTBaMM). YCTOMUMBOCTH KOJAa K OLIMOKaM
ObLIa MOATBEPKIACHA B MHOTOUYMCICHHBIX 3KCIIEPH-
MeHTax in silico [56, 72, 73]. Belio mokasaHo, Ha-
NIPUMEDP, UTO BEPOATHOCTh JOCTUYb aHAJOTUYHOTO
YPOBHSI MUHMMU3ALIMU OLIMOOK MYTEM CIIydalHBIX
IepecTaHOBOK KOJOHOB CTaHIAPTHOTO TeHEeTUYeC-
Koro koja cocrasiuser MeHee 107° [56]. Bricokas
YCTOMYMBOCTb CTAaHIAPTHOTO I'€HETUYECKOro Koja
K TPaHCJSAIIMOHHBIM OIIMOKAM CTajia IJIaBHBIM ap-
TYMEHTOM B II0JIb3y Teopur (OPMHUPOBAHUS KOIa
MOJ JaBJIECHEM eCTeCTBEHHOIo oToopa. Teopus mo-
JIyuujia Ha3BaHMWE TEOPUU MHUHUMU3ALMU OIIM-
0ok [12, 45]. B uccaegoBaHuM aganTUBHOTO JaH/I -
madTa TeHEeTUYECKOTo KOJa aBTOPhI M3YUMIIN BO3-
MOXHYIO 9BOJIIOLIMIO YCTOMYMBOCTU T€HETUYECKOTO
KOZa K TPaHCSIIIMOHHBIM OIIMOKAM M MOITBEPIU-
JIM TUTIOTE3Y O TOM, YTO DBOJIIOLMS CTAaHAAPTHOTO
TeHEeTMYECKOTO KOojia MOIJIa BKJIoYaTh B ce0sl cTa-
JIHIO €0 YaCTUIHON ONTUMM3ALNK C LIeJIbI0 MUHM-
MU3UpoBaTh 3P@EKT MyTalMii, BO3HUKAIOIINX B
npouecce TpaHcasuuu [73].

Takum o0Opa3oMm, clieHapuii BO3HUKHOBEHUS
COBPEMEHHOM CHCTeMBl KOOWMPOBAHMS, Ha3bIBae-
MO CTaHAAPTHBIM T€HETUYECKUM KOIOM, MOT
BKJIIOYATh CAEAYIOIIME CTaAUM: Ha 3Tarle, Koraa myJj
MIPOTEMHOTEHHBIX aMUHOKUCJIOT XapaKTepH30BalI-
CS1 HEBBICOKMM pa3zHOOOpa3neM, Ha3HAaUYeHHE KO0~
HOB MOIJIO ONIPENEIISIThCS OMHUM WM ABYMSI HYKJICO-
TUIAMM, COIVIACHO CTEPEOXMMHUYECKMM B3aMMO-
IEVCTBHUSIM; 3aTeM II0 MEpE YBEIMYCHMS ITOCTYII-
HOCTM aMWHOKMCJIOT 3BOJIIOLUS IIPOMCXOAMIA TI0
IMyTU pacIlIMpeHMs] KoJa U yBEIMYEHUs Crielpud-
HOCTA KOAMPOBAHMS, IIPU 3TOM OMOXMMUYECKU
POINCTBEHHBIE aAMMWHOKMCIIOTHI KOAWPOBAIUCH
POACTBEHHBIMU KOJOHAMM; IO MEpPE YCIOXHEHMS
KOJIUpyeMbIX 0€JIKOB KO/ ObLT ONITUMU3MPOBAH Ta-
KM 00pa3oM, YTOOB MUHHUMHU3MPOBATh BO3MOX-
Hble OIIMOKM TPAHCJSIUNMW, W, B KOHIIE KOHIIOB,
KOrja Jro0ble U3MEHEHUs B CUCTEME YCTOSIBIIIEIOCS
COOTBETCTBHUS aMHMHOKMCJIOT KOJOHAM MOTLJIM CTaTh
JIETAJIBHBIMM JIJISI OpraHu3Ma, KOJ OBLI «3aMOpO-
>K€H» B €ro0 JIOKaJJbHOM COCTOSIHMU, a €TI0 JaJbHeu-
IIasi 3BOJIIOLIMS CTajla HEBO3MOXHOM 3a peaKUMU
HUCKITIOUCHUSIMHU, YTO OOECIIEUMJIO HAOII0ZaeMyIO
YHUMBEpPCaJbHOCTh 'eHeTUYecKoro Koma. Ha ceron-
HSIIHUA JeHb OBICTPOpa3BUBAIOIIASICS CUHTETH-
yecKast OMOJIOrus yxXe 00IamaeT HHCTpyMEHTaMU 1
TEXHOJIOTUSIMU, KOTOPEIC ITO3BOJISIOT MOIU(MUIIM-
poBaTh CTaHOAPTHBIM TeHeTUYeCKuil Kom [74].
JanbHeiillre uccienoBaHus B 3TOl 0071aCTH TOMO-
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I'YT YIJOyOUTh Hallle TOHUMaHUe MEXaHU3MOB 3BO-
JIFOLIMY KAHOHMYECKOTO KOJIa.

Bo3nukHoBenue pasHooOpa3msa moiaekya PHK.
Monekynbl PHK sBisiIoTCS LIEHTpaJIbHBIM 3BEHOM
npoliecca nepegadyn HHPOpPMaIuM OT TeHOB K Oell-
kam (MPHK), ¢dyHKIIMOHMpOBaHMSA caMOro Mexa-
Husma tpaHcasauuu (pPHK u TPHK) u ocymect-
BJICHUS pa3/IMYHBIX PETYISATOPHBIX (YHKUMI (pa3-
JmuHbIe Kitacchl Hekoampytommx PHK). s dop-
MUPOBaHUSI COBPEMEHHOI TpaHCIATOPHON CHCTe-
MBI B IIPOIIECCE SBOTIOLUHN JTOJKHBI OB BOZHUK-
HYTb MpealIeCTBEHHUKY 3TUX MOJIeKyJI. Tak, B psiae
TUITOTE3 IIPEIIaraloTCsl MOIEIIH IIOC/IeI0BaTeIbHbBIX
npeobpazoBaHuii MojieKyal PHK, B xome KoTophix
c(OpPMUPOBAIUCH CTPYKTYPhl, BBINOJHSIOLINE
¢y MPHK, TPHK u pubocom.

Teopus pexomounupyrowuxca PHK. B pamkax
PHK-Mupa cyiiectByeT rumore3a, BbIABUHYTast
CrnmpuHbIM [75], B KOTOpO# mpeAriojiaraercsi, 4To
IIEPBUYHBIN TPAHCSIIIMOHHBIN aniiapaT BO3HUK 10
MOSIBJICHUS arapaTa SH3MMaTUYeCKOM peIIiKa-
LIMYM TeHeTUYECKOro MaTepuasa U 0a3upoBasCs Ha
HECKOJIbKUX Buiax cneuuanusupoBaHHbix PHK.
CornacHo 3Toil runoTe3e, MHOroo0pa3rue MOJIEKYI
PHK, B TOoM uncie MojieKya ¢ puOO3UMHOM aKTHUB-
HOCTBIO, JIOCTUTaNOCh Ojarogapsi peKOMOMHALIU
BCJIEACTBHE CIIOHTAHHON HEIH3MMAaTUICCKOM
TpaHCcACTepUPUKALIMK aOUOTeHHO CUHTE3UPOBAaH-
HBIX OJIMTOPUOOHYKJIEOTHUIOB. biiarogapss Taxkoit
pexoMOurHauuy KopoTkux Mojekya PHK, komrue-
MEHTapHO CBSI3BIBAIOIINXCS C MOJMHYKICOTUIHOMN
MaTpULEi, TPOUCXOOUSIO O0beNUHEHNE (PparMeH-
TOB M MNepBUYHOE pa3zMHoOxeHue Mosekyn PHK.
A ¢ mosiBIeHreM pUO03MMOB C ITOJIMMepPa3HOl aK-
THUBHOCTBIO 3P (PEeKTUBHOCTh PEIUIMKAIINM TOJKHA
ObLTa 3HAYUTEIBLHO Bo3pacTaTh |75, 76]. CormacHo
IaHHOM ruroTe3e, pekomOuHaiusl mojiekyal PHK
MNpYBOAKMJIA K 00pa30BaHUIO TTIEPBUYHOIO TPAHCISI-
LIMOHHOTO anmnaparta: mporo-MPHK, Habopa npoTto-
TPHK, KaTanutuyeckyu akTMBHOI MPOTOPUOOCOM-
Hoii PHK c¢ mentumuiatpaHcdepa3sHoil aKTUB-
HocThlo U TipoTtopudbocoMHoit PHK, cmocoOHoit
B3aMMOJEHICTBOBAaTh OJHOBPEMEHHO C KaTaJlUTH-
yeckoit mporopudocomHoirt PHK, nmporo-MPHK u
npoto-TPHK. Bra cucrema yxe Moria ocyluecTt-
BJISITh MEPBUYHYIO TpaHcasauuio [75]. B manbHeii-
IIeM 3Ta TMIIOTe3a Pa3BUJIACh B IIPEAIIOIOXEHUE,
YTO TOJbKO PEKOMOMHALMI MOJUPUOOHYKICOTH-
JIOB HEAOCTATOYHO AJIS1 TTOSIBJIEHUST U DBOJIIOLIAM Ka-
taautndeckux PHK, u cHayana mo/KHBI BO3HUK-
HYTb HYKJIeo3uaTpudocdaT3aBUCUMbIe XEIUKAa3bl
Ha ocHoBe PHK [76]. Takue pubo3nMHBIE XETMKA-
3Bl MOTJIM OBITH CITOCOOHBI PACKPYUYMBATh CTA0MIIb-
Hble nByxcnupaibHbie PHK, Hen36exHo obpasyro-
mecs B npouecce cuHTe3a PHK Ha komMmiemeH-
TapHBIX MaTpuLax. biarogapst 5ToMy MOT BO3HMK-
HyTb MexaHu3M perinkauuu PHK ¢ ucnonab3oBa-
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HueM aByxcrmpaabHbix PHK, 4To monoxuiao Haya-
JIo O6bICTpOi 3BomoLMu ApeBHero mupa PHK [76].
MoXHO Tpeanoa0XuTh, YTO 0Opa3yloluecs Iemn-
THIIBI, HE TaK V3K U HEOOXOAMMBbIE JUISI TAKOTO MUpa
pexomouHupytomuxcss PHK, morinu ctabunuzupo-
Bath PHK, 3amuinast or ruapoausa v noTepu mpa-
BUJIBHOM MTPOCTPAHCTBEHHOM CTPYKTYpHI [77].

Teopua npamoeo xoouposanus PHK-mampuueii.
CaMBIif TTPOCTOM CITOCOO KOIWPOBAaHUS TTENITUIOB
no mwabjsoHy PHK 3axiioyaetcst B HEIMoCpeaCTBEH-
HOM MOCJeIOBaTeIbHOM CBSI3bIBAHUM aKTUBHPO-
BaHHbIX aMuHOKUcJIOT Ha martpuue PHK. Takoit
MeXaHu3M IIpemIoxkeH Yarus et al. [52, 53] B Teopun
npsmoro komupoBaHusgd PHK (anrn. Direct RNA
Template, DRT) 1 ocHOBaH Ha cTepeOXUMHNYECKOM
TUMOTe3¢ BO3ZHMKHOBEHMS TE€HETUYECKOIO KOja.
CornacHO 3TOI MOIIE, aKTUBUPOBaHHBIE aMUHO-
KHCJIOTHI HETOCJIEI0BATEIbHO CBSA3bIBAJIMCH HETTOC-
peacteeHHo ¢ PHK-matpuneit (puc. 2, a). Bzaumo-
NIEICTBYE aMUHOKHUCJIOTHI IIPY 3TOM MOIJIO OBITh
KakK ¢ Mocea0BaTeIbHOCTbIO KOJOHA, TaK U ¢ TOC-
JIeIOBaTeNIbHOCTBIO aHTUKomoHa. Marpuna PHK
IIpeCTaBIIsIa CO00I alTaMepOoI00OHBIE CTPYKTY-
PHI, pacIO3HAONIe aKTUBUPOBAHHBIC aMUHOKIC-
Jnotel (puc. 2, a; 6, 4yactb [I). CtepeoxuMnyeckoe
B3aMMOEHCTBUE OIpPEACIEHHBIX aMHUHOKHUCIOT C
matpuueii PHK conpoBoxaanock oOpazoBaHUEM
MENTUAHON CBSA3U JTUOO XMMUUYECKUM, 100 prubdo-
3MM-OIIOCPEIOBAaHHBIM KaTaJIu30M, KOTOPBIM OCy-
IIECTBIISLICS MJIX 3a CYET aKTUBHOCTH CaMOIl Mat-
puuibl DRT, niau peann3oBbIBajICSI CTOPOHHUM pU-
6o3umoM [58]. Tak, akTMBUpPOBaHHbIE AMUHOKMUC-
JIOTHI TIOJIMMEPU30BAINCEH, U (DOPMHUPOBAJICS KOIM-
pyembiiit DRT-nentua. Ha cienyroiieM 3tare cuc-
tema DRT morna 3BOJIOLIMOHUPOBATL B CTOPOHY
COBPEMEHHOI'0 HEMPSIMOTO KOAMPOBAaHUSI, UCIIOJIb-
3ytoliero npomMexyrouHoe 3BeHo — TPHK. Takas
npoMexytouHass amuHoalui-PHK o6pa3oBbiBa-
JIach 4yepe3 MPUCOeNMHEHNEe aHTUKOIOHHOIO (hpar-
meHTa DRT Kk akTuBMpoBaHHOI prbO30it rpymme
aMUHOKMCJIOTHI (puc. 2, 6, yacThb 2). Takum obpa-
30M, IPOUCXOIMJIO Ipeodpa3oBaHUE MCXOTHOM
(YHKIUMY CBSI3bIBAHUSI aMMHOKMCIOTHL B (DYHKIIMIO
KOAUPOBaHUSI HYKJIEMHOBOI KucaoThl [55]. Ha 60-
Jiee MO3JHEeM 3Tare MPOU30IIEN Mepexol K eIUHO-
00pa3HOil BepcUM HENpSIMOIro KOAMPOBaHUS
(puc. 2, 6, yactb J3), BKITIOYAIONIIETO OTIEILHYIO
MPHK, akTuBMpOBaHHbIE aMUHOKMCIOTHI, CBSI3aH-
Hble ¢ WX aHTUKomoHamu (amuHoaui-TPHK), a
takke PHK ¢ menmmumunrpancdepasHoit akTuB-
HOCTbhIO — pubopudocomy [52, 78].

OcHoBHas npoobeMa TUIIOTe3bl MPSIMOT0 KOJIM-
poBaHust aMmruHOKuUcsIoT ¢ PHK-MaTpulisl — 310 BBI-
paXkeHHOe IIPOCTPAHCTBEHHOE HECOOTBETCTBUE
pa3MepoOB aMUHOKHUCIIOT ¥ HYKJICOTUIHBIX TPUTLIC-
ToB (puc. 2, ). Takoe mojoxeHue e OCTaBJIsIeT
TOJBKO OJWH BO3MOXKHBI BapuaHT IMOCJEI0Ba-

TEJIbHOTO MPSIMOTO KOAWPOBAHUS — CIUPAJICBUI-
HOE 3aKpy4yuMBaHUE HYKJICOTHMIHOW HUTU BOKPYT
aMUHOKMUCIOTHOM. OMHAKO B 3TOM Cllydyae MOIJIU
OBl BOBHUKATh Pa3IMYHbIC MEKHYKICOTUIHbBIE B3an-
MOJEMCTBMSI, KOTOPble MHOTOKPAaTHO ITOBBIIIATU
Obl BeposiTHOCTb obpa3oBaHusi PHKoOBBIX 1mmnuiex
U MOAOOHBIX CTPYKTYp. BoJbIIMM BOIIPOCOM OCTa-
€TCs M MPOILIECC U3BJICYSHMS TTENTUIHOTO CTEPKHS
n3 PHKoBoii cnupanu. EquHCTBEHHOE pelleHue
TaKoi Mpo0aeMbl — HEMOCAEA0BATEIbHOE KOAUPO-
BaHMe aMUHOKUCJIOT, T.€. pacIOJI0XEeHUE KOAUPYIO-
WX TPUIJIETOB He TToapsia (puc. 2, a). Ilepexon xe
K CIUIOIITHOMY KOAMPOBAHUIO MOT IIPOM30MTH TOJIb-
Ko nocjie moakaoueHus TPHK k mpoleccy TpaHc-
JISILIMUL.

Npes nanpsmyio koaupyroleidi PHK 6b11a pasz-
BUTA Takke B pabore Ma [80] B runoTe3y BO3HUK-
HOBeHUs MexaHu3Ma TpaHcusaiuu DRT ¢ yuétom
MPUHIUIIA PEIUIMKATUBHOM B3KOHOMMUHU (aHTIJ.
Direct RNA Template with replication parsimony).
IMTon «pemIMKaTUBHON 3KOHOMMEN» B JaHHON TH-
roTe3e MojapasyMeBaeTcs TOT (hakT, YTO IO JaBJie-
HHEM 0TOOpa M3-3a CJIOXKHOCTH PEILUIMKALIMY CYIIIe-
CTBOBaJIa TEHACHIINS K «CKYIIOMY», «<3KOHOMHOMY»
HCITOJIb30BAaHMUIO TE€HETUYECKOro MaTepuaja, Io-
5TOMY Ha paHHHUX 3Tamnax He MOIJIM BO3HUKHYThb
CIIOXKHBIC, HO «0ECCMBICIICHHBIC» B NTAaHHBIA MO-
MEHT CTPYKTYpbl, KOTOpbIe ITIOTOM OOpeau Obl
¢yHKIIMOHANIBHOCTL. [lanHas rurnore3a DRT ¢ yué-
TOM IIPUHLMIIA PEIIMKATUBHON KOHOMMU IIbITa-
€TCs TIOCIEN0BATENBHO OOBSICHUTH 9BOTIOIIMOHHBIE
COOBITUSL TOSIBJIEHUS TaKUX MPOMEXYTOUHBIX
3BeHbeB, Kak TPHK, MPHK unau pPHK [80].

[umore3a mompa3yMeBaeT, UTO M3-3a HECTaOMIb-
Hoctu PHK Hekoropwsie Mosiekyasl DRT mornu
JerpanvpoBaTh WM ObITh HEAOPEIIUIIPOBAHHBI-
MW u3-3a HU3KONH 3(P(PEKTUBHOCTH PUOO3MMHBIX
PHK-nonaumepas. DTy cOOBITHUSI MOTJIM IPUBECTU K
o0pa3oBaHMIO (bparMEeHTOB, COAEpXKaIUX OCHOB-
HOIl MOMEH aMHWHOKHCIIOTHOTO amTaMepa, OKpY-
KEHHOTO ITOCIeA0BAaTEIBHOCTSIMU cIieiicepoB. lpu
aToM TojiHag perinkanus DRT npousBonunna ue-
1, koMrieMeHTapHbele DRT — C-DRT (puc 3, a).
®parmentel DRT «pacmosnaBamm» C-DRT cor-
JIJACHO MPUHLUNY KOMILIEMEHTAapHOCTU. ANTaMep-
Has obiacTh pparMeHTOB TpaHCHOPMUPOBAIACH B
KOH(pOopMalLMIo ¢ OOJBIION «IeTIEN pacro3HaBa-
HUS», U OHU MOTJIM MPEBPATUTHCS B agalTephl, UC-
nons3ytomue C-DRT B KadecTBe MaTpuUIbl
(puc. 3, 6). Ilpu 3TOM CaMoaMMUHOALMIMPOBAHNE
MOIJIO IIPOMCXOIMTH Oaromapsl puOO3MMHOI aK-
TUBHOCTU TIpU yciaoBuu, 4to pparmMeHT PHK co-
JepKaja CalT CBSI3bIBAHUS aMUHOKMCJIOTBHI U OIUH
13 KOHIIOB 1LIeTIM HaXOMWICS BOJIM3U cailTa CBSI3bI-
BaHUSI aMUHOKMCIOTBI. DTO MOIJIO ObITh BO3MOX-
HBIM TIpu popMupoBaHuM L-o6pa3zHoii TPHK-mo-
JI00HOI CTpyKTyphl, T.e. mpoTo-TPHK, umeromiei
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Puc. 2. Mogens npsimoro koguposanust Ha Matpuite PHK (anrn. Direct RNA Template, DRT). a — Cxematnyeckoe nzodpaxeHue
matpuiibl DRT Ha npumepe ¢pparmenra PHK, HenocienoBaTeibHO CBSA3BIBAIOIIETO TUCTUAUH M M30JIeHIIMH. MoauduunpoBaHo
1o [79]. 6, vacthb 1 — [lepBUYHAs TPAHCIISIINS, TTIPU KOTOPOIl aKTUBUPOBAHHBIE aMWUHOKUCIIOTHI CBSI3BIBAIOTCS [UTS TTOJIMMEPU3AITIT
¢ caiftamu (KomoHamu wian aHTHkomoHamu) Ha Matpuiie PHK (DRT). AktuBupyionime KapOoKCHIbHBIE TPYIIIHI (¥) y9acTBYIOT B
MOJIMMEPU3ALMY AMUHOKHUCIIOT C MOJyYeHUEM 3aKOAMPOBAHHOTO MenTuaa. 6, yactb 2 — [IpoMexyrouHoe kogupoBanue PHK. O6-
pasyercst amuHoawi-PHK (mogo6ue TPHK) mytém o6benunenus antukonona komupytomieit PHK ¢ amuHokucnoroii. 6, yacts 3 —
[lepexon k envHOI BepcUM COBPEMEHHOTO HEMTPSIMOTO KOAVPOBAHUSI: TIOSIBIIEHUE OTAebHOI poTo-MPHK, mpuMuTHBHBIX aMUHO-
au-TPHK, coctosiimx u3 akTMBUpPOBaHHBIX (POPM aMUHOKUCIIOT, CBSI3AaHHBIX C UX aHTUKOJAOHAMU, U pudopudocombl. Moaudu-
LIMpOBaHo 110 [52, 53]. ¢ — [IpocTpaHCTBEHHOE HECOOTBETCTBHE TPUILIETOB M aMUHOKCIIIOT. [1py mpsIMOM CIUIOIITHOM KOIUPOBAaHUU

aMUHOKMCJIOTBI JINOO «HE AOTIATUBAIOTCS» Ipyr Ao apyra, 1mbo PHKoBast HuTh 3akpyurBaetcsi, popMupyst KosbLa WU CIIMPaIN

«Hory», BepTHKajabHO cBsa3biBatolnytocsa ¢ C-DRT, Hocteit C-DRT, Haxoasgiiuxcss MexXay IpOTO-
U «pyKy», TOPU3OHTAIbHO gocTaBisgionyo amuHo- TPHK-cBa3biBaomumMu caittamu (puc. 3, 8) [80].
kucaoTel. I[Ipoto-MPHK morma 0bl Bo3HUKHYT, B Bosnukmmas mporo-TPHK pacmosnasama mpoTto-
pe3yjabTaTte yTpaThl clieiicepHbiX mociegoBateab- MPHK 3a cu€r cBsi3biBaHUSI TOBOJBHO OOJIBIIOIO
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Manas cy6seguHula

Puc. 3. Mogens npsimoro kogupoBanusi Ha Matpuile PHK ¢ yuérom mpuHimMma permmkaruBHoit skoHoMmun (aHri1. Direct RNA
Template with replication parsimony). a — Permnukauuss DRT nmpuBoauT K obpa3zoBaHuio KoMiuieMeHTapHoi e — C-DRT.
0 — B pesynbrate nerpaganyu Wi HermosHo# peruikaiuu DRT MoryT o6pa3oBaTbcsi CETMEHTBI ¢ aMUHOAUI-alTaMEPHBIM J10-
MeHOM, (hJIJaHKUPOBAaHHBIM HEKOTOPBIMU CITEMCEpHBIMH MOC/IeI0BaTeIbHOCTIMU. OHU MOTYT TpaHCHOPMUPOBATLCA B KOH(DOP-
MalMIO ¢ OOJIBILION «IeTJIEN pacro3HaBaHsI», U, TAKUM 00pa30M, BO3HUKAIOT agantepsl, ucroib3ylomue C-DRT B kauecTBe mart-
puiiel. 6 — BosauknoBenne MPHK: C-DRT TepsieT mocaenoBaTeIbHOCTH MEXIy cailTaMu CBSI3bIBAHUS aMUHOALMJIMPOBAHHOTO
anTamepa, rosiBjieHue Majoii cyobearuuibl mporo-pPHK crnocobcTByer cTabuan3any KOJOH-aHTUKOAOHHOTO B3aMMOAECTBUS
TpurietHbiXx nap npoto-TPHK u npoto-MPHK. TMosBnenue 6ombuioit cydbenrnuiibl npoto-pPHK criocobctByeT cOmuxeHuo
aMWHOKUCJIOT, YTO ITPUBOAUT K 00pa30BaHUIO MENTUAHBIX CBsA3eil. MomuduimponaHo 1o [80]

KOJMYECTBA HYKJICOTUIHBIX OCTATKOB, B pPE3yJIbTaTe
yero o0pa3oBbIBAJICS CTaOWIbHbIN KoMIuiekc. [1pu
COKpAIIEHUM KOJIMYECTBA «aHTUKOJOHHBIX» OCHO-
BaHMI 10 TPEX OCAA0ISITIOCH CBSI3bIBAHME MEXKITY 3a-
psKeHHOM amuHOoKucaoTou nporo-TPHK u nporo-
MPHK, nipu 3TOM nosiBjieHre MaJioil cyObeAUHULIBI
npoto-pPHK Morio obecrieuuTb OObLIyIO CTa-
OMJIBHOCTH KOMIIeKca. bosbiias cyobenmHMla
IIPOTO-PUOOCOMEBI BO3HMKAJIA B paMKaX 3TOM TUII0-
Te3bl Is1 obecrnedyeHUsT 3¢ (GHEKTUBHOCTH peaklUu
NenNTUIMNEpPEeHoca U yAepXUBajla 3apsiKeHHbIE
AMMHOKHUCJIOTBI PSITOM JIPYT C IPYrOM, paboTast Kak
pubo3uM, TakKhM e 00pa3oM, Kak M OoJbluas
cyobrenunuua pPHK B coBpeMeHHOU puboco-
Mme [80].

Bosnurknoeenue mPHK. CoBpeMeHHBIE TpaHC-
noptHble PHK cocrosr B cpenHeM u3 76 HyKJIeOTH -
noB (73—93), obaagaloT YHUBEpCATbHON MOCIEA0-
BaTenbHOCTEI0O CCA Ha 3'-KOHIIe WU BTOPUYHOI
CTPYKTYpOU KJIEBEPHOTO JMCTa. BropmyHast cTpyk-
Typa KJieBepHoro jucTta mojaekyiasl TPHK cxianbi-
BaeTcs B L-o0pa3Hyio TpéxMepHyI0 KOH(pOpMaIInIo

MOCPEACTBOM CJIOXKHBIX TPETHMYHBIX B3aUMOIEH-
CTBMI, B TOM uncie Mexay D- u T-mieyamu, oopa-
30BaHHBIMU AKIECNTOPHBIM CTepxKHeM Iumioc T-
crepxxHeM ¢ T-nietnéil u D-ctepxHem ¢ D-netnéi
BMECTe C aHTUKOJOHHBIM cTepxXXHeM U TeTnein. He-
O6oJbuIoit pazmep Moaekynbl TPHK genaet e€ mpus-
JIEKaTeJIbHbIM KaHAWJATOM Ha pOJib MEPBOTO BO3-
HUKIIIET0O KOMIIOHEHTa T€HETUUYECKON CHCTEMBI.
DTO MpeAIoI0XeHe OCHOBBIBAETCS HA TOM, UTO 0
BO3HUKHOBEHUSI TUMEPLUMKINYECKON CaMOBOCIIPO-
U3BOASLIEHCS  cUCTeMbl  (CM.  TUIIEPLIMKI
Eigen—Schuster [7]) miuHa HyKJIE€OTUIHBIX LIeTIEH,
KOTOpPBIE MOIJIM OBITh TOYHO PEIUIMLIMPOBAHEI IIPHU
JIapBUMHOBCKOM OTOOpe, cocTaBjsijia He 0oJiee
100 HYKJI€OTUIIOB, UTO COIIOCTABUMO C pa3MepoM
mosaekyiasl TPHK.

B niporiecce BBISIBIEHUS] BO3MOXHOTO MEXaHU3-
Ma Bo3HuUKHoBeHUs1 TPHK, nmpoananusupoBas 00-
Jee Teicayu 1nociaenosateiabHOcTel TPHK,
Rodin et al. [81] pekoHCTpynpoBaIu KOHCEHCYC-
HYIO CTPYKTYpY akuenTopHbix nomMeHoB TPHK.
KoHceHcycHas nmocienoBaTeIbHOCTh MpeacTaBsiia
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co00i1 IBYXUEINOYEUYHBIA MNaJIWHAPOM JJUHOMN
11 HyKI€OTUAOB ¢ KOMILJIEMEHTapHbIMU TpUILIEeTa-
MU B LIEHTPE, KaXIBI M3 KOTOPBIX OBLI OKpPYKEH
motuBamu 3'-ACCD u NGGU-5' Ha KaxKa0ii HUTH,
raie D — 3T0 AUcCKpuMHUHATOpHOE OCHOBaHUE. Ta-
KOM MaJMHAPOM MOT PEIUIMIIMPOBATLCSI B aHAJIO-
TUYHBIN MATUHAPOM IJIMHOMI 25 map HyKJIEOTUAOB C
KOMIUIEMEHTapHbIM TPUIUIETOM B CEpeluHe, U Ia-
JIee CaMOIIPOM3BOJIbHAS 3JIOHTALIMSI O00MX ITaJIMH/I -
pPOMOB JIOJKHA ObLUTa TPUBECTA K OOPA30BAHUIO
NBYX CIIUpaJieil ¢ BHYyTPEHHUMU KOMILIEMEHTapHBI-
mu tpureramu. Hakonen, yomamenne 5'-UGGN c
5'-KOHILIa pUBEJIO K 00pa3oBaHUIO COBPEMEHHOIO
TPHK-nomobHoro kiesepHoro jucrta (puc. 4, a).
B uccnenosanuu Rodin et al. [81] Takke ObL1a 00-
HapyXeHa Cjemylolasi 3aKOHOMEPHOCTh: B mapax
TPHK ¢ kxoMmieMeHTapHbIMM aHTUKOAOHAMM HX
OCHOBaHUSI BO BTOPOM IMO3UILIMM aKIENTOPHOTO
CTBOJIa TakKXe OBLIM KOMILUIEMEHTapHbIMHU. 3a
€MNHCTBEHHBIM HCkIoYeHneM (mapa TPHK-
Phe/TPHK-Glu), Takoii mapaiean3sM 0cCOOEHHO
Brieuatsisiet 1151 map TPHK, pacrio3HaBaeMbIx amu-
Hoaumi-TPHK-cuaTerazamm (aaRS) u3 mpoTtuBo-
TOJIOKHBIX KJTAaCCOB.

Bo3MoxXHBIM 10Ka3aTeIbCcTBOM Toro, uto TPHK
BO3HUKJIA MYTEM JIMTMPOBAHUS ABYX IIITMICYHBIX
motekyst PHK, sBnsiercs cienyroniee HaOIOIEHUE.
Yucno BO3MOXHBIX MociaeaoBarenbHocTeii PHK,
COCTOSIIIIMX M3 YETHIPEX HYKJIEOTHMIHBIX OCHOBA-
HU, paBHO 471 (TOe n — YUCI0 HyKIeoTunoB). I1o
MaTeMaThdeckoi oueHke Tamura [82], He yYUTbI-
Baloleil QYHKIMOHAIBHYIO YacTOTy, 00111ast Macca,
HeobxoauMasi Aj1s1 00pa30BaHUS HYKJI€OTUIHOM 1ie-
Ny IIMHOM, aHalloTMYHOi coBpeMeHHOi TPHK
(~76 HyKJIEOTHIIOB), cocTaBMJIa ObI ~1/25 OT O0LIEiH
Maccel 3emnu. OpHako s mony-TPHK (~35 nayk-
JICOTHIIOB) TpeOyeMasl Macca COCTaBIIsiIa OBl He 60-
see 100 r, YTO TOBOPUT O BEPOSITHOCTU 0Opa30BaAHUS
coBpeMeHHBIX TPHK 1myTéM, moxoxxuM Ha MIMUJIb-
K" [82]. AHanu3, IpOBeAEHHBIN B psiae padoT, yKa-

o

Z00%7.

3bIBa€T Ha TO, YTO OOJBIIMHCTBO MOCJIEI0BATEIb-
Hocteir TPHK BO3HMKIM B pe3ysibrare ABOMHON
OymavkKauuy mnuibku [83, 84]. KoMmiaemeHTap-
HO€ CITapuBaHUE MEXAY HYKJIEOTUAaAMU aKIIenTop-
HOTO CTBOJIa U OCHOBAaHMSIMU aHTUKOJIOHHBIX CTBO-
nma/metim B 5'-monoBuHe TPHK u 3'-monoBuHe
TPHK cooTBeTCTBYeT ABOMHOMY CKJadblBAHUIO
wnuwibku (puc. 4, 6). TakuM o6pa3oM, 3TO MOXKET
CBUIETEIHCTBOBATh O TOM, UTO 00pa3oBaHUE ABOM-
HOI IIMWJIBKY B APEBHEM MPEOMOTUYECKOM MHUPE
JIEXXWUT B OCHOBE DBOJIIOIIMY COBPEMEHHOM CTPYKTY-
pel TPHK [82].

Bosnuxnoeenue pPHK. CyiiecTByeT IIpeaIiono-
>XE€HUeE, TaKXKe OCHOBAaHHOE Ha MOENSIX OOBbeANHE-
Hus pparmMeHToB MOoJekys TPHK, koTopoe onuchi-
BaeT 3BOJIIOLIMIO pUOOCOM MYTEM CIUSIHUS (aKKpe-
uun) TPHK-nogo6Heix PHK [85—88]. IumepHas
LieHTpajdbHasd 4acTbh pubocomHoit PHK Bokpyr
MeNTUAWITpaHC(epa3HOro LEHTPpa CXOIHA C TUMe-
pamu TPHK, cBsI3aHHBIMM KOMILIEMEHTAapHBIMU
aHTUKogoHaMU. OTMETHM, YTO B COBPEMEHHbIX
MUTOXOHIpPHAJIbHBIX prOOCOMaX MO3BOHOYHBIX pe-
ryjasipHble MutoxoHapuaibHble TPHK koHcTUTy-
TUBHO BbINOJHSAIOT ¢yHKuuu 5S pPHK [89], uto
MOXET CBUAETEIHCTBOBATH B I10JIb3Y TAKOI'O ClIEHA-
pus 3Bomounu pPHK. Kinactepusanus BTOpUIHBIX
crpykryp PHK [90] oOHapyxwia nBe OCHOBHEIC
rpynibl BTopuuHbix cTpykTyp PHK, omHa 13 KoTo-
PBIX XapaKTepU3yeTCsl HeOOIbIIUMU, TIPEATIONIOXM -
TenabHO, ApeBHUMU TPHK-nogo6HbIMU BTOPUYHBI-
MU CTPYKTypaMmu, W TpearojaraeMas 0osee Mmo3a-
HsIS1 TpYIINa, cocTosas u3 oonee KpynHeix pPHK-
IMOJOOHBIX BTOPUYHBIX CTPYKTYP.

CyliecTByeT TaK Ha3blBacMasl aKKPELIMOHHAasI
MOJIEb 3BOJIIOLIMY pUOOCOMBI, OCHOBAaHHAs Ha UC-
cinegoBanun TPHK-pPHK-3BomonmonHoit ocu
[87]. Monens TipeanonaracT BOSHMKHOBEHME TIPE]I-
KoBbIX cermeHToB PHK 1 nx 00beanHeHNE B CTPYK-
Typhl 6010 1 Manoit mpoto-pPHK. ABTOpHI ak-
KPELIMOHHON MOMAEIM ACJSAT SBOJIOIUI0 CHUCTEMBI

AHTUKOOOH
|
= T-netnsa
D-netns
—» —>
==
D-wnunbka T-WNUNbKa t
AHTUKO[LOH

Puc. 4. O6pazoBanue Mosiekyabl TPHK myTém aurupoBaHust IByX OJMIOMEPHBIX MOJIEKYJ Ha mpuMmepe rauiuHoBoi TPHK (a).
Monenb oopazoBanust TPHK 13 nByx mmiedHsIx cTpykryp (6). MomuduiposaHo mo [82]
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TpaHCJISLMU Ha 1ecThb a3 (puc. 5). B nepBoii (pasze
dopmupoBaIuch mImiaecyHbie cTpyKTypel PHK, co-
nepxaniue CCA-nociienoBaTeIbHOCTb Ha 3'-KOHIIE
U CTaOMIN3UPOBABIIMECS B3aMMOAECHCTBUSIMHU C Ka-
THOHAMHU MeTauioB. OHM CIYXKWJIM MOHOMEpaMu
Kak g oyaymux npoto-TPHK, Tak m mpoto-
pPHK. Bo BTOpoii (paze mmuneyHbie (pparMeHTHl
Hecnelu(UIeCKU 00beTUHSIIMCH B OJIMTOMEPHI 0Y-
nymux oosabiior mporo-pPHK u manoit mpoto-
pPHK. bonabmasa npoto-pPHK morna npencras-
JISITh CO00M prUOO3UM ¢ MeNTUINATPaHC(hEepa3HBIM
LIEHTPOM, KaTaJU3UPYIOIIUM HeCIen(pUIECKYIO
MoIMMEpU3anilo aMUHOKUCHOT. lllnuiaeuHbie
CTPYKTYPHI C 3apsKeHHBIMM aMWHOKMCJIOTaMU
CCA-xBoCTaMM MOIJIM 1OCTaBISATh aMUHOKHUCIOTHI
B nenTuauiaTpaHcdepasHbiit HeHTp nporo-pPHK.
®yukus manoit mporo-pPHK Moria 3akimouaTbes
B (DOPMUPOBAHUM aCCOILIMAIIMM C OJTHOLIETIOYEUHOM
PHK (rmporo-MPHK). B TpeTbeit (paze mpouncxonm-
JI0O 00BEIVMHEHNE INIMUICYHBIX CTPYKTYP IIPOTO-
TPHK B coBpemeHHyio L-ctpyktypy TPHK. 3a-
poXaarolasgcs accolualusl Mexay cyObeauHuIIa-
mu npoto-pPHK onocpenosanacs nporo-MPHK u
TPHK. Manag nporo-pPHK u nporo-MPHK pek-
pyTupoBaiuchk cpopmuponabieiics TPHK: TPHK
Ha OZHOM KOHIIE CBSI3BIBAJIACH C MENTUAMITPAHC-
depas3HbIM LeHTpoM Ooibinoii npoto-pPHK, a Ha
npyrom — ¢ npoto-MPHK, Kotopas, B cBoro oye-
pelb, CBA3BIBAJIACH C ONHOLIETIOYEYHON 00JIaCThIO
masoii mporo-pPHK. B getBeproii ¢ase mpoucxo-
IUJIO0 JajibHelllee OObeIMHEHUE IIIMUIeYHBIX
CTpyKTYp cyoweauHull rnporo-pPHK, chopmupo-
Banuch A- u P-caiitel, 6oabiuas nporo-pPHK He-
KOOUpYyeMO IIOJIUMEpPH30Bajla aMUHOKMCIIOTHI, a
nporo-MPHK u Manas npoto-pPHK nefictBoBanu
Kak KoakTopsl, mosnunonupyomue TPHK B A- n

WnuneyHbie

" CCA- crpyKTypBI

ArMeHTbI ']

g v W
v 7.7

d \
Mporo-
MPHK

MNpepkosan
PHK

P-caiiTel pubo3uma. B nisiToit paze pubocoma rmpu-
o0pena MPUMUTUBHYIO CIIOCOOHOCTh K AEKOIMPO-
BaHWIO, CTaja PHEPro3aBUCHUMOM 1 TPAHCIOLMPYIO-
e, BO3HUK MexaHu3M xpanoBuka. Illectas daza
3HaMEHYeT 3aBeplleHHe (hOPMUPOBAHUS OOIIETO
aapa pPHK, B3aumopeiicTBuii ¢ puOOCOMHBIMU
OcIKaMM M OINTHUMM3ALMIO TEHETUYECKOTo Koja.
Ilepexon oT cuHTE3a HEKOAMPOBAHHBIX T€TEPOTeH-
HBIX aMUHOKHMCJIOTHBIX OJINTOMEPOB K O€JIKaM C ITo-
MOIIBI0O PUOOCOMBI JaBaj TPEUMYIIECTBa, IMO-
CKOJIbKY HEKOTOpPEIC TTPOAYKThI PEaKIIMU CBSI3bIBa-
mmchk ¢ pubocomoii. Takum oOpaszom, pubdbocoma
IMOCJIeI0BaTeIbHO IIproOpeTana CIIOCOOHOCTh K
crpyktypupoBanuto PHK, karanuiy, accounauuu
CyObeIMHUII, KO3BOJIOLUWU CYObEANHULI, NEKOIU-
pPOBaHMIO U Mepenade SHEPIUX U MOPOIMIIA CyIIe-
CTBYIOIIE CMMOMOTHYECKIE OTHOILICHUS Oejika 1
HYKJIEMHOBOW KUCJIOTHI [87].

lunore3a de Farias et al. [91] momu€pkuBaeT
LICHTPAIbHYIO poJib MoJeKyJ TPHK B BO3HMKHOBe-
HUH U Pa3BUTUN MaTPUYHBIX IpolieccoB. CorracHo
atoit runorede, TPHK manm Havano mepBbIM Te-
"HaMm (MPHK) n nenrrupuntpancdepasHoMy HEHTPY
pubocomel (pPHK). DBomonnoHHbBIE TIpeBpallie-
HUS TEHEeTUYECKOM CUCTEMBI B paMKax 3TOW T'MIIO-
Te3bl oTpaxkeHbl Ha puc. 5. [lepBbie reHbl 00pa3oBa-
quck u3 TPHK nyTéM CTpyKTypHBIX W3MEHEHMIA
(ctpykrypa TPHK-nogo6Hoit MPHK) u cBs3bIBaIN
npyrue TPHK (kxanonumueckas crtpykrypa TPHK
KJIEBEPHOTO JIMCTa) C IIOMOIIBIO METIM IIPOTO-aH-
TUKOJOHA. AMMHOKMCJIOTH I HEOOJIbIINE IEIITHIBI
MpY 3TOM padboTaiu NogoOoHO KodaKTopaM, cTabu-
JIM3UPYS aJbTepHATUBHBIC KOH(MOpPMAILMU IIPOTO-
TPHK. Caa3biBanue nByx uiu 6ojee TPHK noBbi-
11aJI0 CTA0MIBHOCTD 3TUX MOJIeKyJ1. CBsA3bIBalOIIe-
cs ¢ amuHokucioramu TPHK mornu B3amMoneri-

e & L 4 9
dasa l ®aza 2 Pasa 3 ®a3za 4 ®asza 5 ®asza 5
Xumuyeckas Karanus 06beA“HeHMe WUHTerpauma KoguposaHue n MpoTtenHnsayma
crabusmzauma manoi u 6onbwoit CTPYKTYP TpaHcioKauma pubocombl
u onguHr cybvegunuy,
TPHK, MPHK

Puc. 5. Llects a3 akkpermoHHOI Mozesu 3Bomoruu pubocom. [1o padote Petrov, A. S., et al. (2015) History of the ribosome and
the origin of translation, Proc. Natl. Acad. Sci. USA, 112, 15396-15401, doi: 10.1073/pnas.1509761112 [87]. (PNAS He Hec€T oTBeT-

CTBEHHOCTb 32 TOUHOCTb MEPEBO/IA.)
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Self-rARS+aMnHoKMcnoThI

S

KonoHbl Ha maTtpuue

 —

NI

Puc. 6. Monens camoaMuHoanmmpyoomuxcs pubo3uMubix Matpuil (aHri. Self-rARS Template, SART). CunTe3 60koBoIi 1€
U3 TPEX aMUHOKHMCJIOT Ha HYKJIeoTHuae-MUIlieHU X (TEMHO-CEPBIi KPYT) U3 KOHBIOraToB aMuHOKMcI0Ta-Self-rARS, cBsi3aHHBIX cO
cneuu@UIHBIMUA AMUHOKMCIOTaM KOJOHHBIMU caiitamu Ha Matpulle SART. MoauduunpoBaHo 1o [94]

ctBoBarh ¢ ApyruMu TPHK B oTKphITO# KOH(pOpMa-
uuu (TPHK-nmomo6nas ctpykrypa MPHK). 3Oto
B3aMMOEHCTBUE CTAOMIM3MPOBAJIO CIOXKHYIO KJle-
BepHyto TPHK-kaHoHnueckywo cTpyktypy. Kpome
TOoTO, OOpa3oBaHMe KoMmIuiekca Iiporo-TPHK/
MPHK cTabunusupoBayio B3auMoAecTBIE C TPOTO-
pPHK (mmporo-nientunmnTtpaHcdepa3Hbiii 1IEHTP),
00pa3ys TpoitHyo cTpyKTypy Ipoto-TPHK/MPHK/
pPHK [91]. TIpeanonaraercsi, 4TO MepBbIE MEMTU-
IIbI, KOTOpble ObUIM 3a(PUKCHUpPOBAaHBI B OMOJIOTU-
YeCcKOU CUCTeMe, 00J1aIaIl CIIOCOOHOCTBIO CBSI3bI-
BaTb M ctabunuzupoBatb TPHK B pasnunuHbix
CTPYKTYPHBIX KOH(OpPMALIMAX, YTO, B CBOIO Oye-
pelb, YBEJIWYMBAJIO CTAOMIBLHOCTh U I(PPEKTUB-
HOCTb IIpOIiecca, TEM CaMBbIM YCTaHABJIMBAsI IIEPBYIO
MOJIOXKUTEJbHYIO 00paTHYIO CBSI3b MEXIY TENTHIA-
MU U HYKJIEMHOBBIMU KucjaoTamu [92]. C yBenuue-
HUEM CTaOMJIbHOCTU CUCTEMbI CUHTE3a IIPUMHUTUB-
Horo 0Oenika e€ 3(p¢GeKTUBHOCTh BO3pOCJa, a CKO-
POCTbh BKJIIOUEHUSI aMMHOKHUCIJIOT B 00pa3yoniiecs
MpoTo-06eJIKK yBeandmiach [91].

Bo3nuknosenune amunoammmposanns PHK. Ju-
nomesza camoaMuHOAUUAUPYIOWUXCA DPUOOIUMHDBIX
mampuy. J1ns1 oOpa3oBaHUs CHUCTEMbI KOAMpPOBa-
HUS, TPAHCISILUMU W PeIUIMKAllMd HeoOXOmMMO,
yTOObl C(OPMUPOBAICS MpoOLiECC, MU30UpaTEIbHO
BBI3BIBAIOLLIMI OOOralleHue TOJIbKO (PYHKIIMOHAb-
aHeiMu PHK (pPHK). JI1s aTOro Heobxoanm Mexa-
HU3M, MO3BOJSIOIINNA pPa3nensdTh MOJEKYJbl Ha
¢PHK, crnocoOHbIe CBSI3bIBaTh JUTAHIBI MeTab0-
JINTOB, JIJISI KOTOPBIX CEJIEKTUBHO Iepe3amycKaeTcs
penukauus, 1 HepyHkumoHaabHble PHK, He cBsi-
3bIBalOIMe JUTaHAbI U pa3pywamomuecsd [93]. s
WITIOCTpalluu Takoro peuieHuss Wong et al. [94]
ObLIa MpemIoXeHa MOMIeIb CaMOaMUHOAIIMINPYIO-
muxcsa pubo3UMMHBIX MaTtpull (aHria. Self-rARS
Template, SART) (puc. 6).

WN3yuyeHue pubo3uMoOB, 007aJarollMX aMUHO-
alLIAPYIOIIE aKTUBHOCTBIO, ITPMBEJIO K OOHapyKe-
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HUIO CAaMOAMUHOALIMIMPYIOIINX PUOO3MMOB (aHTJL.
Self-rARS) ¢ pa3nmuuHOt CTPYKTYpOii 1 aMUHOKIC-
JIOTHO# cienMdUIHOCTBIO [95—98]. DTO OTKpHITHE
MO3BOJISIET TIPEAMNONOXNTh, YTo Takue Self-rARS
OBUIM OTHIONB HE PEIKUM SIBIICHAEM B TUIIOTETHYEC-
koM mupe PHK. Otu Self-rARS ocyimectsnsinu Ob1
pa3IMyHble TUIIBI peakiyii. [ToMuMo KaTanu3sa yuc-
aMUHOAMIINPOBAaHUS WX cobcTBeHHBIX 2'(3')-OH,
5'-OH wnu BHyTpeHHero 2'-OH, HekoTopble u3
HUX MOIJIM OBITb CLIOCOOHBI TPaHCAMUHOALMIMPO-
BaTh cyocTpatHyio PHK. KoHbloratel aMMHOKMC-
mor u rARS, o6paszoBanHbele Self-rARS mocpen-
CTBOM UUC-aMUHOALIMJIMPOBAHNS, MOIJIM CBSI3bI-
BaThCs ¢ KOMOHHBIMU CaliTaMy Ha MaTpuile QyHK-
nuoHanbHo PHK u BkIIIOYaTh MX aMUHOALIUJIb-
Hble (DparMeHTHI B ITENTU, CBSI3aHHbIN ¢ Heil. [Tpu
9TOM MOIJIa MCIIOJb30BaThbcs JIMOO COOCTBEHHAS
TpaHCAMUHOAUMJIMPYIOIIAsd aKTUBHOCTh, JHOO
MPUHUMAJT yJ4acTUE CIEIUATU3UPOBAHHBIN TpaHC-
aMUHOALWJIMPYIOLINI pUO03UM, HAIIpUMep, MSATH-
HyKJIleoTuaHbIN rARS, KoTophlii paboraeT ¢ pa3-
JIMIHBIMY aMUHOKHCcIoTaMH [97]. B mo6om ciydae,
MOpSIAOK KOJOHOB CalTOB MJIsI  pa3IMUHbIX
cooctBeHHBIX TARS Ha PHK-matpuue omnpenensn
aMUHOKWCJIOTHYIO ITOCJICA0BAaTEIbHOCTD II0IyJYalo-
1Lerocs B pe3yJjprate nentuja [94].

Hano otMeTuTh, 4TO CYIIECTBOBaHME B paMKax
PHK-mupa punbosumubix aaRS, ¢pyHKIIMoHUpYyo-
IINX CTOJb XK€ 3(PDOEKTUBHO, YTO U COBpPEeMEHHEIS
0OeJIKOBbIE aMUHOALIMIUPYIOIIUe (hepMEHThI, MpU-
BeJIO OBl K CUTYyalldM, KOrjma OTCYTCTBOBasIa Obl He-
00XOIMMOCTh B 3THUX KOMIIOHEHTaX CHCTEMBI
TPaHCJISLIMU UMEHHO O0€JIKOBOU MPUPOIbI.

Tunomesza PHK-xopepmenmoe — kodupyrousux
Koghepmenmuobix «pyuer». CylieCTBYeT ApyTasi TUIIO-
Te3a, cBsasbiBaromasg PHK-mup u aMuHOKMCIIO-
oI, — The Coding Coenzyme Handle Hypothesis
(CCH) [99], B KOoTOpOIi aMUHOKUCJIOTHI IEUCTBYIOT
Kak KodepMeHThI 1151 pubo3ruMoB. laHHas Teopust
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0a3upyeTcs Ha TOM, YTO MHOTHE COBPEMEHHBIE KO-
¢epMeHTBI 001a1al0T HYKJICOTUIOIOTOOHBIMH
dparMeHTaM1, YTO MOXKET CBUIETEIILCTBOBATH 00
HUX BO3MOXHOM mNpoucxoxaeHuu ot mupa PHK. B
pubo-oprann3Max HYKJICOTUAOIMOAOOHBIE YaCTH
KO(pepMEHTOB MOIJIM OBITh MCIIOJIB30BaHEI B Kade-
CTBE «py4eK» (BO3MOKHO, HECYIIUX APYTHE MEIKUE
MOJIEKYJbl), Oynaromapss yeMy puUOO3UMMBI MOTJH
JIETKO 3aXBaThIBAaTh MX U YIIPABJISTh UMH.

B paMKkax maHHOM r'MMIOTe3bl paHHUE aJaInTephl,
MpeIKd COBPEMEHHBIX aHTUKOIOHOB, ObLIN 3apsi-
JKeHbl aMMHOKMCJIOTaMU, JEUCTBYIOIIUMU KaK KO-
¢depMeHThI pUO03MMOB B METaOOJIUYECKU CI0XKHOM
mupe PHK. IlpenkoBeie amMuHOaMI-amanTepHbIe
CMHTETa3bl MOIJIM OBbITh ITOAOOHBI COBPEMEHHBIM
camocnaicuHroeiMm uHTpoHamMm TPHK. Ko-
JIIOH/aHTUKOJOH-IUCKPUMHUHATOPHBI 0a30BHII
KOMIUIEKC, BCTPOEHHBI B 3T CUHTETa3bl, MOT ObI
CBITPaTh BaXXHYIO POJIb B paclO3HABaHUMM aMHHO-
KHUCJIOT.

CCH-rurmore3a Takxke IbITaeTCI OOBSICHUTD,
KaKOBO ObUIO afallTUBHOE MPEUMYIIIECTBO T€HETH-
yeckoro koma. Creum(puIHOCTh OTHO3HAYHOTO
CBSI3BIBAHUST aMUHOKHUCIIOT C «PYyYKaMM» OIIpeaeIsi-
Jla TO, Kakas aMUHOKHUCJIOTa AOJDKHA ObUla OBITh
npUcoeIruHeHa, a pudO3UMbI ObLIU TEPBLIMU KaTa-
JIN3aTOpaMU 3TOTO MPOIECCAa YCTAHOBIEHUS COOT-
BETCTBUS MEXKIY TPUILIETAMU M aMUHOKUCIIOTAMM.
ITo3xXe B X011€ BOTIOLMU «PYUYKU» TIPEBPATUINCH B
aganTtepsl (TPHK), pubGo3umbl OBLIM 3aMeHEHEI
o0enkoBbiMU amuHoalua-TPHK-cunTeTazamu, un
MHorue pubo3umsl ctanu Mojiekyiamu MPHK, mo-
TEepsIB CBOIO INEPBOHAYAIbHYIO (DepMEHTATUBHYIO
aKTUBHOCTb. TakuM o0pa3oM, 3TOT MEXaHU3M MOT
SIBJISITbCS  TIpeajanTalveil K KOOWPOBAHUIO U
tpancasguuu [100].

HM3HavyaipHO MpeAIonaraaoch, 4TO <«pPYIKH»
MOTJIM ObITh MOHO- WJIM AUHYKJIEOTUAHBIMU [99],
OIHAKO TOJIbKO TPUHYKJIECOTUAHbIE COEIMHEHUS
MOTJIN 00eCTIeUnTh CTabmiIbHOe cBsi3bIBaHue [100].
B pa6ore Kazakov u Altman [101] moka3aHo, 4To
TPUHYKJIEOTHI MOXET KaTaJlu3upoBaThb MeTall —
MOH-3aBUCUMOE paclleIUIeHUe CIIeIUdDUIecKoro
MotuBa nociuegoparesbHocTd PHK GAAA.

CornacHo TeopuM KO(MEPMEHTHBIX <«PYydyeK»
[100], mpexaronaraercsi, YTo cHaYajga BO3HUKIIA aH-
TukogoHoBas 1mnuiabka TPHK, a akuentopHbiii
ctBoa TPHK ObI1 3BOMIOLIMOHHBIM CJIEICTBUEM.
CBUIETELCTBOM 3TOrO SBJSIIOTCA gaHHbIe [102],
Oiarogapsi KOTOpbIM Oblia OOHApyXeHa 3BOJIIOLM -
OHHasl CBSI3b MEXAY AaHTUKOIOHOM M TIep-
BBIM—TPETbUM TPHUILICTOM (M WHOTAA CEMUIECSI-
TBIM—CEMBbIECSIT BTOPbIM) B aKLIEITOPHOM CTBOJIE.
Hamee mimuibKa aHTUKOJOHA MOIJIAa CTaTh Oolee
IJIMHHOM, Hecylleil MOBTOpP aHTUKOAOHA Ha 3'-
KOHIIE MOJIEKYJIbI Ojlaromapsi MOSBJAEHUIO ajarTe-
POB, KOTOpBIE CBSI3BIBAIOT AMUHOKHCIOTY C IIO-

MOIIbIO 0o0Jiee PeaKIIMOHHOCIIOCOOHBIX CJIOXHO-
3(UPHBIX CBS3EH.

HYKJIEONENTUIHBLIA MUP

Hexotopsie uccnenonatenu [103—105] npenno-
JIOXXWJIM, 4TO ToTHouieHHoro mupa PHK Ha camoMm
JIeJie HUKOTAa He CYIIeCTBOBAJIO: BMECTO 3TOTO OHU
IpeanoaaraloT oueHb paHHIO KosBoswouuio PHK
U TIENTUAOB B <«PUOOHYKICOIENITUIHOM» MUDE.
CBUIIETEbCTBOM B I10JIb3Y TAKOTO CLIEHAPUS SIBJISI-
eTcs TpeamoyiaraeMoe IOCTEIIeHHOe H00aBIecHNE
pubOCOMHBIX 0enkoB K pubocomubiM PHK [106].
Takum 00pa3oM, BO3MOXKHO, 00pa30BaBIINECS PU-
6ocomHbie PHK Havaiu B3aMMOIEWCTBOBATh C
AMUHOKMCJIOTAaMH WJIM TEITHAAMU, YTO MOBEICHIIO
CTaOUIBHOCTh, 3(P(PEKTUBHOCTL U CIELU(PUIHOCTD
MPUMUTUBHOM proocoMsl [ 104]. Ha Gonee mo3mHei
CTagyM SBOIOLIMY TeHETUIECKN KOOUpyeMbIe OelI-
KU MOTJIM 3aMEeHUTh 3TH nenTtuabl. ClieqoBaTeIbHO,
CTPOroe COXpaHeHUe CTPYKTYPhl pUOOCOMHBIX OeJl-
KOB 1 MX ITOBCEMECTHOE MPUCYTCTBUE BO BCEX TPEX
JTOMEHAX XKM3HU OTpaXkaloT MX BaXKHBIM BKJIAI B
MOIJIEPXaHUU CTPYKTYpbl U (PYHKIUM pubOCO-
MbI [104]. KpoMe TOTO, pubOCOMEI HE MOTYT (hYHK-
LIMOHUPOBATH 0€3 CBOMX OEJIKOBBIX YaCTel, YTO MO-
KET CBUICTEIILCTBOBATh 00 OJHOBPEMEHHOM BO3-
HukKHoBeHUM OeakoBoit yactu 1 PHK [107]. Coort-
BETCTBEHHO, OPYIUe PUOOHYKICOMPOTEUNbI, TAKUE
Kak cruiaricocoma u PHKa3za P, Mmornu cToNKHYThCS
C TOI XXe PBOJIOLUMOHHON cynp0oit. M XxoTsa cruiaii-
cocoMa, Kak IIpeariojiaraeTcs, BO3HUKIA U3 CaMO-
CIUTafiCUPYIOIIMXCSI MHTPOHOB Ipyniibl 11, KoTopeie
He HYXIAI0TCS B O€JIKax IIJiT COOCTBEHHOTO CIIaii-
CUHTa, OEJIKM UM BCE K& HeOOXOIUMBI 1JIST (DOJIIUH-
ra u crabunuzanuu PHK, a Takxke odpaTHOM TpaH-
ckpunuuu [108].

B 1ies10M GOJIBIIMHCTBO pUOO3UMOB MMEIOT OT-
pPaHMYEHHbIC KATATUTUYECKIE PECYPCHI M HE IEMOH-
CTPUPYIOT KaKMX-JIMOO ITOKa3aTeJIbCTB 3HAYUTEIIb-
HOU cioxHocTu [29]. B3auMopeiicTBue Mexny
MenTuaaMu UM pudO3MMaMM MOIJIO CYIIECTBOBAaThb
Ha paHHMX 3Tallax 3BOJIOUNHN U 3G GEKTUBHO CIIO-
COOCTBOBAaTh YBEJIMUYCHUIO KaTaJIUTHUECKOTO pa3-
HoOoOpa3us pub03MMOB, MpUAaBas HOBbIE (PYHKIIUU
pubo3uMaM M YCKOpPSS 3BOJIOLMOHHBIA IIPO-
ecc [104].

Cucrema u3 aByx nojmmepas. K Ko3BOJIOIIMOH-
HBIM TEOPUSIM Pa3BUTUSL PaHHUX COOBITUI 3BOJIIO-
IIMA MOXHO OTHECTH TEOPHIO O ABYX ITOJMMepa3ax
Kunin [109]. OH npeaioXua TEOpUIO 3apOKASHUS
PeTJIMKAaTOPHO-TPAHCASILIMOHHON CUCTEMBbI, 3a-
KJTIOYAIOIIYIOCS B BOSHUKHOBEHUH TAHAEMHO pabo-
tarommx Moiiekys: PHK, katanusupymwoleit oopa-
30BaHe MENTUIHBIX CBS3€il, U OJIUTONENTUAA, Ka-
tanusupyoulero permaukauuio PHK. baaromaps
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cnnocooHoct mosekysibl PHK katanusuposats 00-
pa3oBaHMWE IEOTUOHBIX CBSI3€il CHMHTE3UPOBAIHUCH
OJIUTOIICIITUABl M3 aMWHOKHWCIIOT, ITOCTYIHBLIX B
«MIepBUYHOM OysboHE». [lo TakoMy MexaHU3My
MOIJIO IIPOUCXOAUTH IPUCOEAMHEHHE aMUHOKMC-
JIOT KaK K KOPOTKUM IIeNTUAAM, TaK M HEIIoCpe-
CTBEHHO K aMMHOKMCIOoTaM. KopoTkme mnenTumabl
MOIJIM TakxXe 00pa30BbIBaTh MHENTUIHBIC CBSI3U
JIpyr ¢ IPYyroM BCIEACTBUE Hecmeluduieckoro
NenNTUANATPpaHC(pEepa3HOTro KaTajau3a MOJIeKYJoi
PHK. Poct uenu mpexkpaliuajicss u3-3a MpoCTpaH-
CTBEHHBIX IIOMEX, [IOCKOJIbKY MEITUIHAS LIeIb CTa-
HOBWJIACH JIMHHEE W IIpUoOpeTalia TPEXMEPHYIO
cTpyKTypy. Cpeau TakKix CUHTE3UPOBAHHBIX ITETITH-
JIOB MOIJIM OBITh Y MENTUAbI, 00Janarone aKTUB-
HocThio PHK-3aBucumoit PHK-mommmepassr. Dra
AKTUBHOCTbH OJIUTOIEIITUIOB IO3BOJIMIIA OBl PeTlIn-
upoBaTh MoJieKyasl PHK. Peakuus nonumepusa-
uuu ucnonb3oBaja PHK B kauecTtBe marpuilbl u
PUOOHYKJICOTUABI, JOCTYITHEIE B OKpYXKaloIel cpe-
IIe, U MOIJIa MPOTEKAaTh B IBE TeMIIEPAaTypHO-3aBU-
cuMble cTanuu. IIpu MOBBIIEHHBIX TeMIepaTypax
BOJIIOPOIHBIE CBSI3M MEXIY YJacTKaMM MOJIEKYJ
PHK pa3zpymanucse, nejast MOJEKYJbl JOCTYITHbIMU
nins PHK-3aBucumoit PHK-nonumepassl, katanu-
supoBaBuieit nonumepusanuio PHK. Korna remne-
paTypa cHuxanach, Mmoaekynbl PHK yknanwiBanuch
BO BTOPMYHYIO CTPYKTYpPY M CHOBa CTAaHOBUIJIKNCH
CIIOCOOHBI KaTaau3upoBaTh 00Opa3oBaHUE MEITHI-
HBIX cBsa3eil. CMeHa THS M HOYM MOTJIa OBITh IIPH-
YMHOI TaKUX TeMIlepaTypHbIX Kojebanuit [109].

IMocnenoBatenbHOCTh MOJiekyn PHK B pamkax
IaHHOI THMIIOTE3Bbl 3aBHCEIa OT IIpollecca eCTEeCT-
BeHHOro oTOopa. HaciencTBeHHOCTh B cucTeMe
MOJ/IepKMBaJlach 4epe3 COXpaHEeHUE HYKJICOTH/I-
HoMl mocnenoBaTeabHOCTU Mojekya PHK. Herou-
Has peIUINKaIlns 1, BOSMOXHO, IPYTUe TUIThI MyTa-
LM MOTJIX IaBaTh MaTepuai 1Jisl oToopa. Yayulle-
HUe Kataiutuueckoil aktuBHoctu PHK mpusesno
OBI K YBEJIMUYCHUIO KOHIICHTPAILIMN KAaTATUTUISCKIX
MENTUI0B B OMKaliieM MUKPOOKPY:KEHUHM, a Ka-
TaJIUTUYECKHE TIENTUIbI, B CBOIO OUYEPEdb, PEILIM-
uupoBanu Obl Onuxaiiywo poctynHyio PHK,
T.¢. B OOJIBIIIMHCTBE CIIy4aeB TY, KOTOPasl IIOCITYKM -
Jla MaTpulel s ux cuHTe3a. B pesynbrate nyu-
mmit PHK-karaauzaTtop mMmen OoJibllie IIAHCOB
OBbITh BOCITPOU3BEAEHHBIM. TakKuM 00pa3oM, Takasl
JByXTIOJIMMepa3Hasi CHUCTeMa MOXET paccMaTpu-
BaTbCsAd KaK INMPUMWUTUBHBIA NTapBMHOBCKUI oOpra-
Hu3M [109].

IIpu xaxyIeicst IMpoCcTOTe TEOPUU CaM aBTOP
TeOpUM yKa3bIBaeT Ha €€ MmpoobiaeMsbl. 1. [locTtaTouyHO
JIM CIIeIU(UYHOCTU CUCTEMBI JIJIs1 YCIIEITHOTO CUH-
te3a PHK-mmommmepas? 2. bynyT 11 Hen30esxHOo 00-
pa3oBaHbl Cly4yaiiHble (DEPMEHTBI, PaCXOMYIOIINe
«BITYCTYI0» aKTUBUPOBaHHbLIE MOHOMepHI? 3. SIBIs-
€TCsI I CUHTE3 MENTUIOB BO3MOXHBIM IIPY HaJIM-
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YUU TOJbKO omgHoM Mojekyabl PHK? [109]. Omum-
caHHasl OBYXIIOJIMMEpa3Hasl CUCTeMa MOXET OBITh
WHHUIIMMPOBAaHA TIOSIBJICHUEM OIXHOIO KOMITOHEH-
Ta — ofgHa KaTtainutudyeckass PHK Moxer cuHTe3un-
poBath mentun ¢ PHK-monummepasHoil akTuB-
HOCTBIO, TEM CaMBIM CO3aBasi BCIO CUCTEMY, a Iell-
tuaHas PHK-nonumepasa, He uMerolas MaTpULIb,
Moria Obl CIIOCOOCTBOBaTb CJIydaifHOMY CHHTE3Y
monekyn PHK ¢ nmepuoguyeckum oOGpazoBaHUuEM
(GYHKIMOHAJIBHBIX PUOO3UMOB. DTO O3HAYAET, YTO
MOSIBJICHHE JIIOOOTr0 KOMITIOHEHTa CHUCTEMBI MOTJIO
3aIlyCTUTh aBToKaTaMTyeckuit kackan [109]. [Mpu
9TOM OaHHAs TUIOTe3a He OIMCHIBAeT IIOSBICHUE
CUCTEMBI KOAMpPOBaHUS, U 00e mojauMepasbl (pop-
MUPYIOTCSl ClIy4YailHbIM 00pa3oM cpeau ITyja He-
¢yukamnoHanbHeIX PHK m onuronentnmos. Takas
TUIIOTeTHYECKAasT IEIITUIHAS TTI0JIMMepa3a He KOIU-
poBaHa, a 3HAYUT, HE CMOXKET BOCITPOM3BOINUTHCS, a
noauMepasa uz PHK He cMoxeT BecTu mpoLeccuB-
HBIII CUHTE3 MENTHAa, 00JagaloNiero IToJrMepas-
HOM aKTUBHOCTBIO.

Tunore3a mporenoB. CyllecTByeT aJbTepHATUB-
Hasg PHK-Mupy rumnore3a o BOSBHUKHOBEHUU TeHe-
THYECKOI CUCTeMBbI KJIETKA — TUIIOTE3a MPOTCHOB,
npemjioxeHHass Ansrmreiinom [107, 110, 111].
HaHHas runore3a 00bsICHUIA BOSHUKHOBEHUE OJ1-
HOBPEMEHHOTO CHHTE3a IMOJMIICHTUIOB M IIOJH-
HYKJIEOTUIOB, KOTOPbIE SBOIIOLIMOHUPYIOT HE TT0C-
JIeIoBaTebHO, a B3aMMOCBsI3aHHO. COrjlacHO 3TOoi
TUIIOTe3e, HYKJICOTUIbl CHadajda OOBCIMHSUINCH B
aMUHOAIWJIMPOBAaHHBIE TPUHYKJICOTUABI (IIpOTe-
HbI), KOTOpBIE SBISUIUCH €AMHCTBEHHBIM CyOCTpa-
TOM JIJISI OMHOBPEMEHHOTO CUHTEe3a MOJIMHYKICOTH -
J1a ¥ TIIOJIMIIENITUAA, TIPY 3TOM ITOCIeA0BAaTEILHOCTh
aMWUHOKMCJIOT KOOUPOBAIach B MOJIMHYKJIEOTHIE, a
00pa3yIoIIMNIACS MOJUIIETITUA 00J1a1ajl CBOMCTBAaMU
MIPOLIECCUBHOI moimMepasbl (mporeHanrasbr). O0-
mas ¢popmyna nporeHa NpNpNp~pX~aa, rie N —
HyKJIeo3un, p — ¢ocdat, X — OupyHKIIMOHATIbHBII
areHT, HalpuMep pudo3a Wiu APYrou yrieson, aa —
aMUHOKUCJIOTa, ~ — MaKpo3prudeckas cBsi3b. [1pu
3TOM aMWHOKMCJIOTA CIe(pUIHA 110 OTHOIIEHHIO
K CBOE€MY TPUILIETY.

B pamkax maHHOI1 TMIIOTe3bI IIPOTEHBI 00pa3y-
IOTCS MyTEM coeauHeHMs1 AuHyKiaeoTuaa NpNp u
aMUHOALIMJIMPOBAaHHOIO HyKjaeoTuaa Np~pX-~aa,
cneunduyecku o0yCIOBIEHHOIO B3aMMOIEHCTBU-
€M IVHYKJICOTUIAa 1 aMUHOKMCIIOTBI TPEThETO HyK-
Jeotuma. MexaHuM3M 0O0pa3oBaHMs MPOTECHOB
MpeCTaBIeH Ha pUC. 7. DTOT MEXaHWU3M MO3BOJISIET
OOBSICHUTH IIEPBUYHOE BOSHUKHOBEHME T€HETUIEC-
KOT'O Kojia M OTOOp BEIECTB JJIsI BO3HUKAIOIIEH Te-
HETMYECKON CUCTEMbl, BKJIIOYasi TOMOXHUpab-
HOCTh [95, 96]. @ochaT B HyKJIeOTHAAX IIPOrcHa
HaxoauTcs Ha 3'-, a He Ha 5'-KOHILIe (3TO MOBKIILIA-
€T BEepOSITHOCTh oOpazoBaHus docdomuapupHoi
CBSI3M), U TPETUI HYKJICOTU JOKEH 00sI3aTeIbHO



60 KOHJPATBEBA u np.

OBITH 1€30KCUPUOOHYKJIEOTUIOM, BTOPOil — yaiie
NIe30KCUPUOOHYKIICOTUIOM, a IIEPBHI — Yallle pH-
OOHYKJICOTHUIOM, T.€. IIOJIMHYKJICOTU/I SIBJISICTCS IT0-
JIMPUO0Ie30KCUPUOOHYKIICOTHIOM.

Takue MporeHsl SIBISIOTCS MOHOMEpaMM IS
OIHOBPEMEHHOTO CHHTe3a ITOJMHYKJICOTHAA U T10-
qunentuaa (puc. 7). JIBa mporeHa 3a CY€T ciaboro
CTOKMHI-B3aUMOJENCTBUS COIMKAIOTCS APYT C APY-
TOM, X BTOPOM MPOTeH yASPXKUBACTCS PSIOM C IIep-
BbIM B3aMMOJAEICTBUEM C aMHUHOKMCJIOTOM ITepBO-
ro. CrabwiusupyeTcsi KOMIUIEKC KOMILIEMEHTap-
HbIM OJIMTOHYKJICOTUAOM, COCTOSIIIIM 13 6 HYKJICO-
taoB. N-KoHell aMMHOKHMCIOTHI BTOPOTO IIpOreHa
cOmKaeTcsl ¢ aKTUBUPOBaHHBIM C-KOHIIOM aMU-
HOKMCJIOTBI TIEPBOrO IIporeHa; odpasyeTcsl TUIlel-
THII, CBSI3aHHBINM CO BTOPBHIM ITporeHoM. N-KoHiie-
Bas aMUHOKMCI0Ta aunentuaa, Glu wiun Asp (43-3a
X KMUCJIOTHBIX OOKOBBIX I'PYIIN), BIUSET HA 00pa30-
BaHue (GochomndpUPHON CBI3U MEXIY IEPBLIM U
BTOPEIM IIpoTreHaMu. B pe3ynbrare oopasyercs rek-
CaHYKJICOTH]I, CBSI3aHHBIM C AuTenTUaoM. Jdurmerr-
TUI 00JIaJaeT IOBBIIIEHHON (110 CpaBHEHUIO C Of-
HOIl aMMHOKWCJIOTOM) CIIOCOOHOCTBIO YIEpP:KUBATh
CIICAYIOIINIA IIPOTeH, ¥ BECh IPOIIECC IIOBTOPSIETCS,
MPU 3TOM JUMEINTU] TIEPEHOCUTCS Ha TPETUMl Mpo-
reH (TpaHCIIENITHAALNS) U TIOMOTAaeT ITOC/IeIHEMY
MPUCOSANHSITLCS K rekcaHykJieoTuay. Obpasyercst
HOHAHYKJIEOTH]I C TPUIIENTUAOM. TaknM oOpa3oM,
IpU TIPUCOEIUHEHUM TIPOT€HOB KaKIbI TPUILIET
3aIlOMMHAET KOOUPYEMYI0 aMUHOKHUCIOTY U yCTa-
HaBJIMBAETCS CBSA3b «T€HOTUIT (MOPSIOK TPUILIETOB
B TIOJUHYKJIEOTUAEe)—GheHOTUN (MOpsIIOK aMUHO-
KHUCJIOT B Tioymmtienituae)» [107].

PacTymmii menTua ITOCTOSHHO YYacTBYeT B
GopMUPOBAHUU CUCTEMBI: €CJIU TTOCICAHIS AMUHO-
KHCJIOTa, IPUCOSAMHSIOASICS K MEeNTULY, YBEIr-
YUBAET BEPOSITHOCTD BKIIIOUCHHUS CIICAYIOIIETO IIPO-
reHa, pOCT BCEil CHUCTeMBI ITPOAOJIKAETCS, €CIIU
YMEHBIIIAeT — POCT CUCTEMbI OCTaHaBIMBaeTcs. Ta-
KM 00pa3oM, BO3HMKAIOIIWK MOJUIIENTUI-Dep-
MEHT PacTET B TECHOM B3aUMOAEUCTBUU C ero Oyay-
LIUM cyOcTpaToM (IPOTreHOM) U, KaK OYeHb PeaKoe

coObITHE, (DOPMUPYETCS CBSI3aHHAsI Mapa <«IeH—
MpOIIeCCUBHAs IToJIMMepa3a (IIpOreHanurasa)», mpu-
YéM MoJMMepa3a UMeeT TPOITHOCTh K 3'-KOHILY IMO-
JIMHYKJIEOTHIA.

IMonumepasa, pacriojiokeHHast Ha 3'-KOHIIE Te-
Ha, IlepeMeIaeTcs K 5'-KOHILY, COSIMHSISI IIPOTEHHI,
KOMIUIEMeHTapHbIe MaTpuie. OMHOBpEeMEHHO CUH-
Te3 KOMIUIEMEHTapHOIo IOJMHYKJIEOTHAA IPOUC-
XOIWJI TOCPENCTBOM PEIUIMKALIMA M TPaHCKPUII-
LINH, TIOCKOJIbKY MCXOMHBIN TeH OBbLI MpeacTaBiIcH
(—)-1LIenblo, M COMMPOBOXKIAETCS CUHTE30M «HETIpa-
BUJIBHOTO» OeiKka, Komupyemoro (—)-uenso. [lo-
JIMMepasa IepeMeIiaercs K 3'-KOHIy BHOBb CUHTE-
3UPOBaHHON (+)-LIeNu U PEerUIMLupyeT €€, OgHO-
BpeMEeHHO (popMUpPYys HOBYIO MOJIEKYJTy TOJIMMepa-
36l M HOBYIO (—)-1IeTThb. [IBe MOJIEKYIIBI ITOIMMEPa3bl
JIOMOJTHUTEIbHO CO31al0T ABE HOBbIE (+)-Lenu. 3a-
TEM CUHTE3UPYIOTCS ABE HOBBIE (—)-1IeMH 1 IBE J0-
MMOJTHUTEJbHbIE MOJEKYIbl IToJIrMMepasbl (BCETo
4 MOJIEKYJIBI IIOJIMMEPA3HhI).

Takum ob6pa3om, TMITOTE3a IPOreHOB Ipesiara-
€T eIVHbIA MeXaHU3M, KOTOPHBII MO3BOJISIET 00bSIC-
HUTH: 1) BO3HMKHOBEHHE TI€HETUYECKOrO KOIa;
2) MexaHU3M OTOOpa KOMITOHEHTOB TSI 00pa3oBa-
HUS TeHETUYECKON CUCTEMbl, B TOM UHCJI€ BO3HU-
Karolel TOMOXUPATLHOCTH; M 3) BOSHUKHOBEHUE N
pa3sMHOXEHHE OUMOJEKYIIPHON Te€HETUIECKOM
CHUCTEMBbI, COCTOSIIEH U3 TeHa MOJMHYKJIeoTUaa U
0eJIKOBOII MPOLIECCUBHON MOJMMEpa3bl, KOAUpYye-
MOW 3TUM T€HOM.

CoryacHO JaHHOI TMIIOTe3€, BO3HUKILAs Ou-
MOJIEKYJIIpHasl CUCTeMa — 3TO MEPBBIA BUPYCOIO-
IoOHBIN opranusM (Protoviroidum primum), KOTO-
pPBIII pa3MHOXAeTCSd M SBOJIOLMOHUPYET MIYTEM
eIMHOTO Ipollecca PeIIMKAIlu, TPaHCKPUIILINU 1
TPaHCJISILIMU U SIBJISIETCS TIpapoaUTeIeM XU3HU Ha
3emire [107]. DxcnepuMeHTaTbHAS XUMWYECKas
MpoBepka MexaHu3Ma O0Opa3oBaHMSI IPOTEHOB
MPUHIIWIMAIbHO BO3MOXHA, HO ITOKa HE OCYILEeCT-
BJICHA.

Tunote3a yp3umoB. CorjiacHO Apyroii runorese,
orrcaHHoi Li et al. [112], kaTanu3 1 KonupoBaHUE

CnyualiHble KOMNieMeHTapHble ONUroHyKneoTuapl (4—6 HyKIeOoTH/IOB)

=

[eH (nonuHykneoTtna)

MonunenTua,
npoLeccuBHasn nonumepasa
(nporeHnurasa)

Puc. 7. ®opmupoBaHye GUMOJIEKYISIPHON TeHETUYECKON CUCTEMBI U3 ITporeHoB. MoauduimposaHo 1o [107]
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COBMECTHO Pa3BUJIMCh Oiarogapsi OMHOBPEMEHHO-
My obpaszoBaHuto nentuaos u PHK.

B ueHTpe 3TOI TUIOTE3HI JIEXKAT <«YP3UMBI»,
npeacTapiasgoinue coboil Heboabmue (120—130
AMHMHOKMCIIOT), BBICOKOKOHCEPBAaTUBHEIC (par-
MEHTHI JOMEHOB ABYX CYIIEpPCEMENCTB aMUHOALIVII-
TPHK-cunrteraz (aaRS). [IBa aTux cymnepcemeii-
ctBa — aaRS I 1 aaRS II — 6b11M Korma-to 3aKoau-
pPOBaHBl IIPOTUBOIIOJOXHBIMU LIETISIMU OTHOTO U
Toro ke reHa [113]. B otnuuune ot pubo3UMOB, KO-
TOpHIE JIeXXaT B ocHOBe rumnore3bl o mupe PHK, na-
pol yp3umoB I- u II-knaccoB npeactaBisitoT codoit
KOHCEHCYCHBIC MPEIKOBBIE (POPMEI, MTOCTATOYHBIC
IIJIs1 KOAOH-HaMpaBJeHHOTO CUHTE3a HeCTyJailHbIX
nenTunoB. Hanuuume MexaHM3Ma <«aKTUBALIW»
AMMHOKMCJIOT 3KCIIOHEHIIMAJIbHO YBEJIMIMBAaeT 3¢-
(EeKTUBHOCTh MX ITOJUMEPU3ALNN, a BOSHUKHOBE-
HUE YP3UMOB peElllaeT 3Ty MpodieMy. Yp3UMbl 3Ha-
YUTEJBbHO CHIDKAIOT CTPYKTYPHYIO CJIOKHOCTD, HE-
00XOIMMYIO IUISI OCYIIECTBICHUS TPAHCISIIUM PY-
JIUMEHTApPHOro TeHeTu4YeCcKoro koga. Takum obpa-
30M, YP3UMBbI IPOSIBJISIOT KaTaJlUTUYECKUE CBOM-
CTBa 3a0JIT0 J0 ITOJHOTO (hOPMUPOBAHUS T€HETH-
YeCcKOro Koja.

VYp3umMHasi MozeIb KO3BOIOLMM TIpearoaaraet
CTEPEOXUMUYECKOE <«KOMIUIEMEHTapHOE» B3aMMO-
nericreue Mexny PHK u nentuaaMu, oCHOBBIBAIO-
1eecst Ha IPUMUTUBHOM T'eHEeTUYECKOM KOJIe, B KO-
TOpPOM Kaxablii HykJieoTu B ayruiekce PHK coot-
BETCTBYET IBYM aMMHOKMCJIOTaM, a KaXIbIi IH-
TIETNITUL OTIPENENSIET COOTBETCTBYIOIIEE OCHOBAHMUE.
IlopobHoOe B3aumMoAeiicTBUE OMUCAHO B paboTe
Carter u Kraut [114]. CrepeoxumMmndeckoe KOTMUpPO-
BaHME MOIJIO T€HEepHPOBaTh IENTUIEI U COOTBET-
ctBytomiue UM PHK-renbl. I[Ipu aToM Takue reHsl
oynyt umeth aauHy reHa TPHK (~72 ocHoBanus).
TakuMm obOpa3oM, MUpP, OCHOBAaHHBIM Ha KO3BOJIIO-
uuu PHK u 6enkos, coctosin u3 Koporkux PHK-
«[€HOB» W KOJMUPYEMBIX UMW HEOOJIbIINX OEIKOB,
cneun(pUIecK aMUHOAIMJIMPYIOIINX MOJIEKYJIbI
PHK, 61aromapsi KOTOpbIM OCYLLIECTBSLIACH pUOO-
3MMHas TPaHCJISILIMS.

ABTOp Takoit Tnrore3sl 0 KosBoounu PHK n
oenkos, Carter [115], mpenaraeT ClIeayIOIINiA Clie-
Hapuii IpeOMOTHYECKOI 3BOJIIOLIMHU. B TeUYeHUE
IJIATEbHOTO NIepruoaa XUMUIECKOI 3BOJIOLIUU MO-
HOMEPHI aMUHOKHCJIOT M HYKJIEMHOBBIX KUCJIOT Ha-
Yaju COOMpPAaThCsI B KOBAJICHTHBIC KOMILIEKCHI,
BKJIIOYAIOIIME CTPYKTYPHO <«KOMILIEMEHTapHbIE»
OJIMTOHYKJICOTUAbl M IUIIETITUABI; ajJee MOILJIHU
MIPOMCXOAUTh CMHTE3 W JIMTUPOBAHME ITENTUIO0B U
OJIUTOHYKJIEOTUIOB, CIIELIM(PUIHOCTb KOTOPHIX ObI-
Jla Obl OrpaHMYeHa CIIapMBaHWEM HYKJICOTUIHBIX
OCHOBAHMI 1 TPYOBIM CTEPEOXUMUIECKIM KOIUPO-
BaHMEM MEXIY IBYMsI TUIIAMU ITOJIMMEPOB, TIPHCOE-
IUHSIOIIMX HOBBIE MOHOMEpPhI TaKMM 00Opa3oM,
YyTOOBl CTAOMIU3UPOBATh ABOMHON CHOUpaJbHbIR
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komiuieke nentua—PHK; koMmiaekcel pociu B
IJIMHY, BO3MOXHO, IO pa3Mepa IIpeariojaracMoro
reHa, KOAUPYIOIIETo 23-aMUHOKUCIIOTHBIE CMBIC-
JIOBBIE/aHTHUCMBICIOBEIE TIPOAYKTHI. 23-aMHUHOKHC-
JIOTHBIE CMBICJIOBBIE/@aHTUCMBICIIOBbIE MENTUIbI
cTany pogoHadajdbHUKaMu aaRS ¢epMeHTOB Kitac-
ca I u II; 23-aMUHOKMCIOTHBIE TIENTUAbI ObLIU JM-
TMPOBaHbI B 46-aMUHOKHWCIOTHBII Oe10K, 00J1a1aB-
Wi 6oJbIIel 3(pPEKTUBHOCTHI0O aAMUHOALIMINPO-
BaHMs1. HekoTophle 13 00pa30BBIBaBIIMXCS IIETITH-
JIOB BCE OoJjiee CreLau3upoBaIuCh KaK MOJIMMe-
pa3bl HYKJIEMHOBBIX KUCJIOT, IPYyrue aMUHOAIIUIM -
poBanu asyxuenodeuHyro PHK, aByxienouyeuHast
PHK coxpaHuia ¢cBow poJib 111a0JJOHA perIMKaluu
U pa3Buja NeNTUIUITPpaHC(EPa3HYIO0 aKTUBHOCTb,
cTaB OOJIbLIONW pUOOCOMANIbLHON CyObeaUHULIEH.
OgnnouenoveuyHasds PHK crana Bcé yaie OpaTh Ha
cebs1 JOMUHUPYIOIIYIO POJIb MAaTPUIIBI Y 3BOJIIOLIMO-
HupoBaja B coBpemeHHyto MPHK [115].

ABTOpHI THTIOTE3RI 00 yp3mMax, Li et al. [112],
yKa3bIBaloT Ha nBa Hegoctatka PHK-mwupa: 1) ot-
CYTCTBHME €CTECTBEHHBIX pUO03MMOB, PEIUIMLIMPYIO-
mwux PHK, akTuBupytommx aMMHOKHCIOTHI U aMU-
Hoauunupymux TPHK, u 2) 3aBucumocts prubdo-
3MMHOTO ITyTH OT PAaHHETO ITOSIBJICHUSI TOYHOM perl-
nukauuy. Takoil IyTh He MpeajiaraeT MexaHu3Ma
I TIpeofoJieHns «o0peiBa DiireHa» [116]. O6a
3TUX cJAabbIx MecTa, coryiacHo Liet al. [112], o6bsic-
HAIOTCS COBMECTHOM 3BOJIOLIMEN TIETITUIHBIX KaTa-
nu3atopoB 1 PHK.

JaHHast TUIIOTe3a MHTEpPEeCHA IUISI TIOHMMAaHMS
9BOJIIOLIMM TPAHC/ISILIMUA, HO HE JAET YETKOro Mpo-
BEPAEMOI0 OTBETA HA BOIIPOC O KOAUPOBAHUU IPY-
rux nenTuaoB. HemoHsATHO, KaK MOXeT 3BOJIIOIIO-
HUpOBaTh TaKas CUCTEMa, B KOTOPOil OelKM I
penukauuu He KonupyoTtess PHK.

BEJIKOBBIN MUP

Iunore3a GADV-06enkoBoro mmpa. lumoresa
GADV-6e1KkoBOro Mupa OCHOBaHa Ha HaOJoae-
HUMU, YTO OEJIKM, ColepKalllie MPUMEPHO OIMHAKO-
BO€ KOJUYECTBO YETHIPEX AMUHOKUCIOT (TJIHIIHA-
Ha — G (gly), ananuHa — A (ala), acrmaparuHoBoOit
kucaoTel — D (asp) u BanuHa — V (val), MoryTt 00-
Pa30BBIBaTb OCHOBHBIE BTOPUYHBIE CTPYKTYPHI O€I-
Ka — o-cniupanu u B-ciaou [117, 118]. B pamkax
3TOM TEOPUM TIpeNrojiaraeTcs, 4YTO OCHOBHEIE
GADV-6enKku MOTJIM TOTMMEPU30BAThCS CITyYaiiHO
W3 3TUX YETBIPEX aMUHOKUCIIOT, (OPMUPYS 100y~
abl. CorjaacHO 3TOW TUMIOTe3e, MPeOMOTHUYECKUIA
MUP JI0 TIOSIBJIEHUSI TEHOB BKJIIOYAJ CTaIMIO, HA KO-
Topoit GADV-06enku ObUIM CITOCOOHBI K TICEBIIO-
perummKanuy. Bo3HMKHOBeHNE TPUMUTUBHBIX O110-
JIOTMYECKMX CUCTEM B TAaKOM cJiydyae JOJKHO ObLIO
MIPOXOAUTH CJENyIoNe cTaguu: 1) mpedbuormyec-
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KM CUHTE3 1 HaKoIieHue gly, ala, asp u val; 2) ciy-
yaitHoe (popMHpOBaHNE OEIKOB M3 3TUX YETHIPEX
aMUHOKMCIIOT; 3) (popMUpoOBaHUE NMEPBUYHONA Me-
TaOOJIMTUYECKOM CUCTEMBI 3a CUET AKTMBHOCTU
GADV-6enKoB, CUHTE3 HYKJIEOTUIOB U OJTUTOHYK-
neotunoB PHK; 4) popmupoBaHue mepBUYHOTO Te-
HETUYECKOro Kofa U odpa3oBaHUE FeHOB; 5) obpa-
3oBaHue aBoiiHou cnupanu PHK, BosHukHOBeHME
HACJIEACTBEHHOCTU U Mepeaadyy TeHETHIECKOIro Ma-
TepHayia TOKOJICHUSIM — HavaJlo OMOJIOrMYeCKOM
SBOJIIOLMH; 6) SBOMIOLNS FEHETUIECKOTO KOJa 1 Te-
HETUYECKUX CUCTEM.

CornacHo 3To# TUITOTe3€e, IIPUMUTUBHBIN TeHe-
TUYECKUI KOHA COCTOSII M3 TMpeaBapUTEIbHOTO
GNC-kopa, BKJIOYABIIETO YeThIpe KOAOHA —
GGC, GCC, GACn GUC, kogupytommx 4 0CHOB-
Hble amuHokucaoTel GADV-mupa: gly, ala, asp u
val. 3aTeM IMPOU30LILIO0 pacIIMpeHUe FTeHETUIECKO-
ro koxa 10 16 kongoHos (GGC, GGG, GCC, GCQG,
GAC, GAG, GUC, GUG, CUC, GUG, CCC,
CCQG, CAC, CAG, CGC u CGQG), xkonupoBaBILIUX
10 amuHokucnor (gly, ala, asp, val, glu, leu, pro, his,
gln u arg) [119]. [lopsimok IosIBJIeHUST aMIHOKIC-
jotr B npebuotndyeckoM GADV-mupe mnpumepHO
coBManaeT ¢ ycraHoBiaeHHbIM Trifonov [120] 3Bo-
JIIOLIIMOHHBIM TIOPSIAKOM 00pa30BaHUSI aMHMHOKMC-
JIOT, OCHOBAaHHOM Ha 60 pa3In4YHbBIX KPUTEPUSIX.

I[TpyuMUTUBHEBIE OIHOILIETIOYCYHbIE HYKJICUHO-
BbIe KUCTOTHI cocTostN U3 GNC-MOBTOPSIONIAXCS
IIOCJIEAOBATEIBHOCTEd M OBUIM TIOJNy4EHBI IIyTEM
obpaszoBaHus GochoaudUpHOI CBS3U MEXIY KO-
nmoHamMu GNC. JIBylLernoyeyHble MOJIEKYIbl 00pa-
30BBIBAJINCH TP KOMIUIEMEHTAPHOM CITapUBaHUM
mosiekyal (GNC)n wnu kogoHoB GNC, u, Takum
obpa3oM, Obu1a chopMUpOBaHa MePBUYHAS CUCTE-
Ma perumkanuu [121].

IIpoGieMoii TMIOTE3bl «OEIKOBOIO MUpPa» SIB-
JISETCS TO, 4YTO CTaOWiabHAasI M (PYHKIMOHAJTBHAS
CTPYKTypa BO3MOXKHa TOJIBKO /IS KOPOTKUX Ipedro-
TUYECKUX IENTUIOB, a ClIydaiiHoe (hopMHpPOBaHUE
MPaBUJIBHOM IIPOCTPAHCTBEHHOM YKJIAOKUA CIOX-
HBIX TIENTUA0B/OEKOB B TaKMX YCJIOBUSX MPaKTU-
YyeCKM HeBO3MOXHO. Kpome Toro, nmpobesom gaH-
HOIl TEOpPHHU SIBIISICTCA OTCYTCTBHE UYETKOIO ITyTHU
7 peIUIMKalluM W nepefadyd MHGopMalunyd Ha
paHHUX 3TallaX BOJIOLIMY, OCHOBaHHBIX Ha MEITHU-
Jax.

JUMUIHBIN MUP

Tunoresb! TunuaHoro Mupa [122—124] npearo-
JIaraloT, YTO MPOCThbIe TUAPOGDOOHBIE MOJIEKYJIbI JIM-
IMMAOB MOTYT COXPAHSThH U PaCIIpPOCTPaHSITh MH(POP-
Maluio, TaKUM 00pa3oM, MpeTepIieBast 3BOJIOLMIO.

Mogeans GARD. Mogens JIUMOUAHOIO MHUpa
Lancet et al. [124] ocHOBBIBaeTCSI Ha TIPEATIOIOXKE-

HUM, YTO BOCIIPOU3BEACHUE COCTaBa KOMIIOHEHTOB
MpeOMOTUYECKOIO0 MMpa IIPEAIlecTBYeT peIlIdKa-
LMK HEIOCPeICTBEHHO MHMOPMALIMOHHBIX ITOCIIe-
nJoBatesibHOCTel. COrJIacHO 3TOMY B3IJISIAY Ha IIPO-
TOOMOJIOTUIO, TIEPBHIE PEIIMKATOPHI OBLIM CKOILIE-
HUSIMH CIIOHTAaHHO OOBEIMHSIIOIINXCS, TeTepOreH-
HbIX 1 B OCHOBHOM HEKaHOHUYECKHUX (He 00pa3ylo-
IIUX OUCIONHBIE CTPYKTYphI) aM(UMUIbLHBIX Be-
IIECTB. DTO IIPEAIOJOXEHHE ITOATBEPXKIACTCS
IMOCTPOCHNEM XMMHWIECKOI KMHETUKU MO PEII-
JIMKalIMM MUIEJIIPHOrO aBToKaTajau3a (aHTJI.
Graded autocatalysis replication domain, GARD)
[122]. Cormacino GARD, B ipebnoTndyeckoM Mupe
CYIIIECTBOBAJI OTOOP HEPAaBHOBECHBIX arperamuii Be-
1ecTB (KOMIIO30MOB), KOTOPBIE MOTJIM OBITH CITO-
COOHBI K aBTOKATAIMYECKOMY TOMEOCTaTUIECKOMY
pocty [124]. Takoil mpoliecc, HapsiLy CO caydaii-
HBIM JeJIeHeM KOMIT030Ma, BOILIOLIAJ B ce0e ITpr-
MUTHBHOE KJIeTOYHOe pa3MHoxeHue. Ilpu Hamu-
YUK B cpene aM(pUGIILHBIX BEIIECTB U3 HUX CAMO-
GOpMUpPYIOTCS MMLEIbI, 3TOT (aKT MOXET CIy-
JKUTh TPENNOCHUIKONM IS BOSBHUKHOBEHUS CaMo-
IMOJIC P>KUBAIOIINXCS aBTOKATATUTAYECKIX JIUITNI-
HBIX cucteM. B Takom cinyyae GARD-3BomoLus
mupa-no-PHK npossasiiace B oT00pe pa3auyHbIX
KOMIIO30MOB B IIpeeiax pa3pexkeHHOro JaHamad-
Ta IPUTOTHOCTU B OTBET HAa XMMHMYECCKUE M3MEHE-
HUs okpyxatotieit cpenpl. [To monenu GARD «re-
HOTUIIOM» SIBJISICSI caM KOMITIO30M, T.€. COCTaB aB-
TOKATAJTUTUIECKUX MMIEI, U OH XK€ OIpeaessuI
CIIOCOOHOCTH K PeIUIMKALUU, T.e. «(DeHOTUII» CUC-
TeMbl. «[€eHOM» KOMII030Ma B TaKOU CHCTEME OKa-
3BIBACT MPSAMOE KHMHETUYECKOEe BIMsSHIE Ha 3P dek-
TUBHOCTb MU TOYHOCTb T'OMEOCTAaTUYECKOTO POCTa,
CIeOBaTeIbHO, Ha eTo peIIKauio. Takum odpa-
30M, aBTOPHI TUIIOTE3bI YKA3bIBAIOT Ha KOPPEJISIILINIO
MEXIy MyTallUsIMU B CUCTeME U €€ PerpomyKInei
06e3 HeoOXOAMMOCTH B ITOCPEIHUKE, TAKOM KaK KO-
IUpyeMblii  OelloK  Wiad  (pyHKUIMOHAJbHAs
PHK [124]. TunoTe3a mpenmonaraeT paHHee 00b-
eIMHCHUE KIIIOUEBBIX KOMIIOHEHTOB OMOJIOTMU B
JIMITMITHOM TTPOTOKJIETKE: aM(pUbMIbHBIE KOMITO30-
Mbl MOIJIM BKJIIOYaTh aMUHOKUCJIOTHI YU MEOTUIBI,
azotuctele ocHoBaHus PHK u onuroHykneoTuasl,
CIIOCOOHBIE K KOMILJIEMEHTApPHOMY CIIapUBaHUIO,
KO(aKTOpPhI, XeIaTOPhl METAJLIOB, TUOJbI, OJUIO-
docdaTtel U1 MHOTME Opyrue COEOIUHEHMS, MEXIY
KOTOPBIMU (POPMUPOBAIMCH META0OOTNICCKIE CBSI-
3u. JlaHHast Mozenb He Ja€T OTBETOB Ha BOIIPOCHI O
BO3HMKHOBEHUM MMEHHO T€HETUYECKUX CHUCTEM,
HO CBSI3BIBAaCT IPU 3TOM MEXIy COOOI pa3HBIe
KJIacchl MoJiekysl. KpoMe Toro, MoaeianpoBaHue
GARD nemMoHCTpUpYeT B 00pa3yIOLINXCS CUCTEMax
T XK€ TePMOAMHAMMNYECKIEC M KUHETUIECKHNE OCO-
OCHHOCTH, KOTOPBIE COOTBETCTBYIOT IIpeaIIoIarae-
MOMY MpPEAIIeCTBEHHUKY COBPEMEHHBIX KMBBIX
kieToK. GARD KoMIo30MBI XapaKTepu3yIOTCS aB-
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TOpaMM KakK JUCCHUIIATMBHBIE CUCTEMBbI, YTO TaKXKe
SIBISIETCS. OTJIMYUTEIbHBIMU IIPU3HAKAMU KM3-
Hu [124]. ITpu 3TOM caMu aBTOPbI TUIIOTE3bI YKA3bI-
BalOT Ha CKYIOCTb 3KCIIEPUMEHTAJIbHBIX JaHHBIX
IIJIS B3AaMMHO KaTaTUTUYECKMX CETEeH.

PHK-mununnstii mup. Maes BO3ZHUKHOBEHUS
XXW3HU U3 aM(pUPUIBHBIX KOMITO30MOB [122] 6bL1a
pa3Bura B runote3e PHK-nmunuaHoro mupa Mallik
n Kundu [123]. [1moTe3a 0 KO3BOJIOLWA JTATTNIOB
n PHK ocHoBaHa Ha mpeanojioXXeHUU, YTO COBpe-
MEHHbIE CTaOWJIbHBIE B3aUMOACUCTBUS  JIU-
mua—PHK — 5To MoJieKyasipHbIe «OKaMEHETOCTU»
IpeBHelW cranuu 3Bomouuu, koraa mup PHK Bo3-
HUK U3 MUpa aunuaoB. [Ipeanonaraercs, 4To ApeB-
HUE prOO3UMBbI ObUIN «3alULLIECHbI» JTUITUIAMU, YTO
00€eCITeYJI0 UX BBDKMBAHME B XECTKUX YCIOBUSIX
npedruoTudeckoro okeaHa. IlpucyrcTByonye B OK-
pyXarwlleil cperne MOHbl METAJLIOB MOIJIA KaTaJlu-
3upoBaTh perukauuo PHK BHyTpH 3a11MILIE HHBIX
JIMIIMIHBIX MUILEI. ABTOpaMU IIPEICTaBIIEH BO3-
MOXHBIN B paMKax 3TOM MOJEN MeXaHU3M TpaHC-
aauu 1 nepexoga or PHK-nmunuaHoro mmpa K
PHK-6enkoBomy: PHK—mnpoTo-pudocombl, npu-
KpemJEHHbIE K BHYTPEHHEMY CJIOI0 JTUMUAHOIO My-
3bIpbKa, CAyJaiiHO MOJIMMEPU30BaIl aMUHOKMCIIO-
Thl. CUHTE3 CIIyJYailHBIX TOJIUIIETITAIOB B 0OIBIIOM
myJie Be3UKYJ MOT ITIPUBECTU K 00pa3oBaHMUIO yHK-
LIMOHAJILHBIX OEJIKOB, KOTOpble MOTJM CHIrpaThb
BaXHYIO pOJIb B paHHel 3Booun [123].

SAK/IIOYEHUE

Hamm 3HaHUS ¥ TIpeACTaBIeHUS O COBPEMEH-
HBIX OpraHM3Max U MOJIEKYJ1aX, KOTOpbIe OHU COIEP-
Kat, obecrneynBalT (GopMUPOBAHUE MPEANIOCHLIOK
JIJIST TIPEATIONIOKEHMS O TOM, YTO Pa3BUTHE OMOJIOTH-
YeCKMX CUCTEM HAvyaJIOCh C 9BOJIIOLIMU CEMENCTB MO-
JIEKYJ1, KOTOpble MOTJIM Obl KaTaJlu3MpOBaTh HUX
coOCTBeHHYIO perumKannio. CyIiecTByeT OOJbIIoe
KOJIMYECTBO TUIIOTE3, KOTOPhIE OMUCHIBAIOT MOI00-
HbI€ ClLiEHapuu, Haubosiee IIUPOKO U3BECTHBHIE U3
HUX MBI TIOCTapaJICh IIPEACTaBUTh B TaHHOM 0030-
pe. OmHaKo MPaKTUYSCKU HU OfHA U3 STUX TUIIOTE3
He OMuChIBaeT 6e3 MpoOesIoB U JOMYLIEHW Bce 3Ta-
IIbl paHHEN 3BOJIIOIIUM T€HETUYECKUX CUCTEM.

Tunore3za PHK-Mupa cerogHs siBjisieTcsi rjiaBeH-
CTBYIOLIE HAYYHOU MOEEi, U CYILIECTBYET HEMAJIO
JIOBOJIOB B €€ I10JIb3Y, KOTOPHIE MbI OITMCAIX U KOTO-
PBIM TIOCBSIIIEHO MHOXECTBO PadOT, B TOM 4YHCJIe
pacCMOTPEHHBIX B HacTosimeM o03ope. B pamkax
3TOM TeOpUH pa3pabdoTaHO MHOT'O BEPOSITHBIX MeXa-
HU3MOB 3BOJIIOLIMM KOMIIOHEHTOB TPaHC/ISILIUM.
ITpu stom rnaBHasa mpobiema mupa PHK po cux
TOp HE pellleHa — HE TOCTUTHYTO MOJITHOE CaMOBOC-
npousBeneHne PHK. OtkpbiTHe mOpoliecCUBHOM
pUOO3MMHON TToNIMMepa3hl (PEeTTMKasbl), CIT0co0-
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HOH peruIMIMpoBaTh JJIMHHbIE TOJIMHYKICOTUIHbBIE
IIOCJIEI0BATEIbHOCTH, PEIIUTEIbHO YKPEIUIo ObI
no3uuuu rumnore3sl Mupa PHK, Ho Takoro moctu-
xeHud eme HeT [38]. B HacTosIee Bpems He U3Be-
CTHO HY OJHOM IMOCTPOCHHOM TOJIBKO U3 HYKJIEOTHU-
JIOB IIPOLIECCMBHOM ITOJIMMepa3bl. ApKuMu mprume-
paMU TaKHUX MOJIEKYJISIPHBIX MAIIIUH SIBJISTIOTCST pa3-
HooOpa3Hble coBpeMeHHble JHK- n1 PHK-nonu-
Mepasbl, KOTOPbIE HMMEIOT YMCTO OEJKOBYIO WU
HyKJIeonpoTeuaHyo npupoay [125]. OueHb Bbipa-
3UTEJIbHA CUTYalllsl ¢ pubOCOMOI1, KOoTopasi, 10 Cy-
THU, SBJISETCSI MOJEKYJSIPHOU MAILWHOM, ITOJIMME-
pU3YyIOLIe AMUHOKHUCIIOTHI IIPY OBVKEHHUU 110 T10-
aunykiaeotuaHoit Marpuue (MPHK). M3BecTHO,
yto pudbocomHas PHK aBnsercs pudo3nmmMom, crio-
COOHBIM COCOMHSITh aMUHOKMCJIOTH MHENTUIHOM
cBsi3blo  [125]. OpmHako pubocoma COAEPKUT
30—40% Oenka, 6e3 KOTOPOrO0 HE MOXKET BBIITOJI-
HATh cBoto PyHkuuMo. [Tocie 1990 1. GBUIM MCKyC-
CTBEHHO IIOJIy9€HBI PHOO3MMBI CO CBOMCTBaMU
PHK-nonumepassl [22, 23], oAHAKO 3TO MOJMME-
pa3bl TUCTPUOYTUBHOIO TUIIA, HE CIIOCOOHBIE TBU-
ratbcs 1o marpuie. TakuM o0Opa3oM, prbOO3UMBI
MOTYT 00pa3oBbIBaTh U (pocdoanapupHbie CBSI3U
MEXIY HYKJICOTUAAMHU, W TIENTUIHBIEC CBSI3U MEXIY
aMUHOKMCJIOTAMU, HO, BEPOSITHO, He CIIOCOOHBI 03
0cIKa BBIITOIHATH (DYHKIIUIO MOJICKYJISIPHBIX Ma-
mH. Eciy 370 JeiicTBUTENIBHO TaK, TUIIOTE3a MU-
pa PHK gBnsieTcs Takum ke TYIIMKOBBIM HaIlpaB-
JICHUEM [IJIs1 pelIeHUs IIPOoOIeMbl IIPOUCXOXICHMUS
KM3HU, Kak ¥ rurore3a OmnapuHa [126], ToCKOIbKY
HE MOXET IIPEUIOXMTbh KOHKPETHOIO MeXaHM3Ma
BO3HUKHOBEHUS T€HETUIECKON CUCTEMBI.

Kpowme Toro, Hecmotpst Ha To uto PHK ob6nana-
€T CIIOCOOHOCTBIO BBIMOJHATH MHOTME (DYHKIINU
0eTKOBBIX (DEPMEHTOB, HET JaHHBIX 00 YIaCTUU PU-
003MMOB B (DYHKIIMOHMPOBAHWM KJIETOYHBIX CHC-
TeM, KOTOpbIe AOJLKHBLI OBIIM BO3HUMKHYTH Ha ca-
MBIX paHHHUX 3Tarax OMOJOTMYECKOU >BOJIIOIUM.
Tak, pr6031MMBI HE TIPUHUMAIOT YYACTUSI B CUHTE3e
HYKJICOTHIOB, B pab0Te SHEPIreTUIECKUX CUCTEM, B
amuHoauuiaupoBanuun TPHK. Ilpu sTtoM uckyc-
CTBEHHO MOJYYeHBI PUOO3MMEI, CIIOCOOHBIE 3(-
dexTuBHO M cHenudUIHO aMUHOAIMIMPOBATH
TPHK [95—98], HO Bce ecTtecTBeHHbIe aaRS sBisi-
10TCs 6esKaMu. DTU (haKThl TPYIHO COBMECTHMEBI C
runore3oii mupa PHK 1 mo3BoasioT nymMaTh 0 TOM,
YTO KOIMPOBAaHHBIM CUHTE3 OeJIKka MMeJl MeCTO Ha
CaMbIX paHHMX 3TallaX 3BOJIIOLIIMOHHOIO pa3BUTHS
JKMBOTO MUpa.

[IpencraBisiercst pa3syMHOI HIess O KOIBOJIO-
LIMA JIBYX TUTIOB MaKpPOMOJIEKYJ — HYKJIEMHOBBIX
KUCIOT U 0esikoB. Takoii clieHapuii He CTOJIb 3KO-
HOMUYEH B 3BOJIIOIIMOHHOM OTHOIIIEHUHU, KaK XK1~
BOM MUpP Ha ocHOBe omHolt Toibkko PHK, ogHako,
BEPOSITHO, YTO MENTUABI (M MOJIUIIENITAIBI) UTPaIN
BaXKHYIO POJIb B paHHEM OuosorndyeckoM mupe. Ii-
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MoTe30i, KoTopass xopouio gorojHser mup PHK
BEPOSITHBIMM PaHHUMMU OE€JIKOBBIMU MOJIEKYJIaMH,
TpeOOBABIIMMMUCS JJUISI OCYIICCTBICHUSI TPaHCIISI-
LIMU, SIBJISIETCS TUIIOTE3a YP3UMOB. DBOJIIOIMOHHO
KOHcepBaTUBHEBIE aaRS AByX Kj1accoB MOTIIM cIoco0-
CTBOBaTh 00Jic€ TOYHOMY YCTAHOBJICHUIO COOTBET-
crBusg TPHK 1 amyuHokucnor B tpaHcasuuu. Komr-
nemeHTapHbie e PHK kogupoBanu kaxnast cBoit
MEeNTUA, HEBBICOKASI TOYHOCTh PEIUIMKALIMU MOTJa
MIPUBECTA K 00pa30BaHUIO HOBOM MOJICKYJbI, TIPU
9TOM €€ (PYHKIIMOHAJIbHOCTh MOIJIa HE HApYIIUThCS
IIPY COXPaHEHUM TMPOCTPAHCTBEHHOH CTPYKTYPHI.
M Takum oOpasom, rumoresa yp3UMOB u30eraet
«00pbIBa DiireHa», MOTOMY YTO HauboJiee BaXKHBIM
€€ orpaHMYEeHUEM SIBJISIETCSI HE TOYHOCTh IOCIen0-
BaTeJbHOCTH, a COXpaHEHME CTPYKTYPHBIX 3JI€MEH-
TOB M KaTaJIUTUYECKNX aKTUBHOCTEM KOPOTKUX I10-
JIMIENTUAHBIX INuiaeK. [1py 3ToM MaoBepOSITHBIM
COBMNAZCHUEM KaXeTCs COXpaHEeHHE KOMILIEMEH-
TapHocTu uenodyek PHK, kogupylomuyx Takue ner-
THUIBI, IPY HU3KOM TOYHOCTHU PEIIMKALIH.

Wnest o ToOM, 94TO TeHETUYECKHNE CUCTEMBI CDOP-
MUPOBAJIICh Ha OCHOBE ABYX KO3BOIIOLIMOHUPYIO-
IIMX MAaKPOMOJIEKYJ pa3HbIX KJIACCOB, peau30BaHa
B TMIIOTE3€ NIBYX IOJMMEpa3, a TakXkKe B TUIIOTe3e
mporeHoB. B mocienHel Ha OCHOBE OTHOIO ITPUH-
uuna (obpa3zoBaHUE aMUHOALMJIMPOBAHHBIX HYK-
JICOTUIHBIX TPUIUIETOB) TEOPETUYECKU PEIIarOTCS
HECKOJIbKO BaXKHEUIINX MpoOeM TeOPHUH BO3ZHUK-
HOBEHUsI XM3HHU: OTOOP BEIECTB, BKIIOYAs TOMO-
XUPaJIbHOCTh, MEXaHW3M BO3HUKHOBEHUS ITEpBUY-

HOT'O FT€eHETUYECKOT0 KOJIa 1 TIepBO OMMOJIEKYJISIp-
HON TE€HETUYECKOM CUCTEMBbI, PEIUIMLIMPYIOIICUCS
Ha OCHOBE €IWHOrO Ipolecca perauKaluuu-TpaH-
CKPUILUU-TPAHCISILUU. ABTOpPOM IpeaiaraeTcs
YHUKaJIbHAs1 KOHLEMNLIUS BO3MOXHOTIO ITEPBOIO XKH1-
BOT'O HEKJIETOYHOIO OpraHM3Ma — MpOTOBUPOUIA U
OMUCHIBAETCS MPUHUMIIMAIBHBIA MEXaHU3M €ro
ouosornyeckoil (HJapBUHOBCKOI) 3BOJIOLIUMU B
HamnpaBJIeHUX K KjieTke. [J1aBHbI HeIOCTaTOK T'v-
MOTE3bl 3aKJI0YAeTCS B OTCYTCTBUU €€ 3KCIEpU-
MEHTAJIbHOI MpPOBEPKHU, KOTOpas, OAHAKO, MPUH-
LIMIAATBHO BO3MOXHA.

Kputnka paccMOTpEeHHBIX IIpEICTaBICHUI O
BO3HMKHOBECHUHU U 3BOJIIOLWU TPAHCISILUU HE O3HA-
YaEeT, YTO BAXKHBIE SKCIIEPUMEHTAIbHBIC TAHHbBIE, I10-
JlyueHHbIe Ha ocHOBe Tunorte3bl PHK-Mupa, u uaen,
BbIABUHYTbIE B 3TOW 1 APYTUX TMIOTE3aX, HE MOTYT
OBITb MCHOJIH30BAHBI JJISI TTOHMMAaHMST BaXKHBIX ac-
IIEKTOB 3BOJIIOIIMU XUBOI'O MUpPa U HE MOIYT OBITh
MOJIOKEHBI B OCHOBY OYAYIINX 9KCIIEPUMEHTOB.

®unancuposanne. Pabora BbinoHeHa MpY N0~
nepxke IIporpaMMbl CTpaTETMYECKOTO aKaaeMU-
yeckoro nunepctsa PY/IH.

KondamkT uaTepecoB. ABTOPHI 3asIBJISIOT 00 OT-
CYTCTBUM KOH(MIMKTA HHTEPECOB.

CoOmogenne 3THYecKHX HOpM. HacTtosias
CTaThsl HE COACPKUT OMUCAHUS KaKUX-TUOO0 rcclie-
JIOBaHMI C y9aCcTHEM JIIOJeH NI XMBOTHBIX B Kadye-
CTBE OOBEKTOB.
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The origin of the genetic code and translation system is perhaps the central and the most difficult problem in study-
ing the origin of life and one of the most difficult in evolutionary biology at all. There are plenty of hypotheses for the
emergence and development of present genetic systems, considering the origin and early evolution of the genetic
code, as well as the emergence of replication and translation. The most famous hypotheses are discussed in this review.
However, none of these hypotheses describes without gaps and assumptions all stages of the early evolution of genet-
ic systems. The RNA-world hypothesis is the dominant scientific idea of the early evolution of biological and pre bio-
logical objects for now. Its' main advantage is that it offers RNA as the first living systems to be self-sufficient. Namely,
RNA are capable of functioning as a catalytic component of the system, and at the same time as a template. However,
there are also significant limitations. In particular, ribozyme processive polymerase has not yet been discovered or syn-
thesized. Taking into account the proteins and nucleic acids mutual need in each other in the present world, many
authors propose scenarios of early evolution based on the co-evolution of these two classes of organic molecules.
Hypotheses of this kind postulate that the emergence of translation was necessary for the replication of nucleic acids,
in contrast to the world of RNA, where the emergence of translation was preceded by the era of self-replicating RNA.
And although such scenarios are less economical from the point of view of the evolution, since they require the simul-
taneous emergence and evolution of two classes of organic molecules, as well as synchronization of replication and
translation emergence, their great advantage is that they offer the development of a processive and much more accu-
rate protein-dependent replication.

Keywords: evolution, origin of life, translation, genetic code, RNA world, progene, protein world, lipid world
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