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IIpenucnoBue

MosekynsapHas GHOMOrUs 3aHHMAET -0c000e MeCTO B pa3BUTHH HaykH
BTOpOH MNosoBHHbI XX B. UMeHHO ee poXAEHHME M IOCEAYIOLUMH
OypHBIA pPOCT BbIABHUHYJIM OHOJIOTHIO B L€JIOM B pAdbl CaMblx
MepeloBLiX M MONYJSpHBIX Hayk, a XX B. CTald MHOrJa HAa3bIBaTh
«BeKOM OHosornu». BO3HHKHYB KaK OTpac/ib OHOXHMMHMH, MOJIEKYMNsp-
Hasg OMOJIOTHS MOJYYHIa MOINHOE pa3BHUTHE Oiaronaps BHEIPEHHIO
B Hee HAECH M METONOB TeHeTHKH H (u3MKH. OTKpBITHIA H chOpMYIH-
poBaHHbLIM B 1953 r. MpMHIMI KOMILIEMEHTAPHOCTH B HYKJIEMHOBBIX
KHCJI0TaX, 06BACHHUB 0COOEHHOCTH CTPYKTYPhl 3THX MaKPOMOJIEKYJISIp-
HBIX COeMHEHHH H o0Jyajas mpezicka3aTe/IbHOH CHJIOH B OTHOILIEHHH
HX GYHKUMHA, Jler B OCHOBY HOBOI'O HampaBjieHMs Hayku. OrpoMHoe
HAyYHOE M METOMOJIOTHYECKOE 3HAYEHHEe MOJIEKYJIIDHOH OHOJIOrMM
COCTOSJI0 B TOM, 4TO HanOosnee QyHIaAMEHTalbHOE U TaAUHCTBEHHOE
CBOMCTBO J»HBOH MaTe€pHH — BOcIpou3BedeHHe cebe nomoGHoro —
0Ka3aJioCch BO3MOXHBIM OOBLACHHTL Ha MOJIEKY/ISIPHOM YpOBHE. Mo-
JleKyJiipHas CTPYKTYpA BellleCTBa, B KOTOpPOM 3amMcaHa (3aKOOHPO-
BaHA) reHeTHueckass HMH(poOpMaIMs, MeXaHH3IMbI BOCHPOH3BENCHHMA Ie-
HEeTHYEeCKOM HH(OOPMALMM B IMOKOJIEHHSIX KJIETOK M OpPraHM3MOB H
MEeXaHU3Mbl pea/IM3AIEE reHeTHYeCKOH HH(OpMaLWH Yepe3 OHOCHHTE3
6eJIKOB — BOT TpM HampaB/IEHHs, 10 KOTOPbIM Pa3BHBAJIACh 3TA Hayka
U rie 6bUTH chefiaHbl pelnarmoie ycrexd. Kpome Ttoro, cTpykrypa
H MexaHH3IMbl GYHKUMOHHPOBaHHs 0eJIKOB CTaJIM TaKXke MpeaAMETOM
MOJIEKyIsipHON OHOJIOrHH.

CraHoBNeHHe M Pa3sBUTHE MOJIEKYJIIPHOM GHOJIOTHH MMeso 60JIb-
e nocneacreus. [Ipexne Bcero, ee rpaHOMO3HbIE OOCTHXEHHS
H CTPEeMHMTe/IbHOCTbh pOCTa MpHBJIEK/IH BHUMAaHHE BCEro 4eJIOBEYeCTBa
K Ouonormu m OGuonoritueckuM mpobiaeMaM. [lanee, mo cBoeMy
CYUIeCTBY, Bce QOCTHXEHHS MOJIEKYIAPHOM OMOIOrHH SIBWJIKCH IIOIHBIM
TOPXKECTBOM MaTepHAJIMCTHYECKOro MMpOBO33peHHs. MornekyngpHas
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6uosorus, cama 6yaydu 9ucTo (PyHIAMEHTAJIbHOM HayKoH, IpHBeJia
K BO3HMKHOBEHHIO MHOroobeilariled MpUKIaJHON OTPac/Iv — FreHHON
HHXCHEPHH. )

B Coserckom Coro3e MoJIeKyJiipHass OHOJIOTHE wMMesa CBOIO
NMpeapICTOPHIO C CEpPbe3HBIMM HAYYHBIMH 3aleJIaMH H TpaJHuIMSIMH.
[lepBrle KOHKpETHBblE HOEH O MATpPHYHOM MEXaHH3Me BOCIIDOH3Be-
[EHUS MaKpPOMOJIEKYJIIPHBIX XPOMOCOMHBIX CTPYKTYp KaK HOCHTEJIEH
HacJIEACTBEHHOCTH ObUIH BbicKa3zaHel eile B 1928 r. H. K. Konb-
oBbIM. B 1934 r. B MOCKOBCKOM TIOCYyJapCTBEHHOM YHHBEpPCHTETE
uM. M. B. JloMoHocoBa Ha kadenpe OHOXMMMH pacTEHHH IOX
pyxoBoacTBOM A. P. Kusenss 6bUIM HadaThl MCCieOBaHHWA HYKJIEH-
HOBBIX KHCJIOT. OTH paboThl 3aTeM Bo3rjaBuia ero yyeHuk A. H Be-
JI03epCKHHA, TPyJaMH KOToporo ObLia [0Ka3aHa YHMBEPCAJIBHOCTH
pacrpoctpaHeHuss JJHK B XMBOM MHpe H CBfi3b KOJHMYECTBEHHOI'O
COMepXXaHUS HYKJIEMHOBBIX KHCJOT B KJIETKaX C MHTEHCHBHOCTBIO
pocta M pa3MHOXeHHS. K MOMeHTY «obHLHAIBHOIO0» PpOXIOECHHS
MOJIeKyIsipHON Guosnoruum B 1953 r., xorga JIx. YorcoHom u ®@. Kpu-
KoM Ob1n chopMyIHMpOBaH NPHHLMII CTPYKTYpbl MU BOCIPOM3BENCHHUS
JHK, y Hac B cTpaHe cyilleCTBOBajla cOOCTBeHHas ILKONA CIIELiMa-
JIUCTOB M0 HYKJIEMHOBBIM KHCJIOTaM, TOTOBas BOCIIPUHATH TEHIEHLIMU
pa3sBUTHsI 3TOH HOBOM Haykd. IIoaToMy yxe B paHHHUH IIEpHOI
CTaHOBJICHHS] MOJIEKY/IADHOM OWUOMOrMH, HECMOTPS Ha OMpelesIeHHbIE
TPYAHOCTH H HEJOCTAaTOK KaJpOB, COBETCKMMH yYeHBIMM ObLI cIesaH
psaO NPHHUKMIHAILHBIX HAYYHBIX BKJIaJIOB, Cpead KOTOPHIX OOHapy-
*eHHe crneumanbHou opakuuu PHK, B mocnenyroinem Ha3BaHHON
uHpopmauuonHon PHK (MPHK), oTkpeiTHE BpeMeHHOH peryisiuHu
cunte3a uHpopmaimonnsix PHK Ha JIHK, muoHepckue uccnemoBa-
Hus MHpopMaumoHHbIX PHK 3ykapHoTHYeckHX KJeTOK, paciundpoBka
MOJIHOM mepBHYHOM CTpykTypsl omnowi u3 TPHK, nemoncTpanus
BO3MOXHOCTH caMocOopxH pubocoM U T. .

Omupasgck Ha ObICTPO pacTyilMii 06beM 3HaHMH B 06sacTH Mo-
JIEKy/IApHOA OHOJIOTMHM, OTEeYeCTBEHHblE TpaJUUMH B HCCJIeIOBaHUHU
HYKJIEMHOBBIX KHCJIOT ¥ COOCTBEHHBIH OMBIT pabOTHI, aBTOpP JAHHOTO
yuyeOHMKa MOOTOTOBMI B 1964 TI. ¥ Havyajq dYTeHHe Kypca JIeKLU#
M0 MOJIEKYIIpPHOM OHOJIOTMH B MOCKOBCKOM TrOCYIAPCTBEHHOM YHH-
BepcureTe. KOHEUHO, ¢ TeueHHEM BPEMEHHM KYPC 3BOJIOLMOHHPOBA
M paciiMpsUicA, H Telepb OH COCTOMT M3 TpeX YacTei («Ctpoenne
U OMOCHMHTEe3 HYKJICHHOBBIX KHCJIOT», «CTpykTypa pHbocom H OHO-
cuHTe3 OenkoB» M «CrTpykTypa M ¢yHxkumn OenkoB»). B ocHoOBy
npe/ylaraeMoy KHMTM TMOJIOKEHAa Ta YacTb Kypca JIEKUMH, KOTopas
MOCBSIleHa CTPYKType pubocoM H GHOCHHTe3y Genka.



IepBooyepeHOe H3JaHHE HMEHHO 3TOHM YAacTH Kypca MOJEKYJsip-
HOM OHMONOrMH [OUKTYETCH PSOOM OOCTOSTENbCTB. [ N1aBHOE — 3TO
OTCYTCTBHe Xopoulero ydeOHHMKa WIH MoHOrpadHM He TOJILKO B
OTE4eCTBEHHOM, HO U B MHPOBOHM JIMTEpaType, Te BOMPOCHI CTpOe-
HHUs 6eTOKCHHTE3HMPYIOLLETO anmapaTa ¥ MeXaHH3Mbl OHOCHHTe3a Oenka
6pi1d 61 OCBEHIEHBI NOCTATOYHO MOAPOOHO M HAa COBpPEMEHHOM
ypoBHe. B OTHOWIEHHH CTPOEHHUSI M GHOCHHTE3a HYKJIEUHOBBIX KHCIIOT,
MEXaHU3MOB peNyIUIMKAaLlMH H TPAHCKDHIILUHH TaKHe Y4YeOHHKH HMe-
JOTCS, U cpeaIM HUX mpekpacHas kHura [Ix. Vorcona «Monekymnsp-
Hag OGHonorus reHa» (M., Mup, 1978) u yye6uuk b. JleBuna «I"eHbD»,
m3naHHei B CIIA (B. Lewin. Genes. John Wiley and Sons, N.-Y.,
1983). MpaBma, yueOHHK MO CTpyKType M (yHKUMH Oe/KOB TOXe
OTCYTCTByeT, HO HelaBHO Bbiluta kHura (I. E. Ulynen, P. X. HIup-
mep. TIpHHLMNBI CTPYKTYPHOM opraHu3alMu Genkos. M., Mup, 1982),
KOTOpasi 10 KpaiHeN Mepe YaCTHYHO BOCMOJHSET 3TOT mpoben.

IIpennaraeMpl yueOHUK HAITHCAH B CTPOTOM COOTBETCTBHHU. C IIPO-
rpaMMOH Kypca MO MOJIeKYJIIpHOH 6Honomn, YUTAEMOTO B Moc-
KOBCKOM TrOCyIapCcTBeHHOM yHuBepcuTeTe MM. M. B. JlomoHocoBa,
HO OXBaThIBaeT BCEro 4acTh (NMPHOIHIMTENLHO, OOHY TPeTh) o6ilero
Kypca. KuMra MoxXeT paccMaTpHBaTbC TakXke Kak I[ocoOHMe s
MOATrOTOBKH KAHAMAATCKOTO MHHHMYMA TIO MOJIEKYJapHO#i GHosoruu
H COOTBETCTByeT MNporpamMme, yTBepxaeHHon BAK. OnHako, xpome
H3NTOXKeHHd HauOonee QyHIAMEHTANbHBIX 3HAHWHA, KOTOPhle HAKOI-
JieHbl B pacCMaTpHBaeMoOM 00/1aCTH, B KHHUTY BKJIIOYEH TaKkKe U pal
eile He YCTOABLIMXCS, a HMHOrAa H CHOPHBIX MHTEpIpPETALMH H
TIONOXEHHUMA, KaK MPUMEPbl BO3MOXKHBIX, C TOYKH 3PEHHs] CEroHsL-
Hero [Hs, NMpencTaBleHHUH. B pane ciiyyaeB aBTOp Mpeamnoves OaBaTh
NMpPEaoJI0XKHTE/IbHYI0 TPAKTOBKY CIIOPHBIM H IPOTHBOPEYMBBLIM JIaH-
HBIM, YeM OCTaBJATh OeJible MATHA B 3THX MeCTaxX, HaluesiCb, 4TO
3TO MOMOXET 4WTaTe/saM JAyMaTh, oOOCYyXOaTb M CTPDOMTH CBOHM
* TMIIOTE3bI.

Kaxpnad rimaBa kHMr¥ cHaGXeHa CIIMCKOM DPEKOMEHIOBaHHOM JIH-
‘TepaTypbl, KOTOpas BKJIIOYAaeT 1Ba THIAa MCTOYHMKOB., UTOGbI HaTh
BO3MOXHOCTb YHTATETI0 BOCCTAHOBHTH JIOTHKY OTKDBITHM, MPUBEIEHBI
MHOHepcKHe paboThl B OaHHOW oOmacTH. JIns pacLUMpeHHs TNpen-
CTaBJIeHH# W yriyOiieHHsl 3HAHHH MO OTAEJIbHBIM BOIIPOCaM B CITUCKE
JIATepaTypsl OaloTcs 0630pbl M psaA (YHOAMEHTANBHBIX CTaTed IO-
CIeAHHUX JIeT. ’

Xotenoce 6bi yka3aTh Ha OJHY TPYOHOCTh (OPMAJILHOTO Xa-
PaKkTepa, ¢ KOTOpPOH NPHIILIOCh CTOJIKHYThCH NMPH HAIMMCAHUM KHHTH.
Heno B ToM, uTo B OTeueCTBEHHOM GHOXMMHYECKOH JHTEpaType
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BCe elle HET YCTOSBINEHCS CHCTeMbl OYKBEHHBIX COKpAILIEHHH Lie-
10TO pslla COECOHHEHHMI, M, B YACTHOCTH, HEKOTODBIX CIEUHAIbHBIX
6eKoB, HYKIEHMHOBBIX KHCJIOT W HYKJIEOTHOOB, JUIi HEKOTOPBIX
OCTaBJICHA JIATUHCKasl (aHIJI0-aMepHUKaHcKasi)) cuMBoHkKa — EF-G, IF-2
M T. O, O OpYrHX OABHO Hcroab3yeTcs pycckas —MPHK, TPHK,
OHK, a pns tpethux ob6e —ATP wm AT®, poly(U) wm momy
d T. 0. TpyOHOCTH BO3HHKAIOT NPH HAMMCAHHN YPABHEHWH, KOMII-
JIEKCOB U cMeceH, rae (QUrypupylOT H Te, IS KOTODPbIX IIPHHSATA
pycckas CUMBOJIMKA, U Te, KOTOpble NMILYTCS TOALKO JIATHHCKHMH
6ykBamu. [Ipuuutoch BCloAy B HaNMCaHMHM YpPaBHEHHH, KOMILIEKCOB
M CMECEH NPHACPKHUBATLCH €MHON — JIATUHCKON — CHMBOJIMKH, U JIUILD
0 TEKCTY COXPAHHTH BO3MOXHO Oosbille pycckux 06o3Ha9eHHIL

WiumocTpupoBaHude ydebGHOro Kypca mpenctaBinsgeT coGOH, moxa-
nyd, Haubonee CNOXHYI0O U OTBETCTBEHHYIO 3a1ady. B maHHOWM KHHre
aBTOp NOCTAPAJICS HE BOCIPOM3BOAMTb CTAHIAPTHBIE CXEMbl H pH-
CYHKH M3 Ipyrux ydebGHuKOB, 0630poB M MoHorpadmi, a caenaTb
CBOH. B OKOHYATE/IbHOM H3rOTOB/IEHHH CXEMATHYECKHX DPHCYHKOB,
KOTOpble ObUIM INPHIOTOBJICHBI B BHOE 3ICKHU3OB, OKa3ajl OrpPOMHYIO
noMmous Otaen HayuHon uHgopManumu (3aB. A. I'. Panxep) UuacTuryra
6enka AH CCCP; aBrop ocobenHo npusHatened II. B. 3aBo3uHO#M
H B. . HeBckor 3a BhINOJIHEHHE 4epTexkHbiXx pabor. WiumocTpH-
pOBaHHE KHMITM PHMCYHKAMH CTE€PEOXMMHYECKHMX MOIeJied M OpHMIH-
HAJIbHBIMH 3JIEKTPOHHBIMH MHKpOdoTOrpadusiMH 66U10 Ob1 HEBO3MOX-
HO 0Oe3 HemocpeICTBEHHOrO ydacTHs COTpyaHHMKOB MHCcTHTyTa Genka
AH CCCP B. U Jluma u B. [I. Bacwiesa. Bonee TOro, onm
ObLTM IIOCTOSHHBIMH KOHCY/IbTRHTAMH IPH HAIMCAHHH COOTBETCTBY-
OIMX pa3genoB. Momoabie COTPyAHMKH HHCTHTyTa AHapen Kassa,
Amutpuin JIsxoB, Onbra CenmuBaHoBa M Cepred Ps3zanueB Takxke
BHECJIM CBOM TPyA B pucoBaHHe H ¢ororpadupoBaHue.

ABTOp oO4YeHb IpHM3HATENIEH LEJIOMy psay Kosier, ocobeHHO
B. 1. Arony. A. A. BoraaHoBy, JI. A. Bopouuny, A. C. Tup-
woBuuy, A. T. T'yoxosy, A. B. Edwumony, J. JI. Kucenesy,
H. A. KuceneBy, 1. I'. KHoppe, A. A. Kpaesckomy, M. K. Kyxa-
Hoeon, O. B. IItmuemy, E. WU. IllaxHosuuy ¥ B. C. IlBapmy,
CAENABIIMM LEHHbIE 3aMEYAHMS [0 OTHE/HLHbIM PA3leNiaM PYKOIHMCH.
Xotenocek 6b1 mobnaromapurb Takxke JI. A. Kosnosy, T. B. KyBuius-
kudy, P. ®. MaxapoBy, JI. H. Poxanckyio ¥ M. C. lllenectoBy
3a 60/ILLUOA OPraHM3ALMOHHBIA H TEXHUYECKHHA BKIIaJ B MOArOTOBKY
PYKOITMCH K U3IaHHIO. ABTOp 3apaHee O6naroaapeH BceM, KTO MPHIUIET
CBOH 3aMeYaHHsl M MOXeJIaHU JUIS Y/Iy9dileHust KHHIH.

Axademux A. C. Cnupun



I'maBa 1
OBIIIAS CXEMA BHMOCHHTE3A BEJIKA

Bo Bcex XHBBIX KJIeTKaX OeJIKM CHHTEe3HUPYIOTCs pubocomamu. Pubocoma
npeAcTaBisgeT co60A KPYIHYI0 MaKPOMOJIEKYJly CO CJIOKHOH aCHMMETpHY-
HOM YETBEPTHYHOM CTPYKTYPOH, IMOCTPOEHHOM H3 pHOOHYKJIEHHOBBIX
kucnotr (pubocomnvix PHK) n GenkoB. s Toro 4ro6bl CHHTE3MPOBATh
6enok, pubocomMa nomxHa ObITh cHabXeHa a) MporpaMMom, 3afaroilen
MOpAOK YepedOBaHUS AMHHOKHCJIOTHBIX OCTAaTKOB B MOJIMIIENTHIHOW
nend Oesika; 6) aMHHOKHCIIOTHBIM MaTePHAJIOM, U3 KOTOPOrO HAaIJIEXKHUT
cTpouTh Gesiok; B) 3Hepruer. Cama pubocoMa obnanaer KaTaJIMTHYECKOM
(3H3MMaTHYeCcKON) GYHKIHEH, OTBETCTBEHHOM 3a 00pa3oBaHHe MENTHIHBIX
CBA3eH U, COOTBETCTBEHHO, MOJIMMEPHU3ALIHI0 AMUHOKHCJIOTHBIX OCTaTKOB
B TOJIMIIENITUAHYIO Lienb OeJika.

IIporpaMma, 3anmaromiasi TIOPAOOK YepeIOBAaHMS aMHHOKHCJIOTHBIX
OCTaTKOB B MOJIMMENTHAHOW LieNMH OejiKa, HCXOOUT OT AE€30KCHPHOOHYK-
neuHoBor kucioThl (JIHK), T. e. u3 renoma kjeTkd. OTaebHblE YYacCTKH
nsytsokeBor JITHK, Ha3piBaeMble 2enamu, IBNSIOTCS MATPULIAMH JIJIS CHHTe-
3a Ha HUX ogHoTsKeBbIX Lenern PHK. CunTte3supoBannsie enu PHK xoM-
mieMeHTapHbl ogHoM u3 uenei JHK u, Takum 06pa3oM, TOYHO BOCIIPOH3-
BOASAT Oe30KCHPHOOHYKJICOTHIOHYIO IOCJ/IEIOBATE/IBHOCTh MDPYrOM LIEITH
IHK B cBOeCiH puboHYK/IEOTHAHOM MOCIEN0BaTeNbHOCTH. [Ipoliecc Takoro
KONUpoBaHUsS reHa, ocymiecTBiaseMbll ¢epmenToM PHK-nonumepasoi,
nonyyun Hassanue mpanckpunyuu. PHK B TeueHHe CMHTE3a U MOCJIE HETO,
0cO06EHHO B 3yKapMOTHUYECKHX KJIETKaX, MOXET TM0ABEPraThCs pSAAY HOMOJI-
HUTE/ILHLIX U3MEHEHHUH, HAa3bIBAEMBIX NPOYECCUHZOM, B X0l1€ KOTOPBIX M3
Hee Moryt 6biTh BhIpe3aHbI OMNpelesIeHHbIE KYCKH HYKJIEOTHAHOM MocJie-
noBatensHOCTH. [lonywaromasica PHK moctymaer manee B pubocombl B
KayecTse nmporpamMmsl, OrpeIeIgoue aMUHOKHUCIIOTHYIO MTOC/Ie10BaTE Ib-
. HOCTb B cuUHTe3upyeMoM Oesike. OHa Ha3bIBaeTCHA UHPOPMAYUOHHOU WU
“Meccenoncepy» PHK (MPHK). Taxum o06pa3oM, MMeHHO TPaHCKPHIILIUS
TeHoB u o6paszoBanue MPHK o6ecrnieuuBalor moTok HHGpOPMAlLMH OT
NHK x pu6ocomam. ‘

HMcxonubiM marepuanoMm, M3 KOTOPOrO CTPOMTCx O6EJIOK, SBISIOTCH
AMUHOKHCIIOTEI. OQHAKO CBOGOIHBIE aMHHOKHC/IOTHI HE HCIOJb3YIOTCS
pubocomoi. Hns Toro utobnl. ciayxuTh cybcTpaToM anst pubOOCOMBI,
4MHUHOKHCJIOTa [OJIXKHA ObITh AKTHBHPOBARHAR C YYaCTHEM COIPSKEHHOrO
Pacmennenns AT® ¥ axnenThpoBana (KOBaJIEHTHO NpPUCOENHHEHA) CIie-
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l TPAHCKPUNLUNA

Y aVAVAVAVA VA VAT

NPOLECCUHI ¥ TPAHCNOPT
PHK
NAN\NS K

TPAHCNAUMUA

PUBEOCOMA PUBOCOMA

CBOPAYUBAHME,
NPOUECCUHI U TPAHCNOPT
NOAUNENTARA

m, BENOK

Puc. 1. O6was cxema 6uocHHTe3a Genka («AHK ~ PHK —~+ 6enok»)

uuagbHou Mouekysiaon PHK, HasbiBaeMon mpancgeproti WA mpancnopm-
Hoti PHK (TPHK), ¢ nomompio ¢epmenta amudoauwi-TPHK-cuuTeTassl.
Ionyuaromuecs amuboaimia-TPHK moctymaror B pubocoMy B kayecTBe
cybcTpara A cuHTe3a Genka. KpoMe Toro, 3Heprus XMMHYECKOH CBSI3M
MEXOY aMHHOKHCJIOTHBIM ocTaTkoM M TPHK wucnosb3yeTcs s peakuuu
o6pazoBaHus MenTUOHON cBA3M B pubocome. Takum 00pa3oM, akTHBaLHs -
aMHMHOKHCJIOT H 0Opa3oBanue amMuHoaumin-TPHK ofecneuyuBaroT moTok
KaKk MaTepWana, Tak M 3HEpruM Ias pHOOCOMHOro CHHTe3a Oelka.



3TH TpHM NOTOKAa (MHGPOPMALIUM, MATepHa/lla U 3HEPruM) BCTpevarTCs
p pubocome. BocnipunuMasa ux, pubocoma OCylleCTBISET NMEPEeBOMd, WU
mpaHCARYUIo, TEHETUYECKON MH(MOPMALINHU ¢ A3bIKa HYKJIEOTHAHOH IOCJIe-
noBaTesbHOCTH MPHK Ha s3bIK -aMHUHOKHCJIOTHOHM MOCJIeOBaTEIbHOCTH
CHMHTE3UPYEMOM MOJMNENTUAHOM 1enud Oesika. Ecau mpeacTtaBUThL 3TO B
MOJIEKYJISPHBIX TEpPMHHAaX, TO PHOOCOMa MOC/IEIOBATEIbHO CKAHHPYET
nenb MPHK (aBHXeTcs BOOJIL Hee) M TOXe MOC/EA0BaTeIbHO BbIOMpaeT
u3 cpenbl aMuHoauMJI-TPHK, B pe3ynbTaTe 4Yero cnelMUUYHOCTD aMHHO-
allWJIBHOTO OCTaTKa BrIOMpaeMom pubocomor aMHHoauWI-TPHK kaxabii
pa3 HOEeTePMHMHHMpYeTCsd CHeUUGUYHOCTbI) KOMOMHAILIMM HYKJIEOTHOOB
CYMTHIBAEMOr0 B JIaHHBIA MOMeHT pubGocomoit oTpe3ka MPHK. Takum
o6pa3oM, BO3HHKaeT MpoljieMa zenemuueckozo k00a: Kakue KOMOMHALIHH
HYKJIEOTHIIOB NEeTEPMUHMUDYIOT, T. €. KOAMPYIOT, KaxAyw U3 20 aMHMHO-
KMCJIOT, M3 KOTOPLIX CTPOSATCH MOJIEKYJIbI OeikoB?

[Buxenne pubocomsl Baosis nenn MPHK (Mnm, opyrumu clioBaMmu,
nponyckauue nenu MPHK ckBo3b puGocoMy) 3aaeT CTpOrMH BpeMeHHOM
MopAAOK BXOXAeHHs B pubocoMy pa3Hbix amuHoauua-TPHK B cooTBet-
CTBHH C TIOPAAKOM Pacrio/IOXEeHHUS KOAHPYIOIWIHX HYKJIEOTHIAHBIX KOMOH-
Hauui Baoas MPHK. AMMHOALMIIBHBIA OCTATOK BLIOpPAaHHOM aMHHOALIWII-
TPHK kaxapiil pa3 KOBaJICHTHO IpHCOeAMHSeTCd PHOOCOMOM K pacTyliemn
mosmnentuanon uenu. [JeauwnupoBanHas TPHK ocBoGoxnaercs w3
pubocoMsl B pacTBOp. Tak mociieZ1oBaTeNbHO, LIAT 3a LIArOM, CTPOMTCH
MOJIMIIENTHAHAA Lienb OeJika.

O6wmasa cxema 6MocHHTe3a Oesika, M3JI0XKEHHAs BbIlIE, MpeAcTaBjicHa
m puc. 1.

PexomeHayeMasl JIMTepaTypa

XKusaz xnerxa: Ilep. ¢ aurn./Ilom pen. I'. M. ®paska. M.: Mup, 1966. C. 51—66.
Yomcon Oxc. . MonexynspHas 6nonorus rena: Ilep. ¢ aurn. M.: Mup, 1978,
Uiyavy I, lupmuep P. TIpuHumMnbl CTPyKTypHOH opraHu3aitd Genkos: Ilep. ¢ anrn./Ilon
pea. E. M. Ilonoea. M.: Mup, 1982.
Lewin B. Genes. John Wiley & Sons, N. Y., 1983.

I'nmasa II.

HHO®OPMAIIUOHHAA PHK
U TEHETHYECKHH KO/

1. OTKPBITHE MPHK

Bckope mocme oTKpBLITHS M OKOHYATeBHOTO NPU3HAHUS TeHETUYEeCKOM
bomn THK (1944—1953) cramo scHo, uto JTHK He sBasercs Hemocpen-
CTBEHHOM MaTpHUed A1 CHHTe3a MNOJMNEHTUAHBIX Lemneid OeJIKOB.
C npyroi CTOPOHBI, LieJIBIHM PAd PaHHHMX Ha6GJIFOOEeHUA TPHUBOAMII K MBICITH
O HemocpenctBeHHoM cBsisd PHK ¢ cuHTesoM 6ejIkOB B  KJETKE.

O-BHIMMOMY, OTCIO[a POAHIIOCH IIpeAcTaBIeHHe 0 ToM, yTo PHK nomxHa
OhiTh MOCPE THHKOM, OCYLLIECTBIIMIOLLMM T1ePEHOC FeHeTHYEeCKON HHdopMa-
lmu ot THK k Genkam, u, clie10BaTEIbHO, YTO HMEHHO PHK Moxet 6bITh
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MaTpMLEH IJIS NOJHUMEPHU3aLMH aMHUHOKHUCJIOTHBIX ocTtaTkoB (JIHK —
PHK — Genok). :

TIpubnu3nTeIbHO B TO Xe& camMoe BpeMs ObUIM OTKpBITHI 0€JIOK-
CHHTE3HUPYIOLIHe PHOOHYK/IEONPOTEHAHbIE YAaCTHLLI KJIETKH, Ha3BaHHbBIE
nosaHee pubocomamu (cM. tia. A.1V), u ycranosieHo, uro ux PHK co-.
CTaB/IsgeT [OOABJSIOLIYI0 4YacTb ToTajJbHOM kileTouyHod PHK. ITo3Ttomy
Ka3aJIOCb €CTeCTBEHHBIM, 4YTO Te€Hbl TPAHCKpUOHMpPYHOTCS B pHOOCOMHbBIE
PHK, 1 uMenHo pubocomubie PHK sB/IsiroTCS MaTpHULIAMHM U1t CHHTE3a
6enkoB (rumortesa: «OOHH I'eH —olaHa pHOocoMa —oauH Oesiok»). UToORI
NMpOBEPUTH 3Ty runoTe3dy, A. H. Benosepckum u A. C. CiupusbiM B 1956—
1957 rr. 6bL1 NpoBedeH CPAaBHHTEJILHBIA aHAJHM3 HYKJIECOTHIHOTO COCTaBa
JHK u PHK y mupoxoro kpyra MukpoopranuiMoB. CoctaB JIHK odens
pa3’idyaeTcsd y Pa3HBIX IpylNN MHKPOOPraHH3MOB M, B COOTBETCTBHH C
uaeen «JJHK — PHK — 6Genok», 0XHOA/IOCh, 4YTO COCTaB TOTaJbHOH
PHK OyzneT BapbHpOBaTh Tak XKe, oTpaxas coctaB JJTHK. OnHako pe3yabTat
OBbIJ1 MOJIHOCTBI) HEOXHOAAHHBIM: HECMOTPS Ha rpoMaAHble pa3jIMuYHs B
cocrae JITHK or BHma k BHAY, cocTaB ToTaJibHoH PHK Onim moxox
y BceX H3yueHHbIX OakTepur H He moBTopsa cocTaBa JHK. 3T0 HaBoami0
Ha MBICJIb, YTO OCHOBHAs Macca Kietoynor PHK, T.e. pu6ocomuas PHK,
He sBJisfeTcH NpsMbIM nocpeadukoM Mexay JHK u cuHTe3om Genkos.

B 10 %e BpeMs nmpoBeneHHbIe aHaau3bl cocTaBa PHK noka3anu, 4To oH
HE HIEHTHYEH Y Pa3HbIX BUAOB H 4YTO NMpH OOJIBIUHX pa3jIHYMAX B COCTaBe
JIHK MoX%Ho 3aMeTuTp HeOonbIuoM casur B coctaBe PHK B Ty xe cTopony.
JIpyrumu cioBamMH, Obljla OTKpBITA IIOTOXKHUTEIbHAS KOPPEJISi{MS COCTABOB
JAHK u PHK y mukpoopranuimos. OTcioga ObUIO cHeJIaHO 3aK/IIOYEeHHE
O CylLIeCTBOBaHHH B KJieTKax ocobor meboibmoi ¢ppaxnmm PHK, cocTaB
KoTopon mosTopseT cocTaBs /JJHK H xoTopad MorJia Obl CJIIyXKHTh Mocpen-
HHKOM MEXIy reHaMH H 0eJIOKCHHTE3MPYIOUWIHMH YacTHIIAMH. .

He3saBucumo 3. Boskun U ®. Actpavan (1956) usyyanu cuute3 PHK
B OakTepusx, 3apaxeHHsIXx JJHK-conepxaunm 6aktepuodarom T2, Hocne
3apaxeHHus OakTepHH TNeEpecTalOT CHHTE3HpOBaTh CBOM OejkH, U BeCh
6eNIKOBBIM CHHTE3. KJIETKH IepeK/IIouaeTcd Ha Npoaykuuio OGenxkos dara.
Oxasanoch, 4YTo ocHOBHas d4acTh PHK KkieTku-xo3sMHA NIIPH 3TOM He
H3MEHSAETCHd, HO B KJIETKE€ HaUYMHAETCS MPOAYKUHUS HeOonbioH pakuumu
MeTabonuyeckH HecTabunbHon (kopoTkoxusywiein) PHK, HykneoTHAHBIA
coctaB koTopor noaoben cocraBy JAHK dara.

Uepe3 HecKoJbKo neT, B 1961 r., 3ta HebGospiuas ¢pakuus PHK
(AHK-momo6uas PHK) 6mina BeiueHeHa u3 ob6mer Maccel PHK, a ee
dyHKUHMS Kak rmocpeaHMKa, nepeHocguiero uadopmauuio or JJHK k pubo-
coMaM, Obl1a MpoAeMOHCTPHPOBaHa B NpsAMBIX 3kcriepuMeHTax C. BpeHHe-
pa, ®. XKako6a u M. MecencoHa, ¢ oaHou ctoponsl, 1 ®. I'po u Ix. Yorco-
Ha € COTp. ¢ JApYyrod, a takxe B omnbiTax C.ChoureilMaHa ¢ cCOTp.
Beio nokasano, utro JHK-nono6uas PHK, o6pa3yromascs nocie uHbek-
unn Oaxkrepum cdaroM T4, cBsA3BIBaeTCd CO CTapbiIMH XO3AMCKHMH pUOO-
coOMaMHM KJIETKH (HOBBRIX pHOOCOM mocje 3apaxeHHs He obpasyercs).
Pu6ocomsl, Hecymue 3Ty PHK, cuuTe3upyior ¢arossie 6enku. Ita PHK
MOXeT OBITh JIErKo oTAejieHa OT pHOOCOM B YCIOBUSIX in vitro, 6e3
pa3pyuieHus1 pubocoM. OHa IeHCTBUTEILHO 0KA3aJ1ach KOMIIJIEMEHTapHOM
onHou M3 ueneu ¢aroson JAHK.
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B TOM Xe Toly MAEI0 O TOM, YTO He cTabWibHas (CTPYKTypHas)
pubocomHass PHK, a cneuuasibHas KOpOTKOXMBYLIAS HH(OPMALMOHHas
PHK nepeHocHT MHGOpPMALIHI0 OT reHOB K pubocomMaM M ABISETCH He-
1ocpeACTBEHHOM MAaTpHIEH [Jis NOCJie 0BaTe/IbHOH PaCCTAHOBKH aMHHO-
KHCJIOT B Mpoliecce 6HocunTe3a Gesika, Beickazanu ®. XKakob u XK. Mouo
Ha OCHOBAHHH MAaHHBIX N0 TeHETHYECKOM peryiasauuH y 6aktepun. Ha3pa-
aue PHK-nocpeonux unu ungopmayuonnas PHK (messenger RNA) Gbuio
[IPHHATO BO BCEX MOCJIEAYIOIINX HCCJIe JOBAHHSIX.

2, PACHIH®OPOBKA KOJA

ITocne otkpuituss MPHK (1956—1961) mpencTosyio BBISCHHTR TOT KO/,
KOTOPBIM aMHHOKHCJIOTHAs IOCJIeqOBAaTeIbHOCTh. O€JIKOB 3alMcaHa B BHIE
puOOHYKJIEOTHIHOH mnociaenoBaresbHocTH MPHK u, cnemoBartesibHO, B
HCXOOHOH Ne30KCHPHOOHYKJICOTHIHOM TNOCJIEIOBAaTEJLHOCTH OXHOH H3
asyx uemnen JHK.

AnpHopHEIe c006pakeHHs yXe JaBHO 3aCTaBJIJIH MpeAIoJaraTe, 4To
KaX[Jasi aMHHOKHMCJIOTa JO/KHA KOJHUPOBAThCs, 110 KpaHHeH Mepe, TPHILIe-
TOM HYKJICOTHIOB. J{eHCTBHTEIbHO, UMeeTCd 20 IPHUPOXHBIX AMHHOKHCIIOT,
U3 KOTOpBIX cTposiTcs Genxu (puc. 2). B To e BpeMs HYKICHHOBBLIE
KMCJIOTBI NOCTPOEHBI BCETO H3 4 COPTOB HYKJIEOTHAHBIX OCTATKOB (CM.
puc. 4), MX a30THCTBIMH OCHOBAaHHIMH SIBJISIOTCS afgeHHMH (A), ryanuH (G),
uuto3uH (C) u 6o ypaumn (U) B PHK, nu6o tumun (T) B JHK.
JlcHO, YTO OAMH HYKJIEOTHI He MOXeT KOAHPOBATb OOHY AaMHHOKHCIIOTY
(4 oporuB 20). BO3MOXHBIX OUHYKJICOTHAHBIX KOMOHHALMHA (OYyIJIETOB)
MoxeT ObiTh 16, YTO ONATHL-TAKH HEAOCTATOYHO IJIS KONHPOBaHHSA 20 aMH-
HOkHCIIOT. Crie10BaTe/IbHO, MUHUMAa/IbHOE KOJIHIEeCTBO OCTATKOB B HYKJIC-
OTHOHOHM KOMOHHALIMH, KOAMPYIOIIEH OOHY aMHHOKHCJIOTY, MOXET ObITh
TPH, T.€. aMMHOKHCJIOTBI JOJIXKHbI KOLHUPOBATbCS, CKOpDE€ BCEro, HyKte-
OmuoHuiMu mpuniemamy. OOlllee KOJHYECTBO BO3MOXHBIX TPHILIETOB
cocTaBnsgeT 64, 4TO ¢ H3OBITKOM XBaTaeT IJIA KOOHPOBaHHUA 20 aMHHO-
KHCIIOT.

Cutyanus ¢ H36bITOYHBIMH TPHIJIETAMH MOTJI1a 651 ObITHL ABOSKOM : THHO
TOJIBKO 2(0) TPHILJIETOB ABJIAIOTCA 3HAYALIMMH, T. €. KOOHUPYIOT TY HJIH HHYIO
dMHHOKMCIIOTY, a OcCTaJbHbie 44 OeccMbIciieHHBI, JHO0 aMHHOKHCIIOTa
MOXeT KoagupoBaTbcad 6osilee 4eM OOHHM TPHIUIETOM, M TOrga Kon
ABJISIETCH BLIPONCOECHHBIM.

Hanee, TpumeTHLINA KOO MOT Obi 6bITH JTH00 MepeKPLIBAIOLIIMMCS, KOT 14
OIHH M TOT X€¢ HYKJICOTHJ] YyYacTBYET B TpeX (CHJIbHO MePEKPhIBAIOLIIUXCH)
M 1Byx (MeHee MepeKphiBAIOLIMXCS) KOJHPYIOLINX TPHIUIeTaX, TH60 Hemne-
PEKpBIBAIOIMMCS, KOTra B LENH HYKJIEHHOBOW KHMCJIOThI HE3aBHCHMbIE
KOOupyrouiMe TPHIUIEThI MPHMBIKAIOT OPYT K APYTY MJIM qaxe pa3feJIeHbl
HEKOIHpYIOIIMMH HyKJIeoTHIAMH. OQHAKO TOT $akT, 4YTO TOYEYHAS MYTa-
Mg (M3MeHEHHWE ONHOTO HYKJIEOTHOa B LIENMH HYKJIEHHOBOH KHCJIOTHI)
NPHBOJHUT, KaK NPABHIIO, K 3aMeHe TOJILKO OJHOH aMHHOKHCJIOTHI B Gerke,
T'oBOpMN NMpOTHB HOeH NepekpbiBalolierocs kxoaa. Kpome toro, nepexpei-
Baloumuica xoa HenzbexHO Biiek Obi 38 cOO0H OrpaHMUYEHHs B BO3IMOXK-
HBIX aMHHOKHCJIOTHBIX COCEASX BAOJIb TMOJMMENTHOHOW LIENW, 4Yero He
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Puc. 2. AMHHOKHCIIOTHHE OCTATKH 0€/IKOB M HX KOO OHBI

Habmomanoch U3 aHaM3a NMEPBHYHLIX CTPYKTYp GenxoB. CnenoBaTesibHO,
Henepekpbisalowutica KO ka3ajca 6osiee BepOATHBIM,

HaxkxoHel, Heo6xoauMo 6bLI0 3HATh, pa3fesIeHbI TN 3HAYall[He TPHILIe-
Thl HE3HAYaIUMHM OCTaTKaMH («3aNATBIMH») WM TPHUIUIETHl YHUTAIOTCH
BHOJIb LieNH NMOAPSAA, T. €. HMeeT MecTO Koo 6e3 3anamuix. B nocnennem
ciiyyae BO3HHMKaeT npobiieMa ¢a3ml MJIH paMKH CUMTHIBAHMS MAaTPHYHOH
LeNd HYKJIEHHOBOM KHCJIOTHI: TOJIbKO HAvyajlo CYHTBIBAHHMA € TOYHO
omnpeaes/IeHHOM TOYKH NOJMHYKICOTHAHOMN LieTIH M JajibHenilee CKAaHUPOBa-
HHME HenMd CTPOro NoApad IO TPHUIUIETaM MOIJI0O AaTh OJHO3HAYHYIO
M0CJIeI0BATE/IbHOCTh aMHHOKHCIIOT.

Knaccuueckue 3kcrepumeHThl $. Kpuka u C. bpeHHepa ¢ cotp. (1961)
JO0Ka3ajiy, 4TO KOX ABJIAETCH TPHIUIETHHIM, BBIPOXIAEHHBIM, HENepeKphl-
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HKonoHb:  AMMWHOHMCNOTHLIE AmnHonncnombie  Hoaokmi:
OCTaTHK: ocTatHy
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1
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GAA } L-FNYTAMMA .gEC-wz-cuz
GAG (Glu)

BapowumMmcsd, 6e3 3anaTeiX. CXxeMa 3KCIIEPUMEHTOB COCTOSIIA B CJICAYIOLIEM.
C nmoMomp}0 XMMHMYECKHX AreHTOB, BbI3bIBAIOIIMX JHO0 BCTaBKYy, . H60
AeNenno HyKJIEOTHAHOro ocTaTka npd peaymiukauuu JHK (npodnaBux
H Opyrue akpHIMHOBBIE KPacHTesM), GbUIM MOJydeHbl MHOTOYMCIIEHHBIE
MYTaHTBI Mo omnpeAesieHHOMY reHy (reH B obnactu rIlI) 6aktepuodara T4.
BcTaBka mim nmenenus HykieoTHAa B HadaldbHOM Y4acTKe reHa IIDHBO-
OMIa X mosHOWM yTpaTe ero skcmpeccHH. Ilyrem pexkombunauuu HK -
Pa3IMuHBIX MYTaHTHBIX ¢aroB B kieTkax Escherichia coli MoxHO 6bLIO
NONyYuTh e HOTHIHYECKHE PEBEPTAHTEI, IJle FeH CHOBA 3KCIIPECCHPOBAJI-
Cd. AHanu3 pexoMOHMHAHTOB MOKA3aJI, YTO IKCIIPECCHS T€HA BOCCTAHABJIH-
Banach, ecnM HeJajieko0 OT ydacTKa CO BCTaBKOM BBOJMJICH YYacTOK C
Aeneuren, unu HaoGOPOT. DKCNPECCHS FeHa BOCCTAHABIIMBAJIACH TakXkKe,

13



€CJIM HelaleKo OT yd4acTka CO BCTaBKOH (HJIM JellelHeH) BBOIHIIHCH
elie OBe BCTaBKM (WM, COOTBETCTBEHHO, aejenuu). Takum o6pasom,
a) BCTaBKa (MJIH JeJielMs) OJHOIO HYKJIEOTHJAA B Havajle KOAMPYIOLIEro
yuactka uenu JJHK npuBoguna, no-sBMaUMOMy, K yTpaTe BCEro MOCIIEAYIO-
LIEr0 KOAMPYIOLKEro CMbIC/IAa JAHHOTO reHa (a He K TOYEeYHOH MYTal[HH)
BCJIEACTBHE CABMIra paMKH CUMTBIBAaHHMS, ©) nOesenus (MM BCTaBKa)
BOJIM3M BBILIEYKa3aHHOM BCTaBKH (MM, COOTBETCTBEHHO, MO€JICI[HH)
BOCCTAaHAB/IMBaJIa KOJMPYIOLIUA CMBIC] [OCJEAYIOLIEH IOCJieI0BaTe b~
HOCTH. B T€HE 3a CUET BOCCTaHOBJIEHHS DPaMKH CUYHTHIBAHHUS IOCJIE Hee, H
B) TPH, HO He MeHee, OJIM3KO DAcrosIoKeHHble BCTABKH (HJIH [eJICHHH)
Takxe oOecreuMBalid HMCXOAHBIA KOAHUPYHOILUMH CMBICI CJeAYIOLIEH 3a
HHMH HYKJIE€OTHAHOM MocjieqoBaTebHOCTH, OTCIOHa CledyeT, YTO KO
SBJSETCS TPHUILJIETHBIM, M TDHIUIETEI CUHMTBHIBAIOTCH I10CJIEA0BATEJIbHO,
6e3 «3ansAThIX», cO cTpOro (HKCHPOBAHHOH TOYKH, B OJHOH M TOH Xe€
~ ¢aze. ITH XKe OMBITHI yKa3bIBaIM, YTO KO BLIPOXIeH: eciK Obl O6MbIIast
4aCTh U3 64 BO3MOXHBIX TPHUILIETOB Oblila 6€CCMBICIIEHHON, TO CYLIECTBO-
Bajia Obl BEICOKasl BEPOSITHOCTh TOSIBJIEHUS XOTh OAHOr0 6€CCMBICIEHHOTO
TPMIUUIETa B y4YacTKe MeXAY BCTaBKOH H [eJiellHeH HJIH MeXOy TpeMms
BCTaBKaMH, rie YTeHHe NMPOUCXOAUT CO CABUIOM paMKH (B Apyrod dase),
YTO TpephIBajio0 Obl HEMpPEpPHLIBHOCThL MHOJIMNENTHIHOM Lenu Oenka-npo-
OYKTa.

PacuingpoBka CMBIC/IIa HYKJIEOTHAHBIX TPHIIJIETOB Havajach TaKXe B
1961 r., xorna M. Hupenbepr u I'. MaTTell OTKPBUIH KOAMDPYIOLIHE CBOM-
CTBa CHUHTETHYECKHUX IOJUPUOOHYKIEOTHAOB IpPH HX HCMIONb30BAHUH
BMecTo npupoaHbix MPHK B 06eckjieTOYHBIX CHCTEMaX TpaHCISLIMH,
B03MOXHOCTb MOJIy4YeHUSI CHHTETHYECKHUX MTOJTUPUOOHYKIIEOTHIOB pa3idy-
HOIO COCTaBa ¢ IIOMOLIBK) CHEIHaJIbHOTO (epMeHTa, NMOJHHYK/IEOTHI-
docdhopunazsl, Obula BrepBeie IpoAeMOHCTpHpoBaHa M. I'pronbepr-
Manaro B nab6opatopun C. Oyoa 3a HECKOJIBKO jeT Ao 3Toro. CocTas
CHHTE3HPOBAHHOTO TNOJIMHYKJIEOTHIa B ONIMCAHHOM MMM peaKLIMH 3aBHCeJI
TOJILKO OT HaGopa pubGonykieosuaaudocdaToB B KadecTBe CcyOCTPaTOB;
NMPOCTEHUTUMH CHUHTE3L5POBaAaHHBEIMM MOJTUPUOOHYK/IEOTHAaMH OBLJIH TOMO-
MIOJIMHYKJICOTH/IbI, Tak¥e KaK NOJTHYpHIAHIIOBas KHCIIOTa, [T0/THaleHHIIOBast
KHCJIOTa ¥ MOJHLIMTHAMKIIOBAS KHC/I0Ta, moayvaeMele U3 YIP, AP nau
AP, coorBeTcTBeH 0. Mcnoapiyd noaum (U) B kauecTBE MaTPHUYHOTO
NoJIMHYKJIeoTHaa aJd pubocomsi E. coli, M. Hupeubepr u I'. MaTTen noka-
3aJId, 9YTO CHHTE3UPY IOLIMMCS NMOJUNENTUIHBIM MPOAYKTOM SIBJISETCS I1O-
mdennnanaduH. OTcroaa BeiTekano, 9o Tpuiier UUU xoaupyet deHmn-
ananuH. Takum Xe 00Opa3oM B OMBITaX C NOJAHAJEHHUTIOBOM M C IOJIH-
LIMTHAWIOBOH KHMCJI0TaMH ObIIO MOKa3aHO, 4TO AAA KOOMUpPYeT JIM3HH,
a CCC —npoJuH. .

JanbHenmas paciiHdpoBka koJa OblJla OCHOBaHA HAa MCIOJIb30BaHHH
CUHTETHYECKHX CTATUCTHYECKHUX IeTEPOIOJIMHYKIIEOTHIOB OIpeieIeHHO-
r'0 COCTaBa, 3aaBacMoOro HabopoM H COOTHOIIEHHEM CYyOCTPaTHBIX HYKJIEO-
suaaugocdaToB B nonuHykaeoruadpochopunasHon peakuuun. Tak, 6b110
MOKa3aHo, 9TO cTaTUCTUYecKUH cononumep noma(U, C) xoogupyeT BKIIIO-
YyeHHe B IMOJMMNENTUAHYK Liellb YeThIpeX AMHHOKHCIIOT: (peHHUJIAJIaHHHA,
NeMlIMHA, cepuHa U npojuHa. Ecau cooTHomeHue U : C B IOJIMHYKJIEOTHIE
610 1:1, TO BCce 4eThHIpE AMHHOKHC/IOTHI BKJIOYAJHCh B IMOJIMNEIITHA
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C paBHOM BepoATHOCTHIO. Ecau cooTHowienHe U : C ObTO 5 : 1, TO BeposT-
HOCTH BKJIHOYEHHUS aMHHOKHCJIOT PacIiojlarajiuch B MOCJIEN0BATEIbHOCTH
Phe >Leu = Ser > Pro. CnenosaTte/bHO, peHUIAIAHHH OJIXKEH KOIHPO-
BaTbCd TPHIUIETaMH, cocTOoSmKUMH U3 Tpex U u u3 nByx U u onHoro C;
JIEMLIMH U CEepUH — TpUIJIeTaMH, cOCTOSIMMH U3 OByX U M omuoro C H u3
nByx C u ogHoro U; npoaus — TpurietaMu u3 Tpex C ¥ 13 asyx C U oqHo-
ro U. K coxaneHHI0, 3TOT MeTOJI MOT IaTh TOJILKO COCTAB KOMHPYIOILIMX
TPHUILJIETOB, HO HEe HX HYKJIEOTHAHYIO NMOCJIEeN0BaTEIbHOCTh, TaK KaK HYyK-
JIEOTHIHAS MOCJ/IeI0BATEIbHOCTh MUCMOIb3YeMbIX MATPHYHBIX MOJHHYKIIe-
OTHIOB ObIJIa CTATHCTHYECKOM.

TeM He MeHee, HYKJICOTHIHBIE IMOCJIEAOBATEJbLHOCTH KOIHMPYIOIIHX
TpuIIeTOB ObLMIM Bckope pacuimppoBanbl 6raromaps u3o0peTeHHIO
M. Hupeubeprom u P. JlenepoM HOBOM TEXHHMKH MX TECTHPOBaHHS. Oka3a-
JIOCh, YTO KOIHMPYIOUIMMH CBOWCTBaMHM o0OJlafaeT HWHIMBHIAYaJIbHBIN
TPUHYKJIEOTHIA: Oyayum accouHMMpoBaH ¢ pHOOCOMOM, OH NPUBOOHUT K
H36HpaTeILHOMY CBSI3BIBAHHIO PHOOCOMOM OmNpeae/IEHHONM aMHHOAI[HJI-
TPHK u3 cpeabl. Tak, Hanpumep, tpumaersi UUU u UUC paBanud B
pe3ynbTaTe CBs3biBaHMe ¢ pHOocomor denmnanauun-TPHK, tpumnae-
81 UCU u UCC wuHayuupoBaiu cBsi3biBaHHe cepwi-TPHK, tpumie-
™ CUU u CUC —neviuun-tTPHK v tpunmnerst CCU u CCC — nponui-
TPHK. K 1964 r. meTtoasl $GepMEHTaTHUBHOTO M XHMHYECKOTO CHHTE3a
TPHUHYKJIEOTHAOB 3aJaHHOM IOCJIEIOBATEIbHOCTH YX€ CYILIEeCTBOBAJIH,
M TECTUPOBAHHE LLIMPOKOr 0 Habopa TPHHYKJICOTHIOB B TEYEHHE MOCIIEAYIO-
IIMX [BYX JIET IIPUBEJIO ‘K pPaclIHdpOBKe NPAKTHYECKH BCEro Kkoaa
(cM. puc. 3).

®HHaIOM 3TOM UCTOPHH OBLIIO HCIOJB30BaHHE CHHTETHYECKHUX ITOJIH-
HYKJIEOTHOB ¢ PEryJsipHOM HYKJICOTHIHOM IOCJIEedOBATE/ILHOCTHIO B Ka-
YecTBe MATpHI] B OECKJIETOYHBIX CHCTEMAaX CHHTE3a IOJIMIENTHIAOB Ha
pubocomax. MeToabl CHHTE3a PETYASPHBIX MTOJUHYKICOTHAOB ObLIH pas3-
paboransl I'. XopaHa, H MM Xe T€HETHYECKHH KOI ObLI MpsIMO MpOBEpPEH
MyTEeM HMCIIOJIb30BaHHUSA UX KaK MATPHIL. B MOJIHOM COOTBETCTBHUH € KOIOM,
ucronb3oBanue noiu(UC), B kavdecTBe MaTpPHLbl [ajio MOJMNENTHI,
MOCTPOEHHBIM M3 YepedyHIIUXcd cepuHa U JeruuHa, a nomu(UG), npu-
BOJMJI K CHHTE3y PeryaspHoOro MoJMIeNnTUAHOIO COMOJIHMepa ¢ uepe-
AyomuMUcs BaMHOM U HuctedHoM. ITomu (AAG), koaMpoBasl CHHTE3

TPEX rOMOINOJTMMEPOB: MOJHIU3INHA, TOJTHAPTHHHAHA H TOJIUT JTO TAMHHOBOH
KHCJIOTHI.

3. HEKOTOPBIE OCOBEHHOCTH KOJAOBOIO CJOBAPH

Ha puc. 3 nan moJiHbIi KOKOBEIH ¢JI0Bapb. U3 64 TPHILIETOB, OJYYHBILHMX
Ha3BaHHWe Kk00oH08, 61 sBIsIOTCH «3HAaYalMMK» (CMBICIOBBIMM) B TOM
CMBICJIE, YTO KOAMPYIOT aMMHOKHCAOTHL. Tosbko 3 xonoHa —UAG («sH-
Tapb»), UAA («oxpa») 1 UGA («onasm») —He KoAHUPYIOT HUKaKOH aMHHO-
KHCJIOTHI M IIOTOMY MHOT1a Ha3bIBaloTcH «OeccMbIcieHHBIMIY. Poiib «Bec-
CMBIC/IEHHBIX» TPHMILUIETOB B TPAHCJSLMH OoYeHb BaxHa, Tak xak B MPHK
OHH CJIyXKaT CUrHAaJIOM TePMHHALMHM CHHTE3a MOJHNENTHAHOM Lenu Oenka;
B HacTosiliee BpeMs HX OOBIYHO HA3LIBAKOT MEPMUHAMOPHbBIMY KOTOHAMH.

BoIpokneHHOCTL K042 pPaclpoCTPAHSETCS HE Ha BCE aMHHOKHCJIOTHI.
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Puc. 3. Koaossiii ciioBapb

Tak, OBe aMHHOKHUC/IOTBI —METHOHMH M TPUNTO(AH — KOJAHDPYIOTCS BCETO
onuuM xonoHoM kaxnaas (AUG u UGG, cootBeTcTBeHHO). C OpPYroM cTo-
POHBI, TPH aMMHOKHMCIIOTHI — JIEALIMH, CEDUH M apTHHUH — UMEIOT LIECTb
KONOHOB Kkaxnas. OcTanbHble aMHHOKHCIIOTHI, 3a MCKJIIOYEHHEM H30-
JIeMNUHa, KOOUPYIOTCH JTUO0 ABYyMs, TUOO YeThIpbMSA KOJOHAMH; TOJIbKO
HM30JIECLIHHY COOTBETCTBYIOT TPH KOJOHA.

Cnenyer oOpaTuTh 0c000€ BHHMMaHHE Ha TO, YTO TPHIUIETHI, KOIH-
pyIOLliHE OOHY M Ty Xe aMHHOKHCIOTY, B OOJIBIIIMHCTBE CJIydaeB pas3-
JIMYAKOTCA TOJILKO MO TpeTheMY HYKJI€OTHIHOMY OCTaTKy. JIMIUB B Tex ciiy-
4asgx, KOrjaaMHHOKHCIIOTa uMeeT Oosee 4YeTBIPEX KOMNOHOB, pa3IMuMs B
KOJOHaX 3aTParMBalOT TakXe TMepBOE€ U BTOPOE MOJIOKEHHUS B TPUILIETE.
Ecnu Bcs rpynmna 4eThipeX KOAOHOB, Pa3/IN4YalOLIMXCS TOJIBKO MO TPEThbEeMY
HYKJICOTUOY, KOOHPYET OOHY U Ty XK€ aMHHOKHCJIOTY, TO MOXHO I'OBOPHUTH
0 cembe ko0onos. Kax BUOHO M3 pHC. 3, MMeeTcd BOCEMb TaKHUX ceMeM
KOJOHOB — [l JIEMLIHHA, BaJIMHA, CEpUHA, MPOJIMHA, TPEOHUHA, aJlaHUHA,
aprMHHHa M TIHLIHHA. '

Kona, maHHBIN Ha pHC. 3, ABJIS€TCS YHHUBEPCAIBHBIM IS O€JIOKCHHTE3H-
PYIOIIHX CHCTeM OakTepHMM M LIHTOIMJIa3Mpl BCEX 3YKapHOT, BKJIiovas
XHUBOTHBIX, IPHOBI M BBHICIIHE pacTeHMf. OOHAaKO B >XMBOM HPHpPOIE
MMeIOTCH Takxke B UckaoueHud. Ilo kpaiiHen Mepe 0eJIOKCUHTE3UPYIOLIIHE
CHCTeMBI MHTOXOHAPHHM XHBOTHBIX (MJIEKOMTUTAIOINX) U TpHOOB 06Hapy-
XKUBAIOT P OTKJIIOHEHUH OT 3TOr0 yHMBepcalbHoro kona. Tak, B MHUTO-
XOHOPHUAX HM3Y4YeHHBIX 3YKapMOTHYECKHX OPraHu3MoB TpUnTodaH KOOoH-
pyerca kak UGG, 1ak U4 UGA; coorBercTtBeHHO, UGA He sBiIseTCH
TEPMUHUPYIOIIMM KOOOHOM. B MHUTOXOHAPHAX MIIEKONMHUTAIOWMX (4eso-
Beka) kogoHl AGA U AGG — TepMHHUPYIOILIME M HE KOOUPYIOT apTMHHH.
B Mutoxouapusax npoxxken Bcsg konoHoBasg cemps CUU, CUC, CUA u
CUG koOupyeT TPeOHHH, a He JIEHIMH (XOTd B MHTOXOHIpPHSX APYTroro
rpuba, Neurospora, OHU KOOMPYIOT JIeHLMH, B COOTBETCTBHH C YHHBEp-
CallbHbIM KOJIOM).
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4. CTPYKTYPA mPHK

IHepsuunan cmpyxmypa

B orsmuue ot JJHK, MPHK (xax u npyrue Buasl knerounon PHK) npen-
CTaBIAeT cO0OM OXROTANKEBOH MOTHHYKIeOTHA. OH COCTOUT U3 JTMHEHHO
pacroyoXeHHbIX YeThbIpEX COPTOB PUOOHYK/IEO3MOHBIX OCTATKOB — ajle-
Ho3HHa (A), ryano3suna (G), uutuauna (C) u ypuauna (U), mocnemo-
BaTeJIbHO COeIMHEHHBIX (ocdoaud3pupHBIMHA CBA3AMH MeXay 3'-THAPOK-
cHUIIOM pUOO3BI OHOr0 HYKJIE03UAa U 5’ -THIPOKCUIIOM COCETHEr0 HyKIIeo-
suga (puc. 4). KoHueBor Hykjieo3und, rae S'-rHAPOKCUNI HE YYacTBYET B
00pa3oBaHUM MEXHYKJIEOTUIHOM CBA3H, 0003HauaeTcq Kak 5’-koHeu PHK,
a JpyroM KOHLIEBOM HYKJIEO3MA cO cBOOOAHBIM 3’'-THOPOKCHMIIOM Ha3bl-
paoT 3’-koHuoM PHK. IIpuHATO nmucaTh U YUTATh IOCJIEdOBATEJIbHOCTD
HykiaeoTHAHbIX ocTaTKOB B PHK ot 5'-komma k 3'-konmy, T. €. B Hanpasie-
HUM MeXHYyKjgeoTuaHou dochoauadpupHon cBsA3M oT 3'-rHApPOKCHUIIA
K S'-rumpokcwity cocena (HampaBsieHue cBs3H 3 —P—5’). CrnenyeT otme-
THTh, 9YTO MMEHHO B 3ToM HampaBjieHHH MPHK uuTaercs pubocomom.

B npupoansix MPHK 5'-koHIIeBOM THOPOKCH/I BCerja. 3aMellieH.
V npokapHOTHYECKMX OPraHH3MOB OH mpocTo dochopunuposad nubo
MOHO-, 1160 Tpudocdarom (puc. 4). dykapuoruvyeckue MPHK B Gonbuiun-
CTBE CJIy4yaeB HECYT Ha KOHLIEBOM 5 -THAPOKCWIE CIIELHaIbHYIO HOTIIOJI-
HUTEJbHYIO TPYNIY —TaK Ha3bIBAEMBIM «K3ID», NMpPeacTaBIsOlMNNA cobou
MoauuHpoBaHHbI (N7-MeTHIMpPOBaHHLIA) OCTATOK TYaHO3WH-5'-TPH-
dbocdara, coe IMHEHHBIA C KOHLEBBIM HYKJIEO3MI0OM HEOObIYHBIM 5’ —5'-
criocobom (puc. 5). B aykapHoTax cyliecTByeT creldajibHas (epMeHTHas
CHCTeMa, BKJOYaollas TryaHWIWIpaHcdepaly M MeTtuntpaHcdepasbi,
KOTOpble OCYILUECTBJISAIOT 3TO «K3nmupoBaHue» MPHK; «k3mmupoBaHHe»
COMPOBOXKOAETCA TakXe METHIHMPOBaHHMEM 2'-THAPOKCHJIA DPHOO3BI H,
4YacTO, OCHOBaHHMS 5’'-KOHLIEBOTO (IIPHUMBIKAIOLIETO K «K3IMy») HYKJIE03Haa
(puc. 5). Cneayer OTMETHTh, YTO 5’-KOHLEBBIMH Hykjeo3uaamu B MPHK
Yaille BCero SIBJISHTCS NMypHHOBBIE HYKJI€0o3HObl (G Wiu A).

3’-xoHueBon ruapokcus npupoansix MPHK cBo6oaeH. Takum o6pazom,
Ha 3’-KOHLIe HMeeTCs Ba THAPOKCHIA B LIUCIIOJIOXKEHHH (yuc-riIMKONIbLHAS
rpynnupoBka) (puc. 4).

DyHKYUOHAAbHBE Y4ACMKU

Pusuueckas mvnHa venu MPHK, mo-suauMoMy, HUKOTla He paBHa IUTHHE
€e KOOUpYIOLeN TMocijiegoBaTeisHOCTH. Komupywilas RoOcJied0BaTesib-
HOCTb ‘COCTAB/ISAET NUIIL YACTh OOILLEN IJTUHELI [MOJIMHYKIEOTHIHON LIeNH
MPHK. Bo-mnepBbiX, mepBOMY KOOOHY BCerja MNpefllecTByeT Gojiee MM
MeHee MpOTIXeHHas HeKOAHpYlollas 5'-KOHIEeBass Noclieq0BaTeNbHOCTb.
Bo-BTOphIX, TepMHMHHMPYIOILMIA KOJOH HMKOI[Ja HE 3aKaHYMBAET LIEMb
MPHK, a 3a uuM Bceraa ciienyer Hekoaupyiolias 3'-KoHLeBas MOC/IeNo-
BaTeIbHOCTh. B pomonHeHHe k 3ToMy, sykapuoTuueckue MPHK wacrto
(Ho He Bcerma) NpOAODKAIOTCA B JUTMHHYIO HEKOAUPYIOLIYIO 3'-KOHLIEBYIO
NOJIMaleHUJIOBYIO TOC/IeQ0BAaTEIbHOCTh, KOTOpas nobasnserca k MPHK
CllenHaIbHbIM (PpepMeHTOM (IT0JIMa e HHUJIATIIOMMEPA30i) MocJIe 3aBeplle-
WM TPaHCKPHIILIHH.
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Puc. 4. Hyxneornausle octatkn PHK'

OdeHb BaXHbIM SBJISETCH
BONPOC, YTO ONpeae/sseT Haya-
JIO KOOHMPYIOIIEN YaCTH HYKJIEO-
TUIHOW TOCJIEA0BAaTE/ILHOCTH B
npenenax uenu MPHK. Hisecr-
HO, 4TOo Jobasi MOJMHNENnTHIO-
Hasl Lellb HauMHaeT CHHTEe3W-
pOBaThbCH c N-KOHLIEBOTO
METHOHHHOBOTO OCTATKa H,
cJie10BaTe/IbHO, MEPBLIA KOIOH
Ha MPHK momxeH xoaupoBaTh
MeTHOHHH. Oka3aloch, YTO B
60/bIIMHCTBE CIy4YaeB TaKHMH
UHUYUGMODHYIMYU KOOOHAMU SB-
asotcds AUG, u ropa3no pexe
GUG unu UUG. Kogon AUG
KOOHPYET METHOHHH B JMIOOBIX
CJIy4asiX — M KOrJa OH sIBJIseTCS
NepBbIM KOJIOHOM KOIHPYIOILECH
nocnegosarensHocTH MPHK, u
KOra OH SiBJISe TCH BHYTPEHHHM
kogoHoM. OaHako koaoH GUG
BHYTPH KOIHpYIOLIEH I10CJIe-
AOBaTeJIbHOCTH KOOUpYET Ba-
JIMH, ¥ TOJIbKO OYyOy4H IepBbIM
B KOIHpyIOIEH MocCjenaoBa-
TeJIbLHOCTH KOAMPYET HHHI[HMa-
TOPHHIH MeTHOHHH. WHuIMa-
TOPHBIMH KOJOHaMH, KOIHUPYIO-
MMM HHHMLIHMATOPHBIA METHO-
HHH, MOTYT ObITh Takxe UUG, -
AUA, AUU w4, BO3MOXHO,
CUG.

Onnako  uaeHTHbMKaIIHA
psga KOJAOHOB KaKk MHMIIMATOp-
HBIX He peiaeT npobneMy Ha-
YaJla KoOMpyIOLIeH YacTH, a CTa-
BUT ee. JIeMCTBHUTENbHO, OT-
HIoOb He mobou Tpumaetr AUG
H GUG MoxeT cTaTb MHHIMA-
TOpHbIM. BHyTpeHHHe KOIO-
Hbl AUG 1 GUG, kak npasuJo,
HE MOTYT HHHLIMMPOBATh TPAHC-
asgupo. [Ipy  ckaHHpOBaHHH

nenu MPHK, HauumHasg ¢ ee 5’'-koHua, TpuruieTsl AUG u GUG moryr
HEOJHOKPAaTHO MOMAaJaThCs Kak B (ae C mocjeayloumled KOOHpYIOIeH
MOC/IeI0BATEJIbHOCTLIO, TaK M He B (a3e, U TeM He MEHee OHH He
HHHLIHUDPYIOT TpaHcasiuuio. HakoHell, MHOrouHceHHble TpHNeTel AUG
1 GUG B npeaenax KOQUPYIOLIEH [10CTIeA0BATEJIbHOCTH, HO HAXOOALIHECH
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Puc. 5. «K3m» Ha 5'-konue ayxapuornueckon MPHK

He B (ase, ToXe He MHMLMHUDPYIOT CHHTE3a GECCMBIC/IEHHBIX MMOJIUIENTH-
noB. CreaoBaTeNbHO, HHULHATOPHBIA KOAOH, B OT/JMYHE OT BCEX APYTHX
KOIOHOB, KaK KOJOUPYIOIIHX AaMHHOKHCJIOThl, Tak H TEPMHHATOPHBIX
(cM. puc. 3), ompendenseTcs He TOJLKO €ro cOOCTBEHHOW CTPYKTYPOR
(ero coctaBoM H MOC/IEN0BATE/IbHOCTBIO), HO TaKXe M €ro MoJoXeHHeM
B cTpykType MPHK. Iloka OkoHYaTe/JIbHO He SICHO, KaKHe 3JIEMEHTBI
CTPYKTYphl aenaioT TpHIiuleT AUG uiu GUG HUHHLHATOPHBIM KOIJOHOM.
Pan nanubIX ykaspiBaeT Ha CyLIeCTBEHHYIO POJIb HYKJIEOTHOHOM IOCIIE-
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NOBaTeJIbHOCTH, NIpeALIEeCTBYOIIEH HHULIMATOPHOMY KOOOHY (CM. IJ1. BVI).
Bo3MoXHO, 4TO omnpenejieHHas BTOpHYHAs W TPETUYHAs CTPYKTypa HaH-
Horo panoHa MPHK Heo6xomuma, 4to6bl 0cOOBIM 00pa3oM 3KCIIOHHpPO-
BaTh COOTBETCTBYIOIIMHA TPHUIVIET KaK MHULMATOPHBIN KOJOH (CM. HHUXe).

OnHa mosuHykjeoTuaHas ens MPHK He o006si3aTe/IbHO COOEpXHT
TOJILKO OJHY KOJAUPYIOLIYIO MOC/IeA0BATEIbHOCTE. JI/19 pOKapHOTHYECKHX
MPHK ouyeHp 0ObIYHO, YTO OJHA MOJIMHYKJIEOTMOHAS LEMNb BK/IIOYaAeT
KOOUPYIOILIHE TIIOC/AeI0BATE/ILHOCTH IS HeCKOoJbKHMX ©OenkoB. Takue
MPHK mnonyumnu wHa3BaHue nosuyucmponHex MPHK (npoucxomuT oT
TePMHMHA «UHCTPOH», BBeleHHOro C. BeH3epOM XaK 3KBHBAaJIEeHT TeHa).
PaznnyHble KOOMPYIOILHE MOCTEA0OBATEIbHOCTH (YucmpoHsl) B npeaenax
onHor nenu MPHK oOBIYHO pa3mesieHBl HEKOOWPYIOILMMH T0CJEH0Ba-
TeJbHOCTIMH. Takass BHYTPEHHSIS HEKOIHPYIOLLAs T1OCJieI0BaTEILHOCTh
HAauUHUHAETCs NOC/Ie TEPMUHATOPHOTO KOJOHA MPEALIeCTBYIOLIEr0 UMCTpo-
Ha;, MHOrJa B ee Hayvalle  HMeeTCs elle OMHH TEPDMHHATODHBIA KOIOH,
MO-BUAHMOMY, NOYOJMPYIOINMHA TEPMHMHATOPDHBIA KOOOH LIUCTpPOHA Ha
cllyyai nodemy-1ubo He coctosiBuiedcs TepMHHAUMH. Clle AYIOILIMHA LUCT-
POH CHOBa Ha4yMHaeTCsd C HWHHULMaTOpHOro komoHa AUG wm GUG.

Xopo1nMm npuMepoM noauumcrponHon MPHK aensercs PHK manoro
PHK-conepxamero 6axTtepmanbHoro Bupyca (dara) MS2. ®dar MS2-—
chepHyeckMi; OH HMeeT naHaMeTp 2,5 HM H MOJIEKYJISPHYIO Mac-
cy 3,6- 108 manpToH. ®ar mocTpoeH U3 180 cybbpe nuHHUL Oesika 060I0YKH
€ MOJIEKyJIapHOH Maccol 14700 manbTOH Kaxdasi, OQHOM MOJIEKYJIBI TaK
Ha3blBaeMoro A-6eJjika ¢ MoJIeKyJIapHOH Maccoi 38000 majnbTOH M OJHOM .
mosiekyasl PHK ¢ MonexynsipHoit Maccori 108 nanbToH. ITocne nonamaHus
tdara B knetky E. coli (a Takxe B OeCK/IETOYHOH CHCTEME TPAHCJISILMH)
3ta PHK ciyxut MaTpuuen ois 6enka 0060104kH, A-0e/ika U cyObe AMHHLIBI
PHK-peniika3ssl ¢ MOJIEKyJIIpHOM Maccoi 62000 OanbTOH, KOTOpPas B COCTaB |
thara He BxomuT. CxeMa pacMoJIOXEeHHS COOTBETCTBYIOIIMX LMCTPOHOB
BOoJib Henu 31011 MPHK naHa Ha puc. 6. Llens HaunHaeTcs ¢ G, IMEIOIErO
TpudochaT Ha cBoeM 5’ -ruapokcuIie. Jdanee ciieayeT ATHHHAS HEKOAUPYIO-
1asi HYKJEOTHAHasl Moc/ieaoBaTe/JIbHOCTh. OO0llas AJMHA 5'-KOHLEBOM
HEKOOMPYHIOILEeH MOC/ed0BaTeIbHOCTA 129 OCTaTKOB; B HEH BCTpevaloTCs
tpumethl AUG u GUG, KoTopbie, 00HAKO, HE ABASIOTCH HHUIHATOPHBIMH.
IlepBeifi uHMIMaTOpHBIA KoO4oH, GUG, HayHHaeT KOOUPYIOUIYIO MOCe-
J0BaTeNbHOCTh A-Oenka (A-LIMCTPOH). A-LIMCTPOH UMeeT MIuHY 1179 oc-
TaTKOB M 3aKaHYMBAeTCsd TepMHHATOpPHBIM KomoHoM UAG. 3areM uaer
HEKOLHPYIOILAS BCTaBKa IJiMHOM 26 ocTtaTkoB. Cnenylolas KoaUpyroinas
Moc/ie10BaTeIbHOCTh HaunHaeTcd ¢ AUG u uMeeT nauuy 390 ocTaTkoB;
3TO — HUCTPOH Oenka o6osiouku (C-umcTpoH). OH OKaHYMBAETCS TEPMH-
HAaTOPHBIM Koa0HOM UAA, 4 3a HUM HENOCPEACTBEHHO CJieaAyeT BTOPOH
TepMuHaTOpHbIA KoaoH UAG. IlocnenoBatesibHOCTh AJIMHOM 36 OCTAaTKOB
otaenseT. C-LIMCTPOH OT S-LIMCTPOHA, Koaupyowero cyore nnHuiry PHK-cuure-
Ta3bl. S-UMCTpOH HayuHaercss ¢ AUG, mMeeTr anuHy 1635 ocTaTkoB H
3akanyuBaeTcss UAG. 3a HMM 4Yepe3 OOMH OCTaTOK (T.e. He B (ba3e)
HMeeTCH ellle OOUH TepMHHaTOpHbIM TpuiiieT UGA. 3'-KoHLeBass HEKOOH-
pylolllas [OC/eI0BaTeJIbHOCTE HMMeeT obmyro mnuHy 174 octaTka M
3aKaHYMBAETCS aJ€HO3MHOM CO CBOOOMHOM Yuc-TMMKOJIBLHOM TpyNIUpOB-
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Puc. 6. Cxema pacrojioXeHH KOIAHPYIOLIHX H HEKOJHPYIOLHX HYKIEOTHIHAIX
nocnenosarebHocTen BOoab Henw PHK ¢ara MS2:

A, C,L ¥ S — nucTpoHn, xoaupyiomine Gesxu «coszpepaHus», 060/109KH, JHIHCA H pelUIH-
XA’ (XCHHTETA3L®), COOTBeTCTBEHHO. KpynHbie nHGpH YKa3LBalOT KONHYECTBO HyKile-
OTHOHLIX OCTATKOB B [I8HHOM OTPe3lke, MeJKHe — NONOKEHHS HYKNEOTHAHBX OCTATKOB.

xo¥. Ilonmnag nepsuuHas cTpykTtypa PHK ¢dara MS2 6vina onpenenena
B. ®upcomM ¢ coTp. B 1971—1976 rr.

B cBa3u ¢ paccMoTpeHueM PHK ¢dara MS2, cnemyeT yka3aTh Takxe
Ha [pyrow cnocob pa3MelieHHs pa3HBIX KOJHPYIOIIMX MOCieaoBaTelb-
‘Hocteir B oguon MPHK. [leno B ToM, uro MS2 PHK kxomupyeT ele u
yeTBepThIM Oeslok, HazBaHHbIM OenkoM nu3uca, unu L-OenkoMm (oH, mo-
BHIHMOMY, y4acTByeT B JIU3MCE XO3MMCKOH KJIETKM Ha 3aBepllaloller
tdaze uHdexkuun). ITtoT Gemok 3zakomupoBaH ydactkoM PHK, Hauunalo-
muMcad B KoHLe C-LACTPOHA, 3aXBAaTbLIBAKOIIUM BCIKO 36-HYKJIEOTHOAHYIO
BCTaBKYy Mexay C-UHMCTPOHOM M S-IIUCTPOHOM H 3aKaHYUBAIOLIHUMCA B
npenenax S-IUCTPOHA, PaMKa CYUTHIBAHUS 3TOrQ TMepeKphIBAOILErocs
L-uncTpoHa cABUHYTa BNIPaBO Ha OOMH ocTaToK (+ 1 cOBHr), Tak 9TO HM-
Kakve €ro yyacTKH He¢ TPaHCIMpPYIOTCS npH cHHTe3de C-6Genka u S-Oenka.
L-uncTpon uMeeT cBOM HMHHUHATOpHEIA kodoH AUG, He B daze ¢ Komo-
HaMH C-LIUCTPOHA, H, COOTBETCTBEHHO, CBOM TEPMUHATOPHBIN KoqoH UAA,
He B (pa3e ¢ kogOHAMHU S-IIUCTPOHA. DTa cUTyaUHs H3o0paxeHa Ha puc. 7.
Hcnonb3osaHue mepekphIBAIOLIMXCS KOAUPYIOLIHX TOCIIEeN0BaTeIbHOCTEN
B npenenax ogHon MPHK BcTpedaeTcs, 01Hako, He YaCTO M CBOMCTBEHHO,
MO-BHANMOMY, B OCHOBHOM BHUPYCHBIM CHCTeMaM, I'leé 3KOHOMHS MecTa
OIS pa3MelleHHs LIMCTPOHOB HUrpaeT 0COOeHHO BaXXHYIO pOJIb.

B otnuuue ot npokapuotudeckuXx MPHK, MPHK sykapuor, kax mpa-
BHIIO, MOHOYUCMPOHHH, T.e. KOIMDYIOT BCero OAHY MOJHIENTHIHYIO
Iens. Koaupyromas nocnenoBarensHocTh MPHK Takxke ¢naHkupoBaHa,
Kak c 5'-koHua, Tak M ¢ 3'-KOHLa, HEKOAUPYIOLIUMH TOCJIeq0BaTEIbHO-
CTAMH. YiKe 0TMeHqasoch, 9T0 5'-koHel 06BIYHO MOOUGHULIHPOBAH KKITIOM»
(cM. puc. 5), HUMeIOIIHM, TMO-BUIMMOMY, 3HadeHHe [ [EePBUIHON
(npeunuumaropHoi) accounmaund MPHK ¢ pubocomon. 3mech ciemyer
¥YKa3aTh Ha BO3MOXXHYK pa3sHHLY B MeéXaHW3Me MOHUCKA HHHIHHPYIOLLEro
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MET GLU THR ARG PHE PRO GLN GLN SER GLN GLN THR PRO ALA SER
CAAGGUCUCCUAAAAGAUGGAAACCCGAUUCCCUCAGCAAUCGCAGCAAACUCCGGCAUC
GLN GLY LEU LEU LYS A'§P GLY ASN PRO ILE PRO SER ALA ILE ALA ALA ASN SER ‘GLY ILE

1678

THR ASN ARG ARG ARG PRO PHE LYS HIS GLU ASP TYR PRO CYS ARG ARG GLN GLN ARG SER

UACUAAUAGACGCCGGCCAUUCAAACAUGAGGAUUACCCAUGUCGAAGACAACAAAGAAG
TYR MET SER LYS THR THR LYS LYS

SER THR LEU TYR VAL LEU ILE PHE LEU ALA ILE PHE LEU SER LYS PHE THR ASN GLN LEU
UUCAACUCUUUAUGUAUUGAUCUUCCUCGCGAUCUUUCUCUCGAAAUUUACCAAUCAAUU
PHE ASN SER LEU CYS [ILE ASP LEU PRO ARG ASP LEU SER LEU GLU ILE TYR GLN SER ILE

LEU LEU SER LEU LEU GLU ALA VAL ILE ARG THR VAL THR THR LEU GLN GLN LEU LEU THR
GCUUCUGUCGCUACUGGAAGCGGUGAUCCGCACAGUGACGACUUUACAGCAAUUGCUUACUUAA
ALA SER VAL ALA THR GLY SER GLY ASP PRO HIS SER ASP ASP PHE THR ALA ILE ALA TYR|LEU

1902

Puc, 7. HykneoTHaHas NOC/EN0BaTe/IbHOCTh, Koaupyomas L-6enok dara MS2, HauuHasg ¢ HYKJIEOTHAHOIO ocraTka 1678:
AMHHOKHC/IOTHaA TIOCAeAOBATENbHOCTD L-Genka ykasaHa mad, a nocneaosaTeNbHOCTH Kouua C-Genka W Havana S-Genka moa
nocneaoBaTeNbHOCTLIO (Mo M. N. Beremand, T. Blumenthal, Cell, 1979, v. 18, p. 257-266)
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KOJOHA B MPOKAPHOTHYECKOW M IYKapHOTHYECKOW CHCTEMAaX TPaHC/IALMH:
npokapHoTHYeckde pubocomel accounupyior ¢ MPHK M y3HaoT HHHUHH-
PYIOLUHMH KOJOH HE3aBUCHMO .OT 5'-KOHLA, M NOITOMY LIMPOKO MCHOJB3YIOT
(@HYTPEHHIOI» MHMIIMALIMIO B Mo MIMCTpoHHBIX MPHK; B mpoTHBONOnoxHoc TS
TOMY, 9YKapHOTHYEeCKHe pHOOCOMBI 0OBIYHO HY X Aa10TCs B 5’-koH1e MPHK st
aCCOLIMALIMHM C HeH, U «K3TD», BEPOSATHO, CIIOCOOCTBYET TaKOM acCOL[HALMH (CM.
ri. BVII). Cuuraercsi, 4T0 B OOJILIIMHCTBE CJIy4aeB B 3YKAPHOTHYECKHUX
cucTteMax nepBbil AUG KOJOH OT 5'-KOHLIa IBJISETC HHULIMATODHBIM. 3’'-KOHeI
sykapHoTHueckux MPHK dacTo HeompeneyeHeH: MIHHA 3'-KOHLEBOM HEKO-
JUPYIOHIEH II0C/I€I0BATEJIbHOCTH MOXET BapbHPOBATh ¥ DPa3HBIX MOJIEKYJI
onHor M Tor xe MPHK. KpoMe TOro, kak yxe oTMevasioch, MoJaB/IsIOLIas
yacTh 3ykapHoTHYeckuX MPHK HeceT Ha 3'-KOHuE MOJIHaAeHHIIOBbIE IOCJIE-
J0BaTeJIbHOCTH BapbUPYIOILEH JJTHHEIL.

IIpocmparcmeennas cmpykmypa

YT0 KacaeTcs NMpOCTPAHCTBEHHOM (TpexMepHOH) cTpykrypbl MPHK, To, Kk co-
KAIEHHIO, B HACTOsLLIee BpeMsl OHa HE yCTaHOBJIEHA HH B OJHOM cliyvae.
M3 u3MepeHMH pa3IHYHBIX bH3nUecKUX napaMeTpoB HekoTopbix MPHK sicHo,
YTO OHHM MPEICTaB/ISIOT CO60M CHJILHO CBEPHYThIE CTPYKTYDHI, ¢ 0OJIBILIMM
KOJIMYECTBOM BHYTPHLEIHBIX B3aMMOIEHCTBHHA MEXAY a3nTHCTHIMH OCHOBa-
HUSIMM THIIAa YOTCOH-KPHKOBCKOr0 KOMILIEMEHTapHOIO CIapHUBaHHsA, XOTH
MPHK He sBasiioTcs NBOMHBIMH criHpaisMH THna JJHK, oHH 0OHapyXHBaiOT
Pa3BUTYI0O BTOPDHUYHYIO CTPYKTYPY 3a CYeT KOMIUIEMEHTapHOI'O CIapHBaHHS
OTIEJILHBIX YYaCTKOB OJHOM H TOM e LieNH ApPYT ¢ APYyTroM, ¢ 0O0pa3oBaHHeM
60sb1110T0 Hab0Opa OTHOCHTEIBHO KOPOTKHX ABYCIHPAJIbHBIX y4acTKOB. OK0JIO
70% BceX HYKJIEOTHAHBIX OCTAaTKOB B LIEMH YYacCTBYET B KOMILUIEMEHTAPHOM
CMapUBAHHMH H, COOTBETCTBEHHO, B GOPMHPOBaHHH BHYTPHMOJIEKY/ISPHBIX CITH-
paned., Bosplliag YacTh AByCNHMPAIBLHBIX YYaCTKOB 0Opa3yeTcs, MO-BHAUMOMY,
3a cUeT KOMIUIEMEHTAPHOTO CIapDHBAHUSA CMEXHBIX OTPE3KOB HOJIMHYKJIEOTH]I~
HO¥ [{enu; cxeMa opMHpPOBaHUS TAKUX KOPOTKHMX JBOMHLIX CIIMpasieH JaHa Ha
puc. 8. KoMIuileMeHTapHOE CHIapUBaHHE [AJIEKO OTCTOSILHX OTPE3KOB HEMH
JOJIXXHO NPUBOAUTH K AONOJIHUTEIbHOMY CHJIBHOMY CKJIaAbIBAHHIO CTPYKTYPBI
¥ HOpPMHPOBAHHIO KOMIIAKTHhIX 1oMeHOB B MPHK, kak moxa3aHo Ha pHc. 9.
B ocHOBE 3THX B3aMMOICHCTBHIA, HOPMHPYIOLIMX BTOPHYHYIO CTpYKTYpy MPHK,
Jexar cnapuBanugd A ¢ U u G ¢ C (YorcoH-KpHKoBCKHe maphl), a Takxke, 1o-
BUaHMOMY, G ¢ U (cM. puc, 19). O BzauMoneicTBHaX, GOPMHPYIOIHX TPETHY-
HYIO CTPYKTYDY, ¥ O CAMOM XapakTepe Tpe THYHOH cTpykTypsl MPHK HHYero He
U3BECTHO. :

B 10 xe BpeMsi UMeeTCs Lie/IbIM psid YKa3aHHHA HA POJIb BTOPHYHOM H Tpe-
THYHOM cTpyKTyphl MPHK B TpaHcadmmu. Yke 0oTMe4anoch, 4YTO NPOCTPAHCT-
BEHHAas CTPYKTYypa HHHLMATOpHOro ydyactka MPHK MoxeT ObITh BaXXHOM HIM
laxe pewarowmeds, 9ro6s1 Tpuruier AUG (wmu GUG) MOT HrpaTh poJIb HHHIHA-
TOPHOT0 K0 10HA. [T0-BHANMOMY, HE06X0AMMO, 9TOOBI COOCTBEHHO HHULIMATOD-
HbIHA TpHIUIET JTHOO BOBCe He OLLI BoBJIeYeH B YoTcOH-KpHKOBCKOe criapuBa-
HHe ¢ apyruMH Hykstieotuaamu MPHK, nubo yyacTBoBan B cj1aboM (HecTaOWib-
HOM) KOMILUTIEMEHTAPHOM cHapuBaHHH. JIpyrMMH CJI0BaMH, HHHLMATOPHBIH
KOQOH 10/KeH ObITh MO0 yke OTKDBIT, JTHO0 JIErKO OTKPLIBATHCS VIS B32UMO-
AercTBud ¢ MHMnMaTopHo¥ TPHK Ha pubocoMe. M3 npeacka3aHusi BTOPHYHOM
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CTPYKTYDHI HA OCHOBAaHHH B3aMMHOM

KOMIUIEMEHTAPHOCTH CMEXHBIX y4acT-

KOB LIeMH cJIeyeT, YTO HeclapeHHbLIH

AUG TpHIuUTe T AeNICTBUTETHLHO MMEETCH

B Havyajle LUCTpoHa Oesika 00O0JIOUYKH

¢ara MS2 PHK (puc. 10); 3TOT TpHILIET

pacrioioxeH KakK pa3 Ha BepXYIIIKe IBY-

CMIMPAJILHOMN LINHILKH, 00pa3ys MeTIo.

HIMeHHO OH, KaK H3€CTHO, ABNSIETCS [Ipe-

HMYUIECTBEHHBIM MECTOM HHHIIHALIMH

cuHTe3a Oenka Ha MS2 PHK. UuTepec-

HO, YTO MHHIHALIKMS HA HHHLIMATOPHBIX

KOJOHAX Apyrux mucrtpoHos MS2 PHK

HIET 3Ha4YMTeIbHO MeHee 3hdekTHBHO.

310 cornacyeTcs ¢ TEM, YTO HAllpUMep,

WHULHATOPHBIA TpUILIeT AUG nHcTpo-

Ha cyObe muuuubl PHK-cHuTeTa3bl BXO-

IMT B COCTaB ABYCIHPAJIbHOIO Y4acTKa,

Puc. 8. CxemMa ¢popMHUpOBaHHA BTOPHYHOM KOTOpLIM, [10-BHIMMOMY, HE O4EHb CTa-

CTPYKTYPH! (IBYCTIMpANbHHIX mmmnek) my- OWIEH, TaK KaK KOPOTOK H HedeKTeH,

TeM CIapMBaHHMA CMEXHBIX oOTpe3koB HO TEM HE ME€HEE TOPMO3HT €ro rnposiB-

TONHHYK/IeOTHAHOMA e PHK JleHMe B MHMUMANMK. CyliecTBOBaHHE

” - BTODMYHOM CTPYKTYDhI B paliOHe, 3aXBa-

THIBAIOILIEM TEPMUHATOPHBIN KOJAOH LHCTPOHA Oesika 000I0YKH M HHMLIHATOP-

HbIH KOZIOH LIMCTPOHA CHHTETAa3bl, ObIO MpSMO [MOKA3aHO B IKCIIEPHMEHTax

Ix. Creritc n L. KpoTepca ¢ coorBeTcTByfomiMM ¢parmenToM PHK pon-
cTBeHHOro GakTepuodara R17 (puc. 11).

[To-BUOUMOMY, CTaOWIM3alMg ABYCIIHPaJIbHOTO YYacTKa C YYaCTHEM HHH-
LMATOPHOTO TPHUIUIETA JIMOO 3a cueT TpeTHUHOM CTpyKTYpbl PHK, 5160 B pe3yiib-
TaTe cneunpuveckoro npucoenuuenuss PHK-csspiBaroiuero Gesika, MOXeT
MOJIHOCTBIO GI0KMPOBATh HHHMIIHALIMIO B JAHHOM y4acTke, Tak, oueHb [MOX0xe,
4yT1o B MS2 PHK, a takxe B PHK ponctBennsix daros R17,f2 u ap. TpeTudromn
CTPYKTYpOH 3a0JI0KMPOBaHbl MHULHATOPHBIE TPHIUIEThI KaK A-L{HCTPOHA, TaK
H S-icTpoHa. MHUIHALMS HA A-LMCTPOHE MPOMCXOOMUT, BEPOATHO, JIMIIL B
npouecce cuHTe3a PHK, koraa nosHasi npocTpaHcTBEHHAs CTPYXTYpa ellle He
chopmupoBana. UHHIMalLHs HA S-1IIMCTPOHE MMEET MECTO B IIPOLIECCE TPAHCJIS-
LIMH NpeamecTByomero C-ucTpoHa: puéocoMsl, cuMThIBas C-LIMCTPOH, pac-
mieTaroT PHK, 0cBo6 0% Mast y4acTOK ¢ MHHI[HATOPHBIM TPHILTETOM S-LIMCTPOHA
U3 kakoro-to Gonee cTaOMIBHO CcBepHYTOro cocTosHMA. Koraa nossnsiorcs
rOTOBbIe MOJIEKY/IbI Oesika 000/104KH ¢ara, CHoBa MPOUCXOOHUT BBIK/IIOYEHHE
MHMILMALMK S-LiCcTpoHa: 6esok 000104ukH ¢ara uMeeT crielududeckoe cpoa-
CTBO K HECTaGWIBHOM CIIMpaJIH, colepxkalled HHULMATOPHLIH AUG TpumieT
(puc. 11), u, cBI3bIBasACh C HUM, CTaGITM3UPYET CIIMPATIb.

ITocsie TOro KaKk MHMLIMALIASA TPAHCJSLHMHA COCTOSJIACh, PHOOCOMBI MOTYT
yutaTh MPHK G0slee MM MeHee He3aBHCHMO OT €¢ BTOPHYHOHM M TPETHYHOM
CTPYKTYDbI, OYEBHIHO, IOCJIeA0OBATEJILHO PacILUIeTas €€ 10 Mepe IIPOX0XKIeHUS
BIOJIb LierH (pa3yMeeTcs, I10CJIe IPOX0XKIAEHHS PHOOCOMbI YYaCTKH LIENTH BHOBb
CBepPTHIBalOTCA). B TO e BpeMs [TOKa HUYEro He M3BECTHO O POJIM BTOPUUHOM
4 TpeTHYHOM cTpYXTYpsl MPHK B cCKOpPOCTH CUHTBIBAaHHA LIeTTH (CKOPOCTH 3JI0H-
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9. CxeMa BEPOATHOM BTOPHUHOH CTPYKTYphl 3'-KOHLEBOIrO

Puc.
noMeHa PHK BHpyca MO3aHKH KOCTpa:
@ — HYKJIEOTHAHAN TMNOC/edOPATENbHOCTD MW KOMNAEMEHTAPHOCTb CNAPEHHMKIX

ydactxop uenu (no R. Dasgupta, P. Kaesberg. Proc. Nat. Acad. Sci USA. 1977,
v. 74, p. 4900-4904; M. R. Gunn et al. FEBS Lett, 1980, v. 155, p. 77~82);
6—Ta Xe CTPYKTYP& B BHAe JBYCIIHPAJILHWX Y9YaCTKOB, COCAHHEHHBIX

OQHOTAKCBRIMH OTPe3KaMHK
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Puc. 10. CxeMa BepOSTHOH BTOPHYHOH CTPYKTYpPH
(mBycnHpabHOR LuNMHALKK) yuacTka PHK dara
MS2, coaepxawiero HHMIMATOPHHA kxoa0oH AUG
uxctporHa Oenxa o6Gonouxu dara (no J. A. Steitz,
Nature, 1969, v. 224, p. 957-964)
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Puc, 11. Cxema BTOpHYHOH cTpykTYypm ¢parmenta PHK ¢ara R17, oxma-
THBAIOIIETO KOHEll LHCTPOoHA OGenxa 0600ukH M  HauaI0 LMCTPOHA
cuHTetasnl (o J. Gralla et al. Nature, 1974, v. 248, p. 204—208).

raivu nojiunentuaa). U3pecTHo, 4o 312 CKOPOCTH HEPABHOMEPHA, M HE UCKJIIO-
YeHO, YTO OHA 3aBMCHT OT CTAOWIbLHOCTH BTOPHYHOM H TPETHYHOM CTPYKTYPBI
ydactkoB MPHK (cm. 1. B.V).
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Cnenyet 00paTuTh 0c060€ BHUMaHNE Ha HEKOIMPYIOLIKE 110C/Ie 10BATE 1b-
noctd B MPHK. Ux 3HaueHHe, B 4aCTHOCTH, MOXeT COCTOSITh B JeTepPMH-
HALMH CTIeLIHAJTbHBIX MPOCTPAHCTBEHHLIX (BTOPAYHBIX H TPETHYHBIX) CTPYKTYD,
peryJIMpyIOLINX MHHIIHALMIO TPAHC/ISILIMK, SJIOHTalMIO M Tepexoa pubocoM ot
OIHOTO LIHCTPOHA K JAPYrOMY, a Takxe npucoeauHeHne kK MPHK cnierHanbHBIX
y3HaroLIMX OeJIKoB, BO3AEHCTBYIOIMX Ha TPAHC/ISLIUIO.
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I'masa II1

TPAHCHIOPTHBIE PHK
U AMHMHOAIWJI-TPHK-CHHTETA3bI

1. OTKPBITHE

Hrak, uHbopMauus g aMHUHOKUC/IOTHOHM MIOC/IE0BATEILHOCTH OeJIKoB
3aKOMPOBaHA B BUJE HYKJIEOTUAHOM MOC/IENOBATEIRHOCTY COOTBETCTBYIO-
wmx MaTpuuHbeix PHK. TpunieTHpI KONOH MaTpHIIbl A0/DKEH OJHO3HAYHO
JeTePMHHHPOBATh OMpPENE/ICHHYI0O aMHMHOKHCJIOTY. Mexay TeM, SBHOIO
CTEPHUECKOrQ COOTBETCTBUS CTPYKTYP aMHHOKHUCJIOT H COOTBETCTBYHOLLIMX
.MM KOJOHOB He Habmomaercs, T. €. KOJAOHBI Bpole Obl HHKaK HE MOTYT
CIIyXHTb [IPAMBIMH MaTPpUYHEIMH [TOBEPXHOCTAMH I aMHHOKHCNIOT. OTctoma
B 1955 r. ®. Kpuk npeayioXHJI CBOK «aJaliTOPHYI THIIOTE3y», TA€ OH
MOCTY/IMPOBAJT CYLLECTBOBAaHHE CICLHAJIBHBIX MaJiblX amanTopHeix PHK u
CNEUHALHEIX (hepMEHTOB, KOBATIEHTHO IIPHUCOE IHHSIOINX AMMHOKHUCIIOTHBIE
octatky K 31uM PHK. CornacHo rumoTe3se, kaxaI0H aMHHOKHMCJIOTE COOTBET-
cTtByeT cBoW BHA agantopHod PHK u cBoy (dhepMeHT, MpHCOEIUHSIFOILIHI
TOJIBKO JaHHYH) aMHHOKHCJIOTY K HJaHHOMY aaantopy. C OpyroM CTOpOHBI,
anantopHas PHK uMeeT HykJieOTHOHBIN TPHUILIET (BIIOC/ICACTBUH Ha3BaHHBIN
AHTHKOJOHOM), KOMILJIEMEHTApHBIH COOTBETCTBYIOLLEMY KOJIOHY MATPUYHOHM -
PHK. Takum oOpa3oM, y3HaBaHWe KOIAOHA aMHMHOKHCIOTOM He SBJIsS€TCA

HETOCPeICTBEHHBIM, a OCYLIECTBJIETCA 4epe3 cHcTeMy amanropHas PHK —

tbepMeHT: cnenubuueckurn bepMeHT y3HaeT OJHOBPEMEHHO aAMHMHOKHCJIOTY

U OMpPEACSICHHYIO aJallTOPHYIO MOJIEKYJIY, TaK YTO OHH OKa3bIBAIOTCH COSIH- .
HEHHBIMH, B CBOK oOYepennb, aaanTop (C HaBELICHHOH aMHHOKHCJIOTOM)

y3HaeT omnpedesicHHBIH koaoH MatpuuHod PHK, Tak 4ro mpHcoequHeHHast

aMHMHOKHUCJIOTa CTAHOBHUTCS TMPUIIMCAHHOW HMMEHHO JaHHOMY KOHOHY.

B nonosHeHue K pellleHUIo Npo6ieMbl y3HABaHHS, [IPe ITI0XEHHBI MeXaHU3M

MPEAMoJarai TakXke IHepPreTHUecKoe obecrneveHue MOIMMEPH3aLUA aMHHO-

KHMCJIOT 33 CYeT XMMHMYECKHX CBsi3ei, 0Opa30BaHHBIX MEXIY aMHHOKHCJIOT-

HBIMH OCTATKaMH U aJIaTITOPHBIMH MOJIEKYJIAMH.
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Tlopa3HTe/IbHO, YTO BCE 3TO BCKOpE OBbUIO MOATBEPXKAECHO 3KCIIEPUMEH-
tasipHO. B 1957 1. M. Xornann, I1. 3aMeynuk u M. Credencon B CIIA u
K. Orata u X. Hoxapa B SINOHHH cOOOLLIMIM 06 OTKPBITHH OTHOCHTEJILHO
uuskoMonekynspaost PHK («pactBopumort PHK») u cneumanenon depMeHT-
noM ¢pakuvm («pH 5 depMeHT»), MPUCOETUHSIOLIEH AMUHOKHUCIIOTEI K 3TOHM
PHK. Bsu10 nokasano, yto oGpasyroiasica aMuuoauwi-TPHK nencteuTe bHO
SBJISETCS [IPOMEXYTOUHBIM COe IHHEHHEM B [IEPEHOCE AMHHOKHCIIOTHI B 11014~
nenTHAMyo uUenp Oenka. BnocnemctBum 3ta PHK 6blna Ha3BaHa Tpasc-
¢depHOH, a B pycckoM mnepeBone «TpaHcrnopTHov» PHK, wmm 1PHK, a co-
OTBETCTBYIOLIHE hepMeHThl — aMHHOAUWI-TPHK -cuHTeTa3aMu.

B xnetke mid Kaxnod u3 20 aMUHOKHCJIOT, KOTOpble Y4acTBYIOT B IIO-
ctpoeHuM Oenka, cymiectByer cBos amuHoauwI-TPHK-cunTeTasa. Takum
o6pa3oM, B IIPOKapUOTHYECKUX KJIETKaX cymiecTByeT 20 pa3jIMUYHBIX aMH-
noauwn-TPHK -cunTeTas. OnHAKO B 3YKApUOTHYECKMX KJIETKAaX CHUTyallus
CJIOXHEE, H B NEPBYIO Odepelb H3-3a CYLIECTBOBAHHSA CIIEL[UAILHBIX aMHHO-
auwi-TPHK-CHHTeTa3 B XJIOpOIUIACTaX M MHTOXOHIPHAX (B IOMOJIHEHUE K
OCHOBHBIM IIMTOILIa3MaTHYECKUM CHHTETa3aM).

Yo xacaetcs pa3nuynbix BuaoB TPHK, To ux Bcerna 6omblie, 4eM 4HCIIO
aMHHOKHCJIOT ¥ amuHoanWI-TPHK-cuutetas. Tak, B baxtepusix (E. coli)
uMeeTcd He MeHee 40 BHmoB TPHK, xoaMpyeMbIx pa3jIHYHBIMH TE€HaMH.
OTo 3HAYMT, UTO HECKOJIbKO pa3muuabix TPHK MoryT y3HaBaThes oOHOW H
ol xe amMuHOoaUWJI-TPHK-cHHTETa30M H, COOTBETCTBEHHO, COEAMHSATHLCH C
OOHOHM Y TOW e aMHHOKHCIOTOH; Takue TPHK HasbBaroTcd uzoaxyenmop-
noimu. Pasnble u3oakuentopHele TPHK Moryt y3HaBaTh pa3Hbie KOIOHBI
U1 MTaHHOM aMUHOKHCNIOTEL. HampuMep, B E. coli UMeeTcd NSATh pa3sIMYHBIX
nerumHoBEIX TPHK, ¢ antukononamMu CAG, GAG, NAG (N —HeuaeHTHdu-
IIHPOBaHHOE [IPOM3BOQHOE OOHOTO U3 OCHOBaHHM), CAA H A*A A, y3HaIQIIUX
LIECTh JIEMLIMHOBBIX KOIOHOB; U3 HuX TPHK ™" y3HaeT NeMHOBEIA KOIOH
CUG (antuxonon CAG), a TPHKE®™  y3naeT nesimunossie xonount UUA u
UUG (auTukomoH A*AA, rae A* —HeHIeHTHOHMIIMPOBAHHOE TPOM3BOOAHOE
.A). .B HekoToppIX ciyvasx H3oakuentopHele TPHK, pasmuaronyecs
[0 MepBHYHOW CTPYKTYpe, MOTYT Y3HaBaTh OOHH M T€ X€ KOIOHBI, HMes
NIOX0XHe AaHTHKOOOHHL B LMTOMNIIa3Me 3YKapHOTHUYECKHX KJIETOK CHTYaIlus
aHaJIOruYHa.

JyKapHOTHYECKHE MMTOXOHAPHMM HMeIoT cobctBenHmlt Habop TPHK,
KOTOPBI 3HAYKTEJILHO IIPOLle TAKOBOI'O LIMTOIUIA3MEI: 30€Ch CYIIIECTBYET
Bcero 23—24 pupa TPHK, oO0namaroliMx pas3sMuHBIMH AHTHKOIOHAMH,
¥ OHH 0Xa3bIBAIOTCH OOCTATOUHBLIMHU IJ1s Y3HaBaHUA BceX 61—62 CMBIC/IOBBIX
KOIOHOB MUTOXOHApHaIbHBIX MPHK.

2. CTPYKTYPA TPHK
Ilepsuunasa cmpyxmypa

B 1965 r. P. X0t ¢ COTp. COOGLLMIN O HYKJIEOTHIHOM MOCIIE JOBATEILHOCTH
nepBon Monexkynsl TPHK. 310 Obina anannnoBas TPHK npoxoxen (puc. 12).
C Tex mop 6GbUTM pacLIMGPOBaHBLI MHOTHE NECSTKHM MOCJ]EIOBATEMLHOCTEN

pasmHunpix TPHK H3 pa3sHooOpa3HbIX MCTOYHHMKOB. Bce OHM HMEIOT pin
o6wwux uepr.
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Puc. 12. nyneomluﬂau MOCJIeX0BATENbHOCTL anaHHHOBoH TPHK
apoxxen (TPHK{"™ ) (no R. W. Holley et al. Science, 1965, v. 147,
p. 1462-1465; J. R. Penswick et al. FEBS Lett, 1975, v. 50,
p. 28~31):

BOJIHHCTOH JIHHHCH BhifeJIeH AHTHKONOHOBHWMA TPHMJET, CIJIOWIHOM —
NOAYEPKHYTH KOHCEPBATHBHBE (HHPapDHAHTHbIE) HYKJACOTHAHBLIC OCTATKH H
MOCMeA0BATENLHOCTH, NMYHKTHPHOA — OCTATKH, B KOTODHX KOHCEPBHDOBAHK
6o nypuHOBbe, NGO NHPHMHAWHOBHE OCHOBaHHA B Apyrux TPHK

Jdmuua uenern TPHK Bappupyer oT 74 10 95 HyKJI€OTHMOHBIX OCTATKOB.
Bce TPHK kxonuyaloTcd Ha 3'-KOHLE YHHUBEPCAJIbHOM TPHHYKJICOTHIHOW IIO-
cnenoBaTebHOCTEI0O CCA )i HMEHHO KOHLIEBOM WHBapHaHTHBIA aJACHO3MH
aKLENTTHPYET aMHHOKHCJIOTHBIM OCTAaTOK IMpH 0Opa3oBaHuH amMuHoauI-TPHK.

AHTHKOJOHOBBIA TPUILJIET HAXOIUTCS MPHOIM3UTELHO B cEpeqUHe LeMH
TPHK (IGC B nosioxenuu 34—36 Ha puc. 12). C 5'-cTopoHsl OT Hero Bceraa
HaxoOaTcs OBa MHUPUMHIMHOBLIX OCTATKA, a C 3'-CTOPOHBI— YacTO ABa MypH-
HOBBIX OCTAaTKa, XOTH BTOPOH OCTAaTOK MOXET ObiTb U HMHUPHMHIMHOBLIM,
kak B ciyuyae TPHKAR (puc. 12). DTH ceMb HYKJICOTHOHBLIX OCTAaTKOB
BMecTe 00pa3yloT Tak Ha3bIBaeMYK «aHTHKOJOHOBYIO neTmo» (AC-nmeTimo),
B3aumMozencTByiomylo ¢ MPHK u ob6nagaiomyio xapakTepHOH NpOCTPaHCT-
BE€HHON CTPYKTYPOM (CM. HHXeE),

IIpubnusurtebHO Ha paccToSIHUM 1/3 obwert anmuel Henu TPHK ot ee
3’-xoHUA pacrioyaraeTcs obwui and GoaswmnHcTBa TPHK yuacTok ¢ mocre-
nmoBatesibHOCTBIO GTW C wmm, ropasgo pexe, GU¥YC (Gm!'WW C y apxe-
GakTepuit), (aHKHUpyeMbli ¢ 00eMX CTOPOH NYpHHOBBIMM OCTaTKaMH.
B unnumatopubix TPHK ' sykapnoTos oH 3ameHen Ha GAW C wm GAUC.
710 — HaubOoJlee YETKO BbIPaXEHHAasl MPOTHXKEHHAs YHHBEDPCAJIbHAs IOCJIe-
noBatresbHOCTh TPHK. (B MutoxonapuamsHeix TPHK, omHako, oHa CHJILHO
BapbHpPYyeT.)

Heo6xoaMMo 0TMETUTDh TaKXe J0BOJIbHO KOHCEPBATHBHDBIEC YaCTH MOCJIE-
JOBAaTeJILHOCTU B Mpenesiax OT 8-ro A0 25-r0 HyKJICOTHOAHBIX OCTATKOB
uenern TPHK. 3mecr MMeroTcss Takke MHBapHaHThl, TakHe kak U MM ero
THONpou3BoaHOe (s*U) B moyiokeHHH 8, G MJIH er0 METHJIbHOE MPOH3BOIHOE
(m2G) B monoxeHun 10, AG nnu AA B moyioxeHuu 14—15, GG B noJioxeHHIX
1721, AG B nonoxeHusax 21—24 pasnuunbix TPHK.

Vxe M3 paccMOTpeHHMs Noc/lenoBaTeJIbHOCTH oaHou TPHK (puc. 12)
BHJIHO, YTO, B JOMOJTHEHHE K YETHIPEM JIABHBIM THUITaM HYKJICOTHIHBIX OCTAT-
koB (A, G, C, U), nommnykneoruanas uens TPHK xapakTepusyeTcs HamHuHeM
pa3Ho0Opa3sHbIX MONUGUIIMPOBAHHBIX HYKJIEO3HIOB, YacTO HAa3bIBAEMbIX
«MHHOpHBIMH», OHHU 0O0pa3yloTcs B pe3ysibTaTeé IOCTTPAHCKPHITLIMOHHOMN
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H3MMATHYECKON MOIH(PUKALIHA OOBIYHBIX HYKJICO3HIHBIX OCTATKOB B CIIE-
uududeckux MecTax noaunykieoruaHon nenu TPHK. K HacTosiieMy Bpe-
MEHH HAeHTHGUIIMPOBAHO HECKOJILKO JECSATKOB Pa3/IMYHBIX MO IU(PHULIUPOBAH-
abix Hyksieo3nnoB B TPHK. PuGoTuMuouH (5-MeTHIIypHIHH, 0003HaYaeMBbIH
xak T win m5U) ¥ ncesnoypuaus (5-pubodypanoswnypauusi, V) npucyrcTay-
1oT nouTH Bo BceXx TPHK M ocoOeHHO xapakTepHBl IUISl YHHBEDCAbHOH
nocnenoBareibHOCTH GTW C (puc. 13). 5,6-muruapoypunus (hU wnm D)
TOXe SIBJIsieTcs [TIOUYTH YHHBEPCATbHBEIM «MHHOPHBIM» OCTaTKOM, 0COOEHHO B
paroHe 15-r0 —24-ro HyKJIeOTHOOB Lend. ¥ GakTepHH B MOJOXEHHAHN § THITH-
yeH 4-tuoypunuH (s4U). Hanbonee pacmpocTpaHeHHble «MHHOPHbBIE» OCTaT-
KM — pa3jIHuyHble MeTHIMPOBaHHbIE TIPOH3BOAHBIE OOBIYHBIX HYKJIEO3MIOB,
TakHe kak 1-MeTwiryaHo3sMH (m'G), N2-MeTwaryaHosun (m2G), N2,
N2-qUMeTIWITYaHO3HH (mgG), 7-MeTHAryaHo3uH (m?’G), 2'-0-MeTHITyaHO3HH
(G™), 1-MeTHNIafieHO3HH (M'A), 2-MeTHIaReHO3HH (M2A), N8-MeTH1ane HO3MH
(m8A), 2-O-meTwnageno3ud (A™), 3-MetTwmmrtHouH (m3C), 5-METWIIMTH-
auH (mEC), 2'-O-MeTwmmtuaud (C™ u T. A, (puc. 14).

B nepBoM NOJIOKEHHH aHTHKOAOHA MOTYT ObITh HEMOAUDHMUMUPOBAHHBIE
G u C, HO npakTH4YecKH He ObBaeT A M U. A B NepBOM I10JIOXXEHUH aHTHKO-
IoHa OOBIYHO J[e3aMHMHHMPOBaH, TakHM o0Opa3soM mpenacTaBinsss cobom I
(pHc. 15); I 3neck ocobenno THuyen a1 TPHK syxapuot (TPHK!®  TPHKY"

TPHK S¢r | TPHKP™® | TPHK™ TPHKA® | TPHKA®). YTo kacaetcs U, To OH B
MIEPBOM TI0JIOXKEHHH aHTHKOMOHA MpEeNCcTaB/eH 5-MeTOKCHypHAHHOM (mosSU)
UM 5-kapboXCHMETOKCHYPHAMHOM  (YPHOMH-5-OKCHYKCYCHasi  KHCJIOTa;
cmosU mm V) B TPHKA®, TPHK 5% u TPHKY® GaxTepmii, 5S-MeTHIaMHHO-
MeTWI-2-THOypuaMHOM (mnmSs2U) B TPHK®™ wu TPHK L* Gaktepmi,
5-(MeTOKCHMKapGOHIWIMETHN)-2-THOypHAMHOM (mcmSs?U) B TPHKS™ n
TPHK ™. rpu6oB mwm S5-(MeToxcMKapGOHWIMETHI)ypHauHOM (mcmSU) B

TPHK A™ rpu6os. HemoauduimupoBanusiit U 06HapyxeH JHMIIb y OJHOH U3
TPHK S% gexoTophix 6akTepuii H y onHoOM U3 ApoxkeBbix TPHKLY 1o BechMa
THITHYeH 119 MHTOXOHApHabHBIX TPHK kak rpu6oB, Tak ¥ MITEKOITMTAIOLIHX.

JIns nepBoro mosioxeHus anTukoaoHa Takux TPHK, xax TPHKA® TPHKAsz

TPHKH#  TPHK ™Y GakTepuit ¥ )HBOTHBIX OKa3aJiCsi XapakTepPHBIM FHIIEpMO-
Iub¥upoBaHHbIH G — TaK Ha3bIBaEMBIM "KbIOO3MH (Q), KOTOPBIH SIBJIETCS
T-{[(yuc-4,5-1MOXCH-2-LHUKIIOTIEHTe H-1-1JT) aMMHO JMeTHIT} -7-/1€23aryaHO3UHOM

Oco6bM THIIOM MOoAMGbHKALMH («rUTIepMOaUbUKaIMe») YaCTO XapaKTe-
PH3YeTCS TIyPHHOBBIM HYKJIEO3HMI AaHTHKOIOHOBOWM NETIIH, NMPHMBIKAIOLIHH
K aHTHKOIOHY C 3'-CTopoHbl. Hampumep, 0cTaTOK, (hJIAHKHPYIOLIMH aQHTH-
KOJIOH ¢ 3'-CTOpOHBI, IpeAcTaBieH Né-H3oMneHTeHNIaleHO3HHOM (i8A) B 3yKa-
protHyeckux TPHK Cs, TPHK 3 u TPHKTY" unu Ne-u3omeHTeHHI-2-MeTHII-

TUOANeHO3HHOM (ms?iA) B aHanoruydsix TPHK Gaktepwmi, win Né-(Tpeo-
HUHOKapOoHWT)aneHO3UHOM, 0603HaYaeMbiM Takxke Kak N-[N-(9-f -D-pu-

BodypaHosummypuH-6-1w1) Kap6aMOMNTpeoHHH (t8A), B TPHK " , TPHKT
- TPHKY* | TPHKM¢t xax 3yKapHoT, Tak M Oaktepus (puc. 16). Eme Gonee
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Puc. 15. MoaudHUHPOBaHHbIE HYKJICO3HIbl, BCTpevalolHecs B IepBOM
moJIoXeHUH aHTHKoaoHa TPHK

«rumepMo TG HIHPOBAHO» 3TO T0J10keHHe B nenu TPHKPP® pcex sykapuorT:
OHO TIPeICTABJIEHO TaK H43bBaeMbIM yanbyTo3uHoMm (YW win Y) Wix ero
OKCHIIpDOM3BOOHBEIM (OYW).

Bmopuunaa cmpykmypa

PaccMoTpeHHe yxe mepBoM paciuM(PpOBAHHOM MNepBHYHOM cTPYKTypel TPHK

(TPHKA"‘ OPOX>XeW) OTKPbIBaeT PAl WHTEPECHBIX YePT, KacCalOILUXCH BO3-
MOXHOI0 CKJaIbIBAHHMS LIEMA BO BTOPUYHYK CTPYKTypy. Tak, BHUIHO
(cM. puc. 12), 4T0 MMeeTcs 3HAYUTEIbHAA KOMIUIEMEHTAPHOCTD 5’ -KOHLIEBOTO
yuacTka (1osoxenuss 1-7) y4yacTky, OHM3KkOMYy K 3’-KOHLY LeIH (TTOJI0XKEHUS
66—72), TIPM HX aHTHIIApA/UIEJIbHOM pacriosioxeHndud. Kpome Toro, Tpu
BHyTpeHHHUE cexuuu uend TPHK oka3biBaroTcd B3aMMOKOMITJIEMEHTapHBIMH
npu CKJIaAblBaHMA WX Ha cebg, Oynyum, TakuM 06pa3oM, CriocoOHBIMHU
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Puc. 16. «unep-MoAUPULIMPOBAHHBIE» HYK/IEO3H b, BCTPEYAIOLIMECH B TIONOKEHHH,
HENOCPEACTBEHHO HPHMBIKAIOLIEM K AHTHKOHAOHY C 3’-CTOPOHbI

06pa3oBbIBaTh LITHIBLKOOOpa3Hble CTPYKTYPBI, 3TO y4acToK ¢ 10-ro mo 25-u
OCTAaTOK, YYacTOK ¢ 27-ro 1o 43-i 0CTaTOK M Y4acTok ¢ 49-r0 1o 65-# 0CTaToK,
TIe OB€ TEPMHHATbHbBIE YEThIPEX- IATU-HYKJIEOTHAHBIE TOC/IEA0BATE/ILHOCTH
KaXI0ro OTpe3Ka KOMILJIEMEHTapHbl Apyr npyry. CrnapuBanue yKalaHHBIX
KOMILIEMEHTapHbIX MOC/ieA0BaTEIbHOCTEH [aeT CTPYKTYpPY, CXeMaTHYECKH
u306paxeHHyl0 Ha puc. 17 H TIOJyYMBUIYI0O Ha3BaHHe CTPYKTYPbl THIa
KJieBepHoro sucta. HaubGosee 3aMeuvaTesIbHBIM 0Ka3aioch TO, YTO HYKJIEO-
THAHBIE Tocsiea0BaTeIbHOCTH Bcex TPHK, M3yueHHBIX ¢ TeX MOp, XapakTe-
PH30BAJIMCE TEMH JKe TpaBH/IAMH CaMOKOMIIJIEMEHTAPHOCTH H, COOTBET-
CTBEHHO, MOIJ/TH OBbITh CJI0XE€HbI B IMOJIHOCTBIO aHAJIOTHYHbIE «KJIEBEPHBIE
JUCTB». HacTH «KJIEBEpHOTO JIUCTa» ObLIM 0603HAuUEHBI KaK dKyenmopHuil,
Wil AA uepewiok ¢ yHMBepcaJlbHOMW 3'-KOHLIEBOW TIOCJIE0BATETbHOCTLIO
CCA, akLenTHpyOIUeH aMHHOKHCJIOTHBIA OCTATOK, Ou2uOpOypuOu108as,
u D wnuabka ¢ COOTBETCTBYIOIUEH METIIEH, HECKOJILKO BapbHPYIOILEH TIO
IJIMHE M cOoJepXallled, KaK TpaBujio (HO He 00s3aTe/bHO), OT OMHOrO [0
MSTH OMTHIPOYPUIAMIIOBBIX OCTATKOB, aHMuKoOOHO0gas, Win AC wnuavka ¢
aHTHKOJAOHOBOM MeTJiIEH MOCTOSHHOW AJIUHBI B CEMb HYKJIEOTHIHBLIX OCTAaTKOB
H mumuouincesooypuousosas, unu T wnuavka, Hecylas NeT/IIO ¢ YHUBEDPCAJIb-

HOH TI0CJIe I0OBAaTEIbHOCTBIO GT‘I’CSA. B nomnonHeHHe, B <KJIEBEPHOM JIUCTE»
BBUIEJSIOT TakXe éapuabenshyro W V nemaro, pacmosiararoluyrocs Mexnuy
aHTHKOZOHOBOW M T-umumbkamu; B TPHK A oHa mana (5 HyK/I€OTHIHBIX
ocTatkoB), Ho ¥ Apyrux TPHK oHa MoXeT DOCTHraTh miHHbI 15—20 ocTaTKOB
(TPHK'®*| TPHK3*" | 6axtepuambnas TPHK™").
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Puc. 17. CxeMa BTOPHYHOM CTPYKTYPbI
anaunHoBo# TPHK npoxxen («kyeBep-
Hpi HCT») (mo R. W. Holley et al.
Science 1965, v. 147, p. 1462—1465)

Puc. 18. ®parMeHT CKeJIeTHOM MOE/IH
neoAHon cnupann PHK (A-dopma),
MOKa3biBAIOLEH TOJIbKO KOBAJICHTHBIE
CBSI3H:

ssepxy — BuI cboky (npMBedeHH ceMb MNap
HYKJCOTHAHBMX OCTaTKOB; Y9aCTKH MOTHHYK-
JIEOTHAHOTO OCTOBa, 00palleHHbe K 3DHTEIO,
n306paxeHb YTONMUEHHHMH THHHSMH); BHN-
3y — BHA C TOpLAa CHHPAaJH, AEMOHCTPHpYIO-
LKA CTIKHHI OCHOBAaHHHA (ANA ACHOCTH MNpPH-
Bel€HhW JHUIb [JBe HYK/JICOTHAHBE Iaphl;
napa, obpaieHHas X 3puTenio, uioGpaxeHa
YTOJNLUEHHBIMH  JIMHUAMH;  NYHKTHPHWIMH
JIMHHAMH  [OKa3aHHW BOAOPOJAHLIE CBAIM)
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Dpoxxesas TPHKA'!®

B CTpPYKTYypHOM OTHOILEHMH CIapeHHasl (IBYTsDKEBasl)) 4YacTb KaXIOH
UINHABKEA W Yepelllka IpeacTaBisieT co0oM OBOMHYI0 cnupans. [IBoMHas
cnupayis PHK xapaktepusyercs 11 mapaMH HYKJIEOTHMAHBIX OCTATKOB Ha
BUTOK. IlapaMeTpnl 3TOM chnupaid Oau3Kkd K TakoBbIM A-dopmel JHK.
OTO H eCThb OCHOBHOHM 3/IeMEHT BTOPHuYHOM cTpyktypel TPHK (pmc. 18).
Kpome kaHonMuecknx (YorcoH—KpukoBckux) map ocuoBaumii G-C M
A .U, B mBycniupabHbIX yyacTkax TPHK Hepenxo peanmsyetcs mapa G - U,
Haubosiee Onu3Kasgs MO NPOCTPAHCTBEHHBIM MApaMeTpaM K KaHOHUYECKHM

Napam (puc. 19; cM. LBETHYIO BKJIaOKy).
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Puc. 20. AurHkononoBas netns deuunanaHuHosod TPHK npoxxer: mapocrepkHeBas
Moae/b (BOAOPOAbl He IOKa3aHbl)

X0/ MOJIHHYK/ICOTHIHOrO OCTIBAa MOKa3aH 4epPHHWM LBETOM; TPH HYK/JIEOTHAHWX OCTATKA AHTHKO-
JXOHA 3aIUTPUXOBAHK

JIpyron xapakTtep HOCHT BTOpHMYHAs CTPYKTypa HeCHapeHHBIX Y4acTKOB,
. A
TaKMX KaK METJH U akuenTopHeli gCCA-KoHel. 3aech 4acTo UMeeTCs Of-

HOCIIMPAJIbHOE PACIIOJIOKEHHE HECKOJIbKUX OCTaTKOB, MOANEPKHBacMoe
MEXTIJIOCKOCTHBIMU B3aUMOJIEMCTBUAMHU («CTIKUHI») ocHOBaHUM. CTpyKTypa
aHTUKOOOHOBOM IME€TIH TIpeacTaBisseT ocoObiii uHTepec (puc. 20): Tpu
OCHOBaHUS aHTUKOJOHA Y [IBa TMOCJeOYIOLIUX OCHOBaHUS, MPHUMBIKAIOIIHE K
HeMY C 3'-CTOPOHBI, HAXOOATCA B €[IMHOM «CTIKHMHIe» OpYT ¢ ApPYroM U obpa-
3y1I0T OJHOTSIKEBYIO IIPABO3aKpY4YeHHYI0 CIHpadb CO CBOeoOpasHbIMU mna-
paMeTpaMH, TaK UTO NMEpBO€ OCHOBaHMWE AaHTHUKOIOHA MOMeLllaeTcsd Ha CaMOH
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pepXyllUKe LUNMHIbKH, a rpynisl, ofpasylolmue BOOOpOOHbIE CBA3H, ¥ BCEX
TpeX OCHOBAaHMH aHTHKOIOHA OKAa3bIBAIOTCA 3KCIIOHHUPOBAHHBIMHM HAapYXYy.
[TocneaHee, 0YEBHAHO, IPUHUIMITHAIBHO BAXHO JJIS B3aUMOJEWCTBUS C KOIO-
oM MPHK. YepThl nepBHYHOM CTPYKTYphl aHTHKOJOHOBOM IIETJIM Cr10coOCT-
BYIOT TNOJIEPXKaHUIO €€ IIPOCTPAHCTBEHHOM CTPYKTYPbl OIUCAHHOIO THIIA:
rAepMoauUIIMPOBaHHOE NTYPUHOBOE OCHOBaHHE, HENIOCPEACTBEHHO NIPHMBI-
Kaoliee K aHTUKOOOHY C 3'-CTOpPOHBI, a Takxe cJieaylollee OCHOBaHHE,
yacTO SIBJIsIOLLIeeCd MYyPHHOM, OOJDKHBI 06ecrieunBaTh CTaOWILHBIE MeEX-
[JIOCKOCTHBIE B3aMMOIEUCTBHS B OJHOTKEBOH CIIMPa/IH, a JBa «MaJIeHbKHX»
(MTHPHMHIMHOBBIX) OCHOBAaHHA C 5'-CTOpPOHBI aHTMKOJOHA, U 0cobeHHO IpH-
MBIKAIOL[HH K HeMy HHBapWaHTHbIH U, cO30al0T pe3KUH neperub iemnu
(Mexay aHTHKOJOoHOM M U) ¥ moAJepXHBalOT KOHGOPMAIUIO NETIH, B
YaCTHOCTH 3a CYeT BOJOPOJHOH CBSI3M MeXOy a30TOM MHBapHaHTHoOro U H -
dochaTHOH rpynmon 3-ro ocTaTka KOIOHa.

HHTepecHo, YTO MOXOXYI0 OQHOCIIUPATbHYIO KOHGOPMAIIHIO C aHANIOTHY-
HbIM «YPUIMHOBHIM IOBOPOTOM» UMeeT T-neTns (TaM pOJib HHBApHAHTHOTO
U wurpaetr W¥).

Tpemuunan cmpykmypa

BrniepBoie TpexmepHasd cTpykTypa TPHK 6wna pacimdpoBana s opoxxke-

soii TPHK P'* ¢ momouisto PEHTreHOCTPYKTYPHOTO aHajv3a €e KpHUCTaJUIOB
omuoBpeMeHdo B CIIIA rpynnon AnekcaHapa Puuya M B BemnukoOpuTanuu
rpynnoni Aapona Knyra B 1974 r. MHoroyucneHusle KOCBeHHbIE IaHHBIE,
a 3aTeM H npsaMasi pacIuM(POBKa TPEeXMEpPHBIX CTPYKTYpD elle  HECKOJbKHX
TPHK nokasaid, 4TO OCHOBHOH PHUCYHOK cKJaabiBaHusa uend TPHK B Tpe-
THYHYIO CTPYKTYDPY SIBJIeTCS YHHBepCaJlbHbIM. CxeMaTHdecku 3TO CKJiaJpl-
BaHHE MOJXXHO IIpeICTABHTDb CJIEAYIOILMM 00pa3oM. AKLENTOPHBIA YepeloK
u T-UmuAIbKa pacosaraloTcs BI0 b O AHOHM OCH, GOpMHpPY KaK Obl HeTrpeprIB-
HYI0 NBOMHYIO CIIHpaJ b U3 12 map HyKJIeOTHIOB; aHTHKOIOHOBAasi IIMHJIbKA
U OUTHAPOYPHIMIIOBAs IHMHJIbKA TOXe pacrojiaraloTcd BIOJIb OOHOM OCH H
G$hopMHpYIOT IpYrylo NBOHMHYIO CIIHMpasib, BKJIOYAIOIIYIO 9 Map HYKJIEOTHIOB;
3TH JiBe CITHMPAJIH OPHEHTHPYIOTCS APYT IO OTHOILLIEHHIO K IpYry IpHOIH3H-
TEJIbHO MO NPSIMBIM YIJIOM TaK, YTO AMTHAPOYPHIHIIOBaS ME T/ OKa3bIBaETCSH
cOmxennon ¢ T-neTne u ckperieHHON B3auModencTBHeM GG-HHBApHAaHTa
¢ WC-uuBapuantoM (puc. 21). Tlonyuaetcs uro-to Bpode OykBel L, rme
BEpIHMHBI IBYX €€ BeTBeH MNpeACTaBJAIOT cO00H aHTHKOMOH H aKIeNTOPHbIN
3'-xoHerr. Ha OUrMOpPOYpHMIOWIOBYIO CNHMpaJle Y BHYTPEHHEro YyrIJja
L-o6pa3Hoit Mosekynbl HaknaJplBaeTcd €Ille KOPOTKasi OJHOTSDKEBas mepe-
MbIYKa MEXAY AKLENITOPHBLIM YEepeulkoM M IMIHAPOYPUAHIOBOM CIIHPAIILIO
(ocTatkit 8—9), yacTp AMTHOPOYPHOWIOBOM IET/IH U AOMOJHHUTEIbHAS BapH-
abesmHas meTns, B pe3yjbTaTe uero obpasyeTcss Tak HA3bIBAEMOE «SApPO»
MOJieKyIbl ¢ OOJIbIHHM KOJHYECTBOM TPETHUYHLIX B3aUMOIEHCTBHH. JTO
SIAPO MOXHO BHAETh KaK CTyIlleHWe W NepelieTeHHe OTPe3KOB I1eNH B palioHe
yrina, ocoGeHHO ¢ ero BHYTPEHHEHW CTOPOHBI, Ha CXeMaTHUYEeCKOM PHCYHKe
Mozenu napoxokeBort TPHKP"  (puc. 22). '

Anuna xaxnon ety L-o6pa3noi mMosekynsl TPHK okxoJsio 7 M, a TOJ-
LIMHA MOJIEKYJTRI OKOJIO 2 HM. PaccTosinMe MeX 1y aHTHKOJOHOM H aKIenTop-
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Puc. 21. CxeMa ckNiaObiBaHusi cnHpaibHbIX yyacTkoB TPHK (mpoxxesas TPHK Phe)
B TpeTHYHYI cTpykTypy (no S. H. Kim et al. Science, 1974, v. 185, p. 435-440)

HbIM KOHIIOM cOcTaBiseT 7,6—7,8 HM. Bce Tpu OCHOBaHMS aHTHKOJOHA Ha
BepIIMHE ONHOM M3 BeTBeM oOpailieHsl Ha BHYTPEHHIOIO CTOPOHY Yrja
L-06pa3Hoii MOJIEKYJIbL.

B co3manuu ¥ nomnepxaHuu TpeTHYHOH cTpykTypehl TPHK peanusyertcs
MHOT0 HEKaHOHHYeCKHX (He YoTcoH — KpHKOBCKMX) B3aUMOOEeHCTBUM MeX Oy
ocHoBaHuaMM uend. Ilpexne Bcero, yron L-o6pasnon Mmosekyasi TPHK
KpenuTtcs Kak MeXIJIOCKOCTHBIMM B3aUMO IeHCTBUSMH, TaK U B3aUMOJe HCTBH-
MU 4Yepe3 BOAOPOIHBIE CBA3H MEXIY NUTHAPOYPUOHIIOBOH neTner U T-net-
nen. BiauMopencteue Mexny uMuHBapHanTamu G19 u C56 — Vorcon — Kpu-
KOBckoro Tuma (cM. puc. 19, 6), HoO B3aUMOACHCTBHE MeXOy MHBapHaHTaMH
G18 u ¥ 55 odenr cBoeoOpa3HO M BKITIOYaeT BOOOpPOAHBIE CBS3HM aToMa O
npu C4 nupuMHUIHHOBOTO KoJiblia W kak ¢ N1, Tak u ¢ N npu C2 nypMHOBOTro
kosmsua G (puc. 23, a; cM. UBETHYIO BKJIeHKy). KpoMe Toro, uMeeTcs HeoObIY-
HOE CHJIBHOE MEXIUJIOCKOCTHOE B3aMMONEVICTBHE MeXOy TpPeMSA TyaHO3H-
HOBbIMM OCTaTkKaMHd B ToM e yrny: GS57 okaspBaeTcs BCTaBJEHHBIM
(uHTepkaMpoBaHHbIM) Mexny G18 u G19. Bonee Toro, G57 uepes N mpu
C2 B3auMOIEACTBYET BONOPOIHBIME CBsA3sIMH ¢ pubo3amu G18 u G19, a uepes
N7 —BonopoaHo# cBg3bio ¢ puboson ¥ 55.

Ewe 6onee cnoxubie TpeTHYHbIE B3aHMOJCHCTBHS BO3HHKAIOT B «;mpe»
Kak yxe oTMevayioch, 30eCh MeperieTaloTCa YeThIpe pasHBIX y4acTKa IOJIH-
HYKJICOTHOHOW Lenmy. XapakTepHa HeKaHOHHYeCKas MypHH-TIYpHHOBas Iapa
G- A (w A -G, B 3aBucuMocTHd oT Buna TPHK) Mexny octaTkamu 26 u 44
(puc. 23, 6). CnapuBanue G - C (wnm, B npyrux TPHK, A - U) . Mexay ocrar-
KaMH 15 ¥ 48 HeoObIYHO IUIA OBOMHEIX CITHpaJIeH ¢ aHTHIapa/UIe/IbHLIM pac-
MOJIOKCHHEM IIeTleH; 31eCh HampaBJicHHe LIeTIeH napajnesibHoe (pHc. 23, 8).
Euwie Gonee HeoObluHBIM ABNseTcA crapuBaHHe A ¢ U MeXxay ocTaTkaMH
14 u 8, roe B 06pa3oBaHHH BONOPOIHOM CBA3M ydacTByeT N7 IypHHOBOTO
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Puc. 22. Cxema TtpeTHuHon cTpykryphi TPHK (mpoxxesas TPHK Ph‘z)
(no A. Rich, S. H. Kim, Scientific American, 1978, v. 238, p. 52—-62)

Konba (puc. 23, 2). JIns 3TOM 4acTH MOJIEKYJIbl XapakTepHbI TakXe TPOWHLIE
BOJOpOIHbIE B3aMMOJIEMCTBUS OCHOBaHHMH, Takue kak U- A - A (Wwid, B Opy-
rux TPHK, sksuBanenTHrle M G -C -G wm U. A - G) Mexay ocTtaTkaMu
12, 23 u 9, cootBercTBeHHO (pHC. 24, BepX; CM. LBETHYIO BKJIEHKY) H
C-G-G (um skBuBaneHTHBI U-A-A) Mexay octaTkamu 13, 22 u 46,
co0TBeTCTBeHHO (pHC. 24, HU3). CTepeou3oOpaxkenne MacliTabHOM aTOMHOM
moaenu TPHK maHo Ha puc. 25 (cM. LIBETHYIO BKJICHKY). -

3. AMUHOAILINJI-TPHK-CHHTETA3bI

HecMoTps Ha yHHBEPCAILHOCT OCHOBHBIX 4EPT MPOCTPAHCTBEHHOH CTPYK-
Typel TPHK, amMunoanun-TPHK-cHHTeTa3bl 0Ka3aJIMCh NOBOJILHO Pa3JIMYHBIMHU
6ekaMu B 3aBUCUMOCTH OT UX aMHHOKMCJIOTHOM crielMPHUHOCTH, B OCHOB-
HOM 3TO KDYIHBIE O€JIKH C MOJIEKYJIIDHOH MacCOM NpHOJIM3MTENLHO OT
100000 mo 400000 nameTOH, O06JAMAIOLIME YETBEPTHYHOM CTPYKTYPOM, XOTS
CpelM HHX MUMEIOTCS U MOHOMeEpHBbIE GepMeHThl. UeTBEpTHYHEBIE CTPYKTYpPHI
CHUHTETA3 MOCTPOEHH! U3 IBYX HJIM YeThIpeX 6eIKOBBIX CYOhe IMHHII, KOTODHIE
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MOTYT OBITHP WM MOEHTHUYHBI, WM pa3nuuHbl, Hanpumep, tuposun-tPHK-
CUHTeTa3a OaKTepHH NOCTpOeHa U3 ABYX HUAEHTHYHBIX CYyOBEIHHMIL C MOJIEKY-
JIIpHOM Macco¥ 47000 DaNpTOH KaXxaasl, a METHOHHUHOBas CUHTETa3a O6akTepui
COCTOMT M3 [BYX MAECHTHUYHBIX CYOBEAHHHUIl C MOJIEKYJIIPHOM Maccoy
okono 80000—90000 namsTOH Kaxndad (TUMT «,). PeHWNIanaHMHOBasS aMMHO-
auun-TPHK-cuHTeTa3a 6akTepMi, TaK Xe KaK U ApOXKXKeH, IOCTPOeHa U3 YeThI-
pex cyObeOUHMIl ABYX BHAOB, C MOJIEKYJISPHBIMM MaccaMH Okosio 50000 u
60000 manbTOH (TMI ap fy). Takue amunoauun-TPHK-cuHTeTa3b1 GakTepui,
KaK BaJIMHOBasl, JIEMLIMHOBas M U30JICHLIMHOBAS, SIBJISIOTCS MOHOMEDHBIMH
depMeHTaMH (THNT @), T. €. NPEACTABJISIOT cO60M OJHY MOJIMIIENTHAHYIO
Lenb ¢ MOJIEKYJIIPHOM MaccoM okoyio 110000 naneToH. B mocnenHeM ciyudae,
OIHAKO, MOJIMIIENTHOHAS 1elb COCTOUT, MO-BUAUMOMY, H3 ABYX IOMOJIOrHY-
HBIX 4YacTeH, (OpMHUpYIOLLUMX [Ba IOXOXMX JIOMEHa C MAaccoM OKOJIO
50000—60000 mampTOH Kaxabid. B TO ke BpeMs LUCTeMHOBAasS M [JIHOTa-
MHMHOBass amuHoaUWI-TPHK-cMHTeTa3sl OakTepuM MOCTPOEHBI M3 OJHOM
NOJIMNENTHAHOM Lend (TOXE THI @) C MOJEeKyJsipHOM Maccon 40000—
60000 naymLTOH M, CKOpee BCero, He UMEIOT MoApa3delieHHs Ha J{Ba rOMOJIO-
THYHBIX y4acTKa. MoHOMepoM sBisieTcs M apruHu-TPHK-cuHTeTasza, uMero-
rasi MOJIEKYJIIpHYI0 Maccy okoJio 70000 nasbToH.

Kak mnpaBusio, cMHTeTa3bi OAHOM M TOM Xe AMHMHOKHUCJIIOTHOM CIIELiM-
¢huuHOCTH, BbIAEJIEHHBIE M3 Pa3HBIX UCTOYHMKOB, UMEIOT MOXOXYHO YeTBEp-
TUYHYIO CTPYKTYpY M ONH3KHe pa3Mepbl MOJMIENTHAHBIX Lemned. OaHaKo
CHHTETAa3bl 3YKapHOTHYECKUX KJIETOK, II0 CPABHEHHIO C NPOKapHOTUUECKUMH,
XapaKTepHU3YIOTCS HECKOJIbKO OOJIBIINM pa3sMepoM CyOneAMHHIL.

HecMmoT1ps Ha oTMedYeHHOe pa3HooOpa3ue, 11 60IbLIMHCTBA AMHHOALIMIT-
TPHK-cHHTETa3 MOXHO MpeAJI0XKUTh 0000IIIEHHYIO CXeMY UX CYOBe IMHHYHOM
WK IOMEHHOM CTPYKTYphl. Bo BCSIKOM cllydae, eCJIM He Bceraa, TO 4acTO CHH-
TeTasbl ¢ MOJIEKYJISIpHOM Maccoy okosio 100000 coctoar nubo M3 OBYX
cyobenuuul, 1ub0 M3 ABYX IMOXOXHUX NOMeHOB., CHHTeTaspl ¢ OONbIIMMH
MOJIEKYJISIpHBIMHM MaccaMH (0koJio 200000) sBisroTca Kak Obl «yIBOEHHBIMMY»
depMeHTaMH BhILIeyKa3aHHOTO THHa. TakuM oOpa3oM, ecyii 0CHOBHOM 6JIOK
(noMeH WM cybpenuMHMLia) (epMEeHTa HMeeT MOJIEKYJISPHYIO MacCy OT
35000 mo 60000, To Muorde amuHoauwI-TPHK-cuHTEeTa3bl oOka3bIBaroTCs
MOCTPOEHHBIMH MO cxeMe: (35000—60000)2 X 1 unu 2. OaHaKO OCHOBHOM 610K
MOXeT OBbITb B HEKOTOPBIX CJIyyasiX 3HAUMTEJILHO KpYIHEe, HArpuMep,
aJTaHMHOBAs CUHTeTa3a DaKkTepHUM IMOCTPOEHA M3 YeTHIPEX WUJU JIByX MAEHTHY-
HBIX cyObeMHHLL ¢ MOJIeKyJISpHOM Maccor 100000 DaibTOH Kaxaas, mpuyeM
B €€ aMHHOKHC/IOTHOHM I[IOCJIe[0BATE/IbHOCTH He HaOsroaaeTcs MOBTOPOB.
C [Opyrod CTOpPOHBI, yXX€ HPHUBOIWJICA NpPUMEP LACTEMHOBOM aMHHOAIWJI-
TPHK-cHHTeTa3bl, KOTOpas, MO-BUANMOMY, He SBjIsieTCd (HEPMEHTOM BBbILLie-
YK43aHHOTO ABYXCYOBEJMHHYHOTO H/IM ABYXIOMEHHOTO THIIA. APTrUHHI-
TPHK-cHHTeTa3a Toxe He 0OHApYXMBaeT YepT ABYXIOMEHHOM OpraHHU3aLMH,

Kaxk 6bl TO HH 6bUIO, COIACHO PYHKLMOHANBLHBIM TeCTaM, G0JIbLIIMHCTBO
amunoaumn-TPHK-cuHTeTas (Ho He apruHuHoBasi!) 00J1aJar0T ABOMHBIM
HabopoM cy6CTpaTCBA3LIBAIOLIIMX MECT, T. €. OHH JAMMEpbI Takxke U B (yHK-
LIMOHAJIbHOM CMbIC/IE. AKTUBHBIE LIEHTDPHI, 0JIHAKO, HE MOJIHOCTbIO HE3aBUCH-
MBI, a OKa3bIBalOT 3aMETHOE BJIMSIHHWE JPYr Ha Ipyra B MOJIHOM OAHMMEPHOM
(v OByXAOMEHHOM) diepMeEHTe, MNMpOSBISAS HM3BECTHYIO KOOIEPATUBHOCTD.

Heob6xoauMo OTMETHTH psil OCOOEHHOCTEN 3YKApHOTHYECKHX, H B II€p-
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BYIO oUYepellb KMBOTHBIX, aMHHOaLMI-TPHK-cuHTeTa3. Kak ¥ MHOTHMe Opyrue
6eikM OE€NOKCHHTE3HUpYIOLLIEro amnmapara 3yKapuOTHYeCKOW KIETKH (CM.,
paripumep, EF-1 B pa3gene B. IL2), sykapuoTHyeckue CMHTETa3bl, H 0COOEHHO
TAaKOBBIE KJIETOK MIIEKOTIMTAIOILIMX, OpPraHM30BaHbl B KPYIIHbIE MHOTrodep-
MEHTHBbIE KOMIIJIEKChI, HJIM arperathl. B KJIeTOUHBIX 3KCTPAKTaX OHU Yalle
Bcero 0OHapy XMBaKOTCS KaK KOMIIOHEHTHI ¢ K03 HIIHEHTaMH Ce IUMe HTAL[HH
oT 12S 1o 30S u MonekyIapHBIMH MaccaMH OT 3 - 105 no 106 u 6osiee NaIbTOH.
OnHa M Ta XXe CHHTEeTa’a MOXET COMEepXaThCd B KOMIUIEKCE Da3IMYHOMN
BeJIMYMHBI — HanpuMep, TU3HI-TPHK-cuHTeTasza mevYeHH KpbICHI 0OHApyXH-
BaeTcs B KoMrnoHeHTax 24S, 18S u 12S. Komrmiekchbl MOTYT GbIThb BblAEJIEHbBI
¥ ouMieHbl. Tak, U3 psaa KJIETOK MJIEKOITMTAIOILIMX BHIOEIAETCH KOMILJIEKC
¢ MOJIEKYJIAPHOM MaccoW 0KoJi0 106 naibTOH, COAEpXallu¥ ceMb aMHUHO-
auun-TPHK-cuHTeTa3, cneuudHyHBIX OIS JM3UMHA, aprMHMAHA, TJIHOTAMMHA,
[JIFIOTAMWUHOBOH KUCJIOTBHI, JIEWIIWHA, W30JieHllMHA M MeTHOHHMHA. OmHako
CYILIECTBOBAaHHE B BHUIIE KOMIUJIEKca He 00$3aTeJIbHO OJI1 UX aKTHUBHOCTH:
C OJIHOM CTOPOHEI, OHH MOTYT CYILIECTBOBaTh B KJIETKAaX U B UHIUBUIYATbHOM
BME, 4 C APYTrOM, B COCTaBe KOMIJIEKCa OHM paboTaloT He3aBUCUMO OpYT OT
apyra. IIoMMMO cHHTETa3, B COCTaBe KOMILJIEKCOB MOTYT ObITh apyrue 6esiky,
oOcnyxuBaroide 0eJTOKCHHTE3UPYIOILIMKA annapar KJETKH.

HOpyras ocoOGeHHOCTL 3ykapHoTHuYecKMX amuHoaluI-TPHK-cuHTeTas co-
CTOHUT B TOM, 4YTO 3HAYMTE/IbHAas WX [0/ OKa3bIBaeTCs aCCOLIMMPOBAHHOM
HEMOCPEACTBEHHO ¢ OEIOKCHHTE3UPYIOIHUMH YacTULIAMM KJIETKH (TT0JTHpUGo-
coMaMH). AccollHallug JOBOJIbHO JIaOW/IbHA M 0OpaTHMa, HO, TEM HE MEHee,
B KaXOblMl JaHHBIH MOMEHT GoJbillas 4YacTh aMHHOAUWI-TPHK-cHHTeTa3
KJIETKH, TO0-BHAMMOMY, CKOHLIEHTPUpOBaHA MNpPH  (YHKIIHOHUPYIOILIMX
pubocomax. ITa 0cOOEHHOCTH JYKAPHOTHYECKHX CHCTEM 00yc/IoBJicHa,
CKOPEE BCEro, MOJIEKYJIIDHRIMH CBOWMCTBaMH (epMeHTOB. [JeUCTBHUTE/ILHO,
6bUI0 TOKa3aHO, YTO B OT/IMYHE OT MPOKAPUOTHYECKUX amuHoauma-TPHK-
CHUHTETa3, UX 3IYKAPHOTHYECKUE aHAJIOTM MMEIOT HOBOJILHO CH/IBHOE HECIe-
nubudyeckoe CpoAcTBO K BhicokomoJsieKyaspubiM PHK, Bxmouas MPHK u
pubocomurie PHK. HMMenno 310 cpoacteo (PHK-cBsisbiBaroiias croco6-
HOCTb) JYKapUOTHYECKHX CHHTETa3 MOXeT o0ecreyHBaTh HX YaCTHUYHYIO
KOMITapTMEHTAIM3ALIHI0 Ha O€JIOKCHHTE3UPYIOLLIMX YacTHIIAX.

4. AMUHOALMJIMPOBAHHUE T1PHK

[Tpucoenunenne amMuuokucaoTH K 3'-konly TPHK, xatanusupyemMoe amMuHo-
auun-tPHK-cunTeTasou, comnpskeHo ¢ pacuierviendeM AT®. CymmapHas
peakuus mpoliecca MOXeT ObITh 3alHcaHa Kak

E .
Aa+ ATP +tRNA s=——= Aa-tRNA + AMP + PP;,

rne Aa—amunokucnora; Aa-tRNA — amunoauun-tPHK; PP; — Heoprauu-
yeckurd nupocdocdat. Okazanochb, yTo GepMEHT KATATM3UPYET [BE pa3jidy-
HbIe peakLHd, SBJISIOLLIMECS NBYMS T0OCJie/I0BaTe/IbHBIMM CTaWSIMHM Bhblille-
OTNIMCAHHOTO TIpoliecca.

Peakuust mepBo cragumu, katanusupyemass amuHoauuia-TPHK-cunTeTa-
30M — 3TO TaK Ha3blBaeMasl PEaKLUsl aKkmusayuu aMuHoKuciomsl, Tae Kapook-
CWJIbHAas rpyrina aMMHOKHUCIIOTHI aTakyeT CBs3b MeXay a-H P-dhocdaTHbiMU
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Puc. 26. PeakuMH aKTHBaUWM aMHMHOKHMCIOTH (1) M aKUeNTHPOBAHWUS AMMHO-
aunapHoro ocratka MoJsekynon TPHK (2), xatannsupyembie amuuoauun-tPHK-
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octatkamMu AT®, B pesynbTaTe uero o6pasyeTcsl CMELUAHHBIA AHTHAPHI
aMHMHOALWIANICHHIAT U HEeOpraHuyeckui nupodocdat (puc. 26, 1):

E
Aa+ ATP ——— Aa-AMP + PP; )

Dta peakuus o6paTHMa M JIErKo NpOCJIEkKHBAETCA C MOMOLUBIO TECTa ITHPO-
‘¢pochaTHOrO 0OMEHa: eCnM B peaKLMOHHYI0 cMeCh I06aBuTH [32P]nupodoc-
¢at, TO B HEH CKOPO o6HapyxuBaetca [32P]AT®. O6pa3oBaBiMiics B peakLuu
(1) aMMHOALNIIAZIEHUIAT OCTAETCSL CBA3AHHBIM C PEPMEHTOM M He 0CBOGOX-
[aeTcsl B pacTBOp.

Vka3aHHas PeaKLMd, a CJIe[0BAaTE/IbHO, H CyMMapHasi peakLus OKa3bl-
BaeTCsl CHJILHO CIABHHYTOM BIIPaBO, B CTOPOHY CHHTE3a aMUHOAIIMJIAqe HUJIATa
u amunoauwI-TPHK, 6naromaps npotekaHuio peakiu IMApOJIM3a HeOpra-
HHYECKOro MHupogocdaTa, kaTaM3upyeMon nupodocdarason. Takum obpa-
30M, TOT (akT, YTO B pe3ysbTaTe PeaklMM aKTHBALHH aMHUHOKHCIIOTBI OCBO-
6oxaaeTcs nHpodocdaTt, nanee rMAPOJU3YEMBbIM 10 HEOPTAHUYECKOTO OPTO-
¢docdara, UITpaeT BaXXHYIO pOJIb B HEpreTUYeckoM obecreyeHMH HarlpapJieH-
HOCTH Bcero mpolecca.

Peakiiust BTOPOM CTaAMH, KaTajM3upyeMass TeM ke ¢epMeHTOoM, — cob-
CTBEHHO PEaKLIMA aKyenmuposaHus amMuHoKuciomol, Toe 2' - Win 3’ -ruApokcun
pu6o3bl 3’ -koHueBoro anenosuHa TPHK atakyeT aHrMApUAOHYIO TPYNIIHPOBKY
aMHHOallMIafeHWaTa ¢ ofpa3oBaHUEM CIIOXHO3(UDHON CBS3H MEXIY
aMHMHOAUMWJIbHBIM OCTaTKOM U pubo3on TPHK M ¢ CONMyTCTBYIOLLKMM OCBO-
6oxneHueM AM® (puc. 26,2):

Aa-AMP + tRNA ._—E>_. Aa-tRNA + AMP 2)

Cnyuann apruauia-TPHK-cuHTEeTa3sl npenctapiseT coGoOM, MO-BHAHUMOMY,
HCKJIIOUEHHE: 37IeCh He yhaeTcs oOHapyXMTh cTaguud o6pa3oBaHMSI aMHUHO-
anuIageHMUIaTa KaKk NMpOMEXYTOYHOrO NMpOAYKTa.

HutepecHo, 4TO pa3sHbie aMMHOAWI-TPHK-cuHTeTa3h 06J1a0aioT pasHon
crienGUYHOCTLIO B OTHOLIIEHHH F'HIPOKCHIAa pUO03bl, YYaCTBYIOILIETO B peak-
UM TpaHcalmIupoBaHus. Hanpumep, dbeHUIaNaHuI-, JEHLIWI-, H30JIEHLIMI-,
BaJIWJI-, METHOHWI-, apruHWI-TPHK-cHHTe Ta3b1 NpUCOE TUHAIOT AMHUHOKHCIIOTY
K 2'-TUApOKCHITY, B TO BPEMS KaK CepHI-, IJIMLUWI, TPEOHWI-, THCTHAWI-, [IPO-
Jun-TPHK-cHHTeTa3bl — K 3'-ruapokciity. THpPO3HHOBAs M LIUCTEHHOBAs aMH-
HOoauWwI-TPHK-CHHTETa3bI KaTaJIM3UPYIOT PEaKLHIO Kak ¢ 2'-, Tak H ¢ 3'-ruapo-
KewioM. [l NanbHeHInero ydactus obpasosasiuercs amuHoauwn-TPHK B
TPaHCJIALHMH 3TO HE HMeeT IMPUHLMITHAJILHOTO 3HAYSHUS, TaK KaK B BOTHOM
pacTBOope HabmonaeTcs Jlerkass COHTaHHasg Murpainus (depe3 obpa3osa-
HHe 2 ,3'-MKJIa) aMHMHOALIMJILHOTO oOCTaTka Mexay 2’'- u 3'-ruapo-
KCHJIaMH, ¢ YCTAaHOBJICHHEM DaBHOBecHUs Mexnay obeumMHu ¢opMamMu
(puc. 27).

TakuM 00pa3oM, U3 BBILIENPHBEAECHHOI0 OMUCAHMUS peakLIHMi, IIPUBO-
OAmux Kk amuHoauuauposaHuio TPHK, cnenyet, Yro pepMeHT aMHHOAIIHII-
TPHK-cHHTETa3a HCNONB3YeT TPH cybGcTpaTa pa3sIMYHONM XMMHYECKOH
npupoasl: AT®, amuHokucaoty 1 TPHK. CooTBeTCTBEHHO, OH HOJIXKEH
HMeThb TPH pPa3IMYHBIX CcybCcTpaTcBa3biBaoliMX Mecta. AT® saBngeTcs
YHUBeEpCaJbHbIM CyOcTpaToM Beex aMmuHoaua-TPHK-cuuTeTa3, B TO BpeMs
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Puc. 27. CnoHTaHHas MUrpalus aMHHOALMJILHOTO OCTaTKa Mexay 2'- u 3'- moJjo-
KeHUsIMH pHOO3bl koHUeBoro ameHoluHa TPHK uepe3s oGpazoBanmne kopoTko-
XHUBYLLETO NMPOMEXYTOUHOTO COeHHEHHUS.

KaK Mo OTHOULIEHHI0 K aMuHOkHcJoTe U X TPHK xaxnmas aMuHoauui-
TPHK-cuHTeTa3a NposBJISET BBICOKYIO CIIELH(PHUYHOCTD.

Vxe 0TMedanoch, YTO BO MHOTHMX ciy4yasix aMuUHOaluI-TPHK-cunTe-
Ta3bl SABJISIOTCS OUMEPaMHM HJIM TNCEeBOAOOUMEPAMH M, COOTBETCTBEHHO,
HecyT nBa Habopa cybcTpaTcBsI3bIBaloOIIMX MecT. CybcTpaTcBs3bIBaloOIHe
MeCTa Kak B MNpelesax KaxmoH cyObeaMHHIbI (MJIM 3KBUBAJIEHTHOIO €H
IOMEHa), Tak U Ha pa3HbIX cyObedHHHLaX (MJIM OOMeHAax) OKa3bIBalOTCH
B3aUMO3aBUCUMBIMH. [Ipexne Bcero, yacto HabGiwodaeTcss CHHEPTH3M B
CBS3BIBAHUM pPa3IMYHBIX CyOCTpaTOB: CBA3bIBaHHEe OoAHOTro cybcrpata 06-
Jier4aeT cBa3biBaHMe Apyroro. C ApPyrod CTOPOHbI, B CBS3bIBAHHM [BYX
moutexyn TPHK oTMeuaeTcst oTpHliaTeIbHAsl KOONIEPATUBHOCTD, T. €. CBSA3bI-
BaHHe oaHou MoJjiekynsl TPHK nenaer MeHee IpOYHBIM CBSI3bIBAHHE IPY-
ron mosekyanl TPHK.

PaccMOTpHM TNIpUMEPHYIO CXeMY IIOC/IeAOBaTEJIbHOCTH MPHCOEIHHE-
HHS CyOCTpaTOB K HHMEpHOMY (GepMeHTy, U300paxeHHYH Ha puc. 28.
Ecnu Havath co cBoOoOHOro ot cybcTpaToB depMeHTa (BepxHSA 4acTh
PUCYHKA), TO TMNEPBBIMH CTAJAUSIMH YacTO SIBJISIETCS CBSI3LIBAHHE MaJIbIX
cybcTtpaToB— AT® M aMHUHOKHCJIOTBHI, —IIPUYEM CBS3BIBAHHE OJJHOTO
CTUMYJIMPYET CBSI3bIBAHWE ApPYroro (cHHeprusMm). Mexay cBS3aHHBIMH
cybcTpaTaMH Ha ¢epMeHTE NPOHUCXOIUT .peakuHs o06pa3oBaHHUS aMHHO-
aluIaIcHHIaTa ¢ ocBoboxaeHHeM nupodocdaTa B pacTBop. CBA3bIBaHHE
MaJibix cybcTpatoB M oOpa3oBaHMe aMHHQalHMIadeHHJIaTa B CBOIO Ove-
pedb CTUMYJHUPYIOT cBsidbiBaHnMe TPHK, B pe3ynbpTaTe 4ero nmpoMcXoOuT
peakiius amuHoalunupoBauus TPHK ua depMeHTe UM ocBoboxaeHHe
AM® B pactBop. AMuHoauuI-TPHK, noka oHa ogHa Ha ¢epMeHT, OUCCO-
LHUUPYeT OT (pepMeHTa AOBOJIBHO MEIJIEHHO, H 3/1eCb CTHMYJIMPYIOLLYIO
poJib B ee OUCCOLIMALIMM MIpaeT CBs3bIBaHHE BTOopon Mosekyasl TPHK.
IlonyuyaeTcs UMK, H300paKeHHBIM Ha HHXHeH 4YacTH pHc. 28, roe B
pabotatomem pepMeHTe OOUH U3 LieHTPOB cBsI3biBaHHsS TPHK nepmaHeHT-
HO 3aHAT MW, CJiefoBaTe/IbHO, (hepMEHT IpOSB/SAET PEaKTHBHOCTb JIAIUDb
NOJIOBUHBI CBOUX CYOCTpaTCBSI3BIBAIOLIIMX MECT.

B ecTecTBeHHBIX YCJIOBHUSIX, koraa cepMeHT LMKJIHYecKH paboTaeTr
B H30bITKe cy6cTpaToOB, MMeeT MeCTO, NO-BUAUMOMY, TOT LMKJI, KOTOPBIA
H3obpaxed Ha HUXHeN 4YacTH puc. 28. HauyneM ¢ cocTtosHHs 1, Kormaa ak-
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THBHBIA LICHTP OOHOM CyObelH-
Huubl (MM JOMEHa) 3aHAT aMH-
poaum-TPHK, a npyrodm mycT.
CnenoBaTe/lbHO, JMIIL  CyO-
CTpaTCBA3BbIBAIOLIME MeECTa HOPY-
roro aKTUBHOTO LiIcHTpa (hepMeH-
Ta CrOCOGHBI CBSI3LIBATBH JIMIaH-
nbl.  IlocnenoBatempbHoe MM
HE3aBHCHMOE CBSI3LIBAHHE MaJIbIX
cybcTpaToB —AT® M aMUHOKM-
cJIoTHI (CocTOSAHHS 2 ¥ 3) —IrpH-
BOIOMT K 00pa3zoBaHuio (epMeHT-
CBSI3aHHOTO aMMHoAalIMIaIcHHIa-
Ta (COCTOSHHE 4), 9TO CTHUMYJIH-
pyet nocaaky TPHK Ha BTOpO#
aKTUBHBLIM  LieHTp ¢epMeHTa
(cocTosiHue 5). BBHaOy oTMedeH-
HOW  BbIllle  OTPULIATE/IbHOM
KOONEPATUBHOCTH, CBS3bIBAHHE
TPHK co BTOpHIM akTHBHBIM
LIEHTPOM OcCabseT yaepxaHue
amuHoaumwi-TPHK B nepBom
aKTMBHOM LIEHTpe, TaK 4YTO IO-
CIeOHSAS OWCCOLMHPYET B pacT-
BOp, OcTaB/IsAd GEPMEHT OMNATH C
OOHHUM 3aHATbIM H [PYTHM Ba-
KaHTHbIM aKTHBHBIM LIEHTPOM
(coctoganue 6). Takum 0Opa3oM,
noovepeaHo paboraet TO onuH,
TO OPYrod akKTHBHBLIM LIEHTP JH-
MepHOro (MM JBYXJOMEHHOIO)
dbepMenTa. KoHeuHbIH MPOOYKT —
amuHoaumn-TPHK —He OCBO-
60X /aeTcst B pacTBOp IO 3aBep-
IICEHUH peakLUd ee CHHTe3a, a
«©KOeT», noka BTopas cybcrpart-
Hast TPHK ne noctynuT Bo BTOpO#
aKTUBHBIN LIEHTP.

Puc. 28. IlpyumepHas cxema IMocjie10BaTeIbHOCTH
cobbITHI NTpH GYHKUHOHUPOBAHHUH ABYX AOMEHHOH
(unu  pamepHon) aMuHoaumA-TPHK-cuHTeTasbl
(mo 3. I'. Maneirudy » JI. JI. Kucenesy. buoopra-
HHU4YecKass xumus, 1982, T. 8, c. 725—746)

5. CIEH®HYHOCTD AMHHOAIIHW/IMPOBAHHA TPHK

Cneyugpuunocms no OMHOWEHUIO K amMuHoOKucaome

OdesuaHo, 4To O/ obecrneyeHUs OAHO3HAYHOCTH, ¢ koTopon MPHK ko-
aoupyetr Oenxu B Tmipoliecce TpaHcJsiuM, aMAHoauua-TPHK-cuHTeTa3bl
JOJIKHBI 06/1a1aTh HCKJTIOYHTEIbHO BBICOKOH CNELMPHIHOCTHIO B BoIOOpe
kKak amuuOkMc0Thl, Tak U TPHK B kauectBe cybcTpatoB. B cnydae
BbLIGOpa aMHHOKMCJIOTHI (hEPMEHTY MPUXOMAUTCH AUCKPHMHHHPOBATD MEX-
‘Ay cyObcTpaTaMH, HMHOTJa O4YE€Hb OJIM3KHMHM MO CTPYKTYpe — HalpHUMeED,
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MeX Oy H30JICHLIHHOM M BaJIAHOM. YDPOBEHb OLIHOOK, KOTOpble HOIMYyCKaeT
tdepMeHT B amMHMHoauunupoBanuu TPHK, nelcTBUTE/ILHO, OYeHb HHU3OK,
U Jaxe B ciydyae OJIM3KHMX aMHHOKHMCJIOT (M30JIEHMLMH — BajIMH) OH, IO-
BUOMMOMY, He mpeBbiliaeT 1 Ha 10000.

OnHako Npy M3y4eHUM CTAOUM CBSA3BIBAHHMS aMMHOKHCIIOTBHI M IOCIIE-
Oymiuero o6paTuMoro o6pa3oBaHHsI AMMHOALMIAAeHMJIaTa, PpETHCTPUDYe-
moro o AT®-nupodochatHoMy oOMeHy, OKa3ajloCh, 4YTO- hepMEeHT He
MOXeT 00eCrnevYuTh CTOJIb BBICOKOM CMeLMPHUYHOCTH B HHUCKPUMHUHALMH
OMU3KMX aMUHOKHUCJIOT HA 3THX cTagusiXx. Tak, H30JIeMLIMHOBasE aMHUHO-
anuia-TPHK-cuHTeTa3a MoxeT O0BOJIbHO 3G (eKTHBHO CBSI3bIBaTh BaJIMH
4 o0pa30BBIBaTh BajiMiageHMIAT. TOYHO TaKk e BaJIMHOBask aMHHOALMJI-
TPHK-cuHTeTa3a MOXeT CBSI3bIBATh M AKTHBHPOBATh M30JIEHLIMH, a TaKxKe
aJlaHHWH, CEPUH, HUCTEHUH U TpeOHHH. PeHMIaJJaHUHOBBINA (PepMEHT aKTUBH-
pyeT METHOHHUH, JIeMLMH W THPO3WH. TeM He MeHee, HM OJHA U3
[EPEYUCIIEHHBIX JIOXKHOAKTHBHUPOBAHHBIX AMHHOKHMCJIOT HE CTAaHOBHUTCSH
akuenTupoBaHHoM Ha TPHK.

Oxka3anoch, 4TO B [OMOJIHEHHE K TUCKPUMHHAUMH AMHHOKHCIIOT
Ha CTagWuM CBs3bIBaHMUsI (epMeHT MOXeT 00JIadaTh CreLHaJIbHBIM MeXa-
HU3MOM KOpPpPEeKLMH OLIMOOK, BCTYIAIOIIUM B JEHCTBHE Mocje obpa3oBa-
HHUs aMHHoauWJageHWnaTa. OCHOBHOM (aKT COCTOHMT B TOM, 4TO CBSI3bI-
BaHHe pepMeHTOM cBoei TPHK npuBOIHT K THAPOIUTHYECKOMY O0CBOOOX-
OEeHHI0 CBOOOIHOM aMMHOKHMCIIOTHI, €CJIH OHA OBlJIa YyX0oH MU GepMeHTa.
Ho-BuauMoMy, B GOJIBIIMHCTBE CIIyYaeB JIOXKHOAKTHBUPOBAHHAS aMHHO-
KHMCJIOTa, CBsI3aHHAas ¢ ¢epMEHTOM B BHMJAE aMMHOALIWIANECHWIATa, OaJiee
HOpMaJIbHO nepeHOocHTcs Ha TPHK, HO, B OT/IMuYMe OT CJIOXHO3IGUPHOU
CBsI3M Mex Iy cBoed aMWHOKHC/IOTOM U TPHK, cBsA3b Mexnay 4yXoH
amMuHOokMcioTon U TPHK ruaponusyercs ¢pepMeHTOM:

Val + ATP + E!®* —=— val.AMP - E'® +pp,;

Ile

Val-AMP - B+ RNAlE =— valtRNA™ . E'® + aMP;

ValtRNAl® « E® 4 H,0 ——— val + tRNAE® 4+ Elle

JTO 3HAYHUT, 4YTO 3Iech (PepMeHT MoJiyyaeT BTOPOM IUAHC OHUCKPUMH-
HHUPOBAaTh AMMHOALIMJIbHBEIE OCTATKH, Teleph yXe B BHIOE HMX CJIOXHO-
3(MPHEBIX NIPOM3BOIHBIX, M B CJIyYae 4yXOr0 OCTATKa aKTHBHPYET MOJIEKY-
JIy BOIbI, KOTOpasl aTaKkyeT CJI0XHO3(HUPHYIO CBsi3b. IIokazaHo, UTO B aKTH-
BalMU Takoro ruaponuia Baauia-TPHK ! wu3onenuua-TPHK-cuHTeTa3zoM
CYILIECTBEHHYIO pOJIb MrpaeT cBoOomubiin 3'-ruapoxcun pubossl TPHK.
Bo3MOXHO, YTO B HEKOTOPBLIX CJy4asiXx He HCKIOYEeH U ApYrow
MEXaHU3M KOPPEKLHH, rjie 4YyKOM aMUHOALIUWIadeHUJIAT TMOPOJIU3yeTCs
depMeHTOM IO MepeHoca aMHHoalMJIbHOTro ocTaTka Ha TPHK.

Cneyugpuurnocmo no omuowernuo k mPHK

Vxe orMmedanocs, uTo cBs3eiBanue TPHK ¢ amunoauun-TPHK-cunterason
SIBJISETCSI MHOTOCTYIIEHYATHIM MporieccoM. IlepBoHavYanmbHOE CBSI3bIBAaHHE
He OYeHb crneUUPUYHO, TaK YTO (epPMEHT MOXET B3aUMOJEeHCTBOBATH
¢ pagoM uyxux i Hero TPHK. Tak, u3ojgedLMHOBas aMMHOALIMJI-
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tPHK-cHHTeTa3a MoxeT cBAsbiBaTh TPHK Val | nipuyeM 3TO CBS3bIBaHHE
pcero B 5 pa3 crabee cBa3biBanus ceoeit TPHK " ; cmasniBanme TPHK Gt
ToXe HMeeT MeCTo, XoTs oHO yxe B 10000 pa3 crabee cBA3bIBaHHSA

csoent TPHK e B uenom, nist pasHbIX KOMGHHAUMM aMUHOauun-TPHK-
cunteTas ¢ uyxumu TPHK o6HapyxuBaeTcs camoe pa3HOE CpPOLCTBO,
OT TOYTH IOJIHOrO OTCYTCTBHS AO CPaBHMMOIO CO CPOJCTBOM K CBOeM
tPHK. CpoactBo ¢epMenTtoB k TPHK, kxak mnpasumno, Bo3pacTaeTr ¢
ymeHblIeHHEM PH M coJieBOM KOHUEHTPaUMH, a TakkKe MOI NEeHCTBHEM
OpraHMYeCKHX DPacTBOPHTeNeH, YTO YKa3blBaeT Ha 3HAYMTENBHYIO pPOJIb
HOHHBIX B3aUMOJECHCTBUM B CBA3bIBaHHMH. COOTBETCTBEHHO, YMEHbIIEHUE
pH, yMeHbllleHHe HOHHOH CHJbl 4 BBeIeHHE OpraHW4YeCKMX pacTBO-
puTesied B cpeay crnocoGcTBYIOT HecnenHdHieckoMy cBs3biBanuio TPHK

amuboaumwI-TPHK-cunTeTasamu. OnHako Mg?t yacTo oka3blBaeT IPOTH-
BOITIOJIOXKHOE OeWCTBHe, NMOHHXad cBsA3biBaHWe uyxux TPHK ¢ aMmuHo-
auun-TPHK-cuaTeTa’ol, T.e. MOBbILAS CHNeUMGHUYHOCTh CBS3bIBAHHSL.
[MocnenHee oOBIYHO MPHMHUCHIBAIOT 3(dekTy Mg?* Ha kondopMaLUH Kak
depMenTa, Tak U TPHK. ‘

Crangus nepBoHaudanbHOro cpsizbiBaHus TPHK ¢ depmeHTOM OBICTPA,
T.€. CKOPOCTH KakK IIpSMOHM, Tak M 0oOpaTHOM peakLMM (acCOLIMaLIMH H
JUCCOLIMALIMM) BBICOKH. ‘3a 3TOM OBICTPOM CTagMeH IEepBOHAYaIbHOM
PeKOMOMHALIMH MOXET CJIedOBaTh Me[JIeHHas CTaJusl KakKoOM-TO Iiepe-
CTPOMKH KoMILJIekca. Takasi mepecTporKa NMPOHCXOOAUT TOJIBKO B TOM CIIy-
vyae, ecinu cBs3aHHass TPHK okaspiBaeTcs cBoen. OTO H eCTh CTagus
y3HaBaHHS, Ha KOTOPOH ITPOMCXOOMT OCHOBHAs OUCKPHUMMHALIMSA CBOHX
u uyxux TPHK. TakuM o0Opa3oM, Ha MepBOM CTaAHH CBA3BIBAHHS IIPOHC-
XOOUT TOJILKO caMbli rpyObId, MpHOIH3HuTe bHBI 0T60p TPHK, M B
OCHOBHOM ee¢ ¢(yHKLHeH sB/IseTcd OBICTPHIM mepebop (CKaHMpoOBaHUE)
pasupix TPHK. Ecau cpasanHas TPHK oka3biBaeTcd 4yXo#, OHa He
aKTUBHa B HHIOYLUHPOBAHHH CTPYKTYPHOH IepecTPpOHMKH ¢epMeHTHOro
_KOMILTEKCa, a C/IeN0BaTe/IbHO, HE MOXET BOHTH B CIIEAYIOLIYI0 CTaIMIO
U MOTOMY JHMCCOLIMHPYET 3a CYeT ObICTpOM OOpaTHMOCTHM IEPBOHAYAsIb-
Horo koMmmekca. Tonmbko ecnu cesizauHas TPHK cBos, TO HHHIMHPYET-
cq ciaenyromias ¢asa CBA3BLIBAHUA, Ha KOTOPOH NMPOHCXOIHMT mepecTpoika
KoMmruiekca U moaromka TPHK 1na ocyuiecTBieHus mocjenyrouien
peaklMH aMHHOALIWJINPOBaHHS:

OBICTPO,
He OYeHb Men/EHHO,
crneuHPpuuHo cnelHPHIHO
E - Aa-AMP + tRNA &=———————== (E - Aa-AMP - tRNA) ——m™™™™

(E - Aa-AMP - tRNA)” ——————— 'E - Aa-tRNA + AMP

B03MOXHO, OHAKO, YTO ITOT MEXaHW3M HE YHHBEpCaJieH OJIA Bcex
amMHHoaunI-TPHK-cuuTeTa3s. HanpuMep, THpo3nHoBasg amMuHoauuJI-TPHK-
cuHTeTa3a E. coli 1 cepHHOBBIH ¢epMEHT OPONOKEH, a TaKXke apruHMII-
TPHK-cuHTeTa3a MpOSBISIOT OY€Hb BBICOKYID CHELMPHUUYHOCTHL yXke Ha
CTaAMH TMEepBOHAYATILHOTO KOMILJIEKCAa, MPAKTUYECKH HE CBA3bIBas YYXKHUX
TPHK.

Kak 6b1 TO HM OBLIO, B KOHEYHOM CYeTe HOCTHraeTcsi O4eHb BBICOKas
cneuuduuHocth Boibopa TPHK depMeHTOM nns peaknMu aMHHOALMJIM-
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poBanus. PepMeHT Tak HUJIM HHAa4Ye OOJDKEeH Y3HaTh cBoK TPHK. OueBuaHo,
4TO KaKWe-TO OonpedcsieHHbIe y4yacTkM Mojekynel TPHK cryxar ans
3TOro ono3HaHus. UMewlInecss TaHHBIC YKa3biBAIOT, YTO TaKHE YYacCTKH
MOTYT HAaXOOWTBHCS B HECKOJIBKHMX, 4YacTO yaaJieHHBIX Opyr oOT JApyra,
pavioHax mpocTpaHcTBeHHOM cTpykTypsl TPHK. [To-BuanMoMy, pa3sinuHbie
aMuHoauwI-TPHK-cuHTeTa3pi MCIOsIb3YIOT pa3Hble payionbl TPHK mns
y3HaBaHus. Tak, MeTHOHHHOBas aMuHoanI-TPHK-cuHTeTa3a ucnosis3yet

[Jisl CBsi3bIBaHMS M y3HaBaHusi TPHK f}“' KaK ee aHTHKOJOH, TaK M aKileln-
TOPHBIM YEpElOoK, a TaKXe JOMOJIHUTE IbHYIO BapuabellbHYIO IIeTJiIO B
payioHe «sApa» MoJieky/bl. BeposSTHO, 4YTO HMEHHO OJHOBPEMEHHOE
y3HaBaHHMe BceX . Tpex ydacTkoB TPHK Heob6xomumo O ee TOYHOTO
OTNO3HAaHUS M KOHEYHOM INOATOHKM K ¢epMeHTy. B Opyrux cucremax
amuHoauwi-TPHK-cuuteTe3a/TPHK B kadecTBe y3HaBaeMbiX panoOHOB
TPHK Tak»e 4acTo BhIsIBJSIOTCS aKLENTOPHBIN Yepelllok ¥ aHTHKOJOHOBas
IINMWIbKA ¥ MHOT1a, KpOoMe TOro, JUTrMApOYPUANJIOBas CIUpa/ib U J0MOJI-
HUTEJIbHAasE BapuabenbpHas neTiass. O6mmM Os Becex amMuHoauwi-TPHK-
CHHTeTa3 SBJISeTCS TO, YTO y3HaBaeMbie (hepMeHTaMHU ParOHBI TATOTEKOT
K BHYTpeHHeH cTopoHe yria L-o6passon TPHK. BeposiTHee Bcero, MUMeHHO
BHYTpEHHsiI CTOpoHa yria L-o6pasHonn TPHK u mpuMelkaoinve K Hew
y4acTKM 00euX NJIOCKMX CTOPOH MOJIEKYJ/IB B3aWMOIEHCTBYIOT ¢ NOBEpX-
HOCTSIMM (hepMeHTa.
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Puc. 19. MaciwitabHele aTOMHEIE MOJENN Nap OCHOBAHHH,
peann3yeMbliX B NBOHHBLIX cnupanax PHK:

ceepxy BHH3-A'U n U'A, G:Cun CG, G'U n UG
LIBETOBEIE 0D03HAUEHHA: YEPHBIIH — YTIEPO; CHHHIA -
a30T; KpacHblil — KHcaopoa; Oenblii — Bogopoa; N- —
rAMKO3 pub030ii NaHbl B BUAE MPAMBIX OTPE3KOB
NMPOBOJIOKH




Puc. 23. Macwrabuelie atoMHBIe MOISAH HEOOBIMHBIX NAP OCHOBAHMII,
peamiiyemMex B TpeTHunoii ctpykType TPHE (aposckenan TPHK™ )
HaBepXy cresa — m*>G26 » Add; napepxy cnpasa — Al4sUS: Bumzy
cnesa — G15+C48; ganzy cnpasa — G138 » w335; uscroesie
oDO3HAYMCHHA Kak Ha puc. 19,



Fuc. 74, Macmitofusie STOMHBIE MOOSAH  TPOSE  OCHOBEHHE,
CEEMAHHLIE BOAOPOANLMME CREINMH, THOHYHBIX OIA TRETHYHOA
cTpyETyps TPHE:

peepay — O3 - G - mPG4E; pamay — U12 « A5« AR dedTosud afiouiayena
Eag Ha prc. 19,




Hogedl 8 — TMOHOX-Y D7) ‘MUANIUOW HL1O8h MOHUMAI(PHAIL OSSO 8 HOXOLUOLOBd XOLABRA HMEOHOTOMNHIHER
AVIIID ‘erd213q ‘B9d0dore IALULOHY HIMH9I'RHOMIIRH
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"BUMHI(M HOHXXOdT I[MUANOIUON HUSTOW HOHWOLE HOHQRLITIOBW SHH2aXedQOfHO3daL) Gz ‘oM




(£6L—6LL "d ‘€€ "A "pL6] ‘WIID "PIW ‘[OlF BIDV $66—166 O 61T 'L pL61 'dDDD HV
‘ryopf -Ageduuoeg )7 ‘g OuU) HUIN20dL aiqHhMUeed MAL (9TTHIOBRROAD SOf HOHWOd0QUd HUamoW bsudediorodp ‘¢ dHd




Puc. 38. ®ororpapus monean pubocomHon 50S cybyacTUUbI: YeTbipe pa3iHuHble
npoekur# (no V. D. Vasiliev et al. J. Mol. Biol. 1983, v. 171, p. 561-569)



Puc. 40. ®ororpadus monenu 70S pubocomsi, mocTpoeHHOH U3 308 cybuacTrubl (kenras)
M 50S cybuacTMusl (KkpacHas) MyTeM acCOLMAlAM «rOJIOBKA K TOJIOBKe» M «BOKOBOM

BRICTYNn K OokoBomy BeicTymy» (mo V. D. Vasiliev et al. FEBS Lett., 1983, v. 155,
p. 167-172)




Puc. 92. MacwutaOHbie aTOMHBbIE MOJI€JIM Map OCHOBaHWH, peasulye-
MBbIX NPH B3aUMO/IEUCTBUM NMEPBOro OCHOBAHUS aHTUKOLOHA C TPETbUM
OCHOBAaHMEM KO/IOHA:

ko/ioHka cieBa, cBepxy Buu3z: G- C, G-U, I1-C u I-U; kosioHka crnpasa,
ceepxy BHu3: I+ A, U-A, U-G u C-G; obolHaueHus Te xXe, 4YTO Ha
puc. 19.
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I'nmaBa IV.
PUBOCOMBI 1 TPAHCJUII.II/I}I

1. [IEPBBIE HABJIOAEHHA

K 1940 r. AnsGepty Knomy (CIIA) ynanoch BbIOENHTb H3 XHBOTHBIX
KJIeTOK LHTOoI1a3MaTuYeckne PHK-conepxailue rpanyisl, 6ojiee Meskue,
YeM MHUTOXOHAPMH M JH30coMbl (oT 50. mo 200 MMK B OuaMeTpe);
no3gHee OH Ha3Bajl UX MHKPOCOMaMH. XMMHYECKHEe aHaJIu3bl YKa3bIBa-
JIM, 4T0 MHKpocoMbl Knoaa ObutH «hochomunuaHo-puOOHYKIIeONnpoTeHa-
HBIMH KOMILIeKcaMH». C 1pYroyi CTOpOHBI, LMTOXHMHUeCKHe DaboThI
T. Kacnepcona (IlIeeius) u XK. Bpaie (Besbrus) npoaeMOHCTPHPOBAIH
MPEeHMYLIECTBEHHO IMTOM/Ia3MaTHYecKyio Jokanu3auuio PHK u xoppens-
uuto xonuyecTsa PHK B nuronnasMe ¢ HMHTEHCHBHOCTbIO OeJIKOBOro
CHHTe3a. '

ITocne 3Toro psa McciaedoBaTesieil BpeMsl OT BPeMEHH cOOOLUaiu o
BbI€JIECHHH M3 LIHTOMJIa3Mbl XUBOTHBIX MJIM pPaCTHUTEJIbHBIX KJIETOK, a
Takxke U3 Oaktepuit PHK-conepxaiux vacTuil, ropa3ao 6oJjiee MeJKHX,
4eM MHKPOCOMBL. JJIEKTPOHHAA MHKDOCKONMS M CeIMMEHTALIMOHHBIA
aHaIu3 B YyJbTpalleHTpUdYre YyKa3blBaJld, UYTO YACTHIL(kI KOMIIaKTHBI,
6onee UK Menee chepuUHBI M FOMOTEHHBI MO pa3Mepy, HMesl THaMeTp
10—20 HM H oOHapyxHupas pe3KHe CEOUMEHTALMOHHBIE TPaHHLBI C
k03ppHLHeHTaMH ceauMeHTalMu oT 30—40S go 70—90S. Iloxany#n, nep-
BOE SHCHOE CBHMAETEIbCTBO, YTO TAaKHe 4YacTMLbl OakTepwil SIBISIOTCH
puboHykeonpoTenaamy, 6pi0 noaydeno I. K. Ilaxmanom, A. B. Ilapau
u P. Ctanuepom (CIIA) B 1952 r.

ViydilleHHast TeXHHMKa MHKPDOTOMHH H 3JIeKTPOHHOH MHKPOCKOIHH
YJIbTPATOHKMX CPE30B XHBOTHBIX KJIETOK MpPHBEJa K BLIABJICHHIO OOHO-
POAHBIX MUIOTHBIX TPaHYJI ¢ JUAMETPOM OKOJIO 15 HM HenocpeACTBEHHO
B KJIeTKe. DJIEKTPOHHO-MHMKpPOCKoNH4eckue HccnenosaHus k. Ilanane
(CIIA), mpoBeneHHble B 1953—1955 rr., mokxasaad, 4YTO MaJIeHbKHE
NJIOTHBIE TPaHYJIbI B H300MJIMM coAepXaTcd B LMTOIUIa3Me XHBOTHBIX
Kiietok. OHH BHAHBI JTHOO MPHCOeAHHEHHLIMH K MeMOpaHe 3HO0MIa3Ma-
TUYECKOr0 peTUKysyMa, Jinb6o ¢BOGOOHO paccessiHbl B LMTOILIa3Me.
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Mukpocombl  Knoma oka3zanuch ¢parMeHTaMH 3HIOMNJIa3MaTUYECKOTO
peTHKYJIyMa ¢ CHAAIUMMM Ha HUX TrpaHysiaMd (dx. ITanage u ®. Cuke-
pul, 1956). Brisicuuioch, 4To 3TH «rpaHynsl Ilanane» sBnstoTcs pubo-
HYKJIEONMPOTEUAHBIMH YacCTULAMU M YTO OHM TNPEeACTABJIAIOT OCHOBHYIO
maccy uurorasmatuyeckon PHK, obecneumnBarouieri 6eKOBBIA CHHTE3.

B 1956—1958 rr. B panme nabopatopuit CIIA Obiid BbIAETEHBI H
p3ydeHbi YUCThbIE TMpenapaThi pUOOHYKIEONPOTEHAHBIX YaCTHLL — CHa4aJjla
80S uactuum u3 gpoxxerdn &.-Il.Yao wu I. K. [llaxmMaHOM, M3 pacTeHHH
I1. Tco, Ix. Bounepom u [Ix. BuHorpanom M M3 XHBOTHbIX M. Iletep-
maHH B M.TamunbToH, a 3atem 70S uvactuu U3 Oaktepun (E. coli)
A. Tuccuepom u Ix. YorcoHoM. B 1958 r. coctosinca mepBeii CHMIIO-
3UYM, TIOCBSIILEHHBIA 3THM 4YacTHMIIAM H MX Y4YacTHIO B OHOCHHTe3e
6enka (Ilepsuii CuMmmo3suym buodusuyeckoro O6wmectsa CIHA npu
MaccauycetrckoM TexHonormdeckoM HMucturyre. Kamopuax, despais
5—8, 1958); B xome Cumno3suyma P.B.PobGeprcoM ObL1 TMpennoxeH
TepMHH «pHbOocoMa» nJig 0603HaueHHs] paccCMaTpHMBaeMBIX PHOOHYKIIEO-
MPOTEUAHBIX YaCTHIL.

HUccnenoBaHns (PyHKIMOHAJIBLHOM pOJM pUOOCOM LUIM MapajuiesibHO
¢ ux obHapyXxeHHEM M CTPYKTYpHBIM omucaHueM. I[lepBoi yOemuTesb-
HOM OEMOHCTpalMed TOro, YTO MMEHHO PHOOHYK/IeONMpOTeHOAHbIe YacTH-
bl MUKpPOCOM OTBETCTBEHHbI 3a BK/IOYEeHHEe AMMHOKHMCJIOT B HOBOCHHTE-
3HpOBaHHbIA OeJIoK, ObUTH 3kcnepUMeHTHI I1. 3aMeUHHKa ¢ COTPYAHHUKAMU
(CIIA), onybaukoBaHHble B 1955 1. 3a 3TUM I10C/1€10BAIH IKCIEPUMEH-
Thl H3 TOHM Xe JJabopaTOpMH, TMOKa3aBIiHeE, YTO CBOOOAHBIE PHUOOCOMBI,
HE TMpHKpeIJIeHHbie K MeMOpaHaM 3HIOIIIa3MaTHYECKOrO pPETHKYJIyMa,
TakXe BKJIIOYAIOT aMHUHOKHCJIOTHI U CHHTE3UPYIOT OeJIok, ocB0ob6oXmaro-
LUMACA 3aTeM B pacTBopuMyio da3y (1957). ®dyHkuuu OakTepHaJbHBIX
pubocoM OBUIH TIPeAMETOM HMHTEHCHBHBIX MCCJIEJOBAaHMH TPYIINbI
P. B. Pobeptca (CIIIA); K. Mak Kunnen, P. B. Po6eptc n P. JIx. Bputreu
B 1959 r. OKOHYAaTE/NbHO YCTAHOBHJIM, 4YTO OeJIKH CHHTE3UPYIOTCH B
pubocoMax M 3aTEM paclpelde/siloTCs MO APYrHM 4YacTsaM OakTepHalb-
HOH KJIETKH.

2. JIOKAJIM3ALIMA PUBOCOM B KJIETKE

Htak, pubocoMbl 0OMIIBHO HAMOJIHAIOT KJIETKH, BeAyLIMe WHTEHCHBHBIH
6enkoBbIt cHHTe3. B OakTepHanbHOM KJE€TKE OHM paccesHbl MO BCew
npororuia3Me, coctaBisgd no 30%, a uHorma u Oosee, ee cyxom
Macchi; Ha OAHY OakTepHaNbHYIO K/IeTKYy mnpuxogutcs rpybo 104 pu-
6ocom.

B sykapuoTHYeCKHX KJI€TKaX OTHOCUTEJIbHOE COAepx)aHHe (KOHIIEHTpa-
uusg) pubocoM MeHbllIe, H HX KOJHYECTBO OYeHb CH/IbHO BapbHpYyeT
B 3aBUCHMOCTH OT GEJIOKCHHTE3UPYIOLIEeH aKTUBHOCTH COOTBETCTBYHOILEH
TKaHH WM OTHEeNbHOM KjeTKH. OCHOBHas Macca pUOOCOM JIOKaJiu30-
BaHa B HUToMIa3Me (puc. 29). B kieTkax ¢ MHTEHCHMBHOM CeKpelueH
Genka M pa3BUTON CETHIO IHAOMIA3MATUYECKOTO PETHKY/IyMa 3HAYMTeElIb-
Has 4acTh LIMTOMJIa3MaTU4ecKUX puOOCOM mMpuKpernsieHa Kk ero membpaHe
Ha TIOBEPXHOCTH, OOpPalUEHHOM K IMTOM/Ia3MaTHYECKOMY MAaTpPHKCY;
B HEKOTOPBIX 4acTHAX PETHUKY/JymMa HX MOXe€T ObITb MHOro, B TO BpeMs
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Puc. 29. DnexTponnbsie MUKpodoTOrpaduu puOOCOM Ha yILTPATOHKHMX Cpe3ax:

@ — yyacTOK WMTONIA3MBI KJIETKH IE€4YeHH Kpuich (npenoctapieHa mnpod. 10. C. Yenuoswim, MIY
HM. M. B. JlomoHocoea). Buanm pubGocoMn Ha membGpaHax LIEPOXOBATOrO 3IHAON/IAIMATHYECKOIO
PeTukyayma, a Takxe Ipynnul cBoGoaneix pHGocoM. (HKcaUMs TIOTAPATBAETHAOM; 6 — K/IETKH
Mopckon Gaktepum Vibrio alginolyticus (npesoctabnena JI. E. bakeeBo, MI'Y uM. M. B. JlomoHocoBa).
Buawo, yTo uMTonnasma HanosHeHa pubocomamu. PUKCALIMS YETHPEXOKHCHIO OCMHS
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KaK ApYrue oCTaloTcsd cBOOGOAHBIMH. DTH PHOOCOMBI CHHTE3HPYIOT OeJIkH,
KOTOpble HENOCPEeACTBEHHO TPAHCIOPTHPYIOTCS B MEMOpaHHBIA NpPOCBET
ons fganbHenmen cekpeuud. CHHTe3 6enkoB IS BHYTPHKJIETOYHBLIX
HYXJ, IPOKCXOJUT B OCHOBHOM Ha «CBOOOOHBIX» (HE CBA3aHHBIX ¢ MeMOpa-
HOM, a pAacCcesIHHBIX B I[MTOMJA3M4THYECKOM MaTpHKce) pubocomax
uuTomIasMel. Ilo3ToMy nuroniasMa 3MOpHOHAIBHBIX, HeaAU(depeHIHPO-
BaHHBIX, OBICTPO PpAacTYIUMX M Pa3MHOXAKWIUUXCH KJIETOK COHOEPXKUT
NpeUMYyLeCTBEHHO cBOOOAHBIE pHOOCOMBI.

Bce pHOOCOMBI IIMTOIUIA3MATHYECKOFO MaTpHkca (kak MeMO6GpaHo-
CBA3aHHBIe, Tak M CcBOGOIHBIE) 06pa3yroTcs B AApBILIKE IYKapHOTHYeE-
CKOH KJIETKM M COOTBETCTBEHHO OOHApyXHBAIOTCH TaKXe B 3TOM KOM-
NMapTMEHTE KJIETOYHOTO SOpa; CYHTAETCS, YTO B SIpHILKE OHHU HeE
AKTHBHBI.

KpoMe TOro, 3ykapMoTHYeCKas KJIETKa HMeeT crieliHasibHble pH6oCOMBI
B TaKMX BHYTDHKJIETOYHBIX OPraHeJUiaX, KAk MHTOXOHIPHH H, B cJiy4ae
PacTeHHH, XJOpIIacThl. PuOOCOMBI 3THX oOpraHe/uUl OTJMYAKTCS OT
IHTOIIA3MAaTHYECKHX PHOOCOM cJierka MEHBIIHMH pa3MepaMH, IPYIrHM
XHMHYECKHM COCT4BOM H HEKOTOPHIMH (YHKI[MOHAJIbHBIMH CBOMCTBaMH.
OHH 00pa3yloTcs HeMmoCcpeACTBEHHO B OpraHesuiax.

3. IPOKAPHOTHYECKHHA H 3YKAPHOTHHYECKHIA
THIIBI PHEBOCOM

HmeeTcd mBa rjaBHBIX THNa pubocoM B xuBOH Impupome (puc. 30).

BceM npokapHOTHYECKHM OPraHH3MaM, BKJII0Yasi TPaMII0JI0KUTEIbHbIE
M TpaMOTDHLaTeNbHBIe 3y6akTepHH, aKTHHOMHLETH H CHHe3eJIeHble
BOHOPOC/IH, a Takxke apxebakTepunm (MeTabakTepHH), CBOMCTBEHHBI
70S pubocombl, OHH, COOTBETCTBEHHO, XapaKTePU3YIOTCA Ce IUMEHTALHOH-
HbIM K03 ¢duuHeHTOM okosio 70S. UX MoslekysspHas Macca cOCTaBJIsieT
0k0J10 2,5.-10% panbTOH, a JIMHHEHHBIE pa3Mepbl (CPeOHMH OHAMETD)
B JHMOGWILHO-BLICYIIEHHUM COCTOSHMH okoJio 20—25 HM. Ilo xuM#ve-
CKOMY COCTaBy OHH - YMCTble DPHOOHYKJIEOTIDOTEHIBI, T.€&. COCTOSIT
Tonebko U3 PHK u Geixa.

CootHomienue Macc PHK: Genox B HuXx okxono 2:1; coorBeT-
CTBEHHO, MaplHaJibHbIA yaeJbHbIA 00beM 70S pubocoM okoso 0,60 cM3/T,
a mnaByuas miotHoctk B CsCl 1,64 r/cm3. PHK B pubocoMmax mnpu-
CYTCTBYEeT TIJIaBHBIM 00pa3oM B BHIe ee Mg2+t-, U, TO-BUOAHUMOMY,
yacTHYHO Ca2+-conmu; Mg coctaBiseT mo 2% cyxod maccel pubocom.
Kpome TOro, B BappHpyroluMx konuuecTBax (a0 2,5% CyXoMm Macchl)
MOTYT NIPHCYTCTBOBATh TaKKE OPraHUdecKue KaTHOHBI, TAKHE KaK CTIEDMHH,
CepMHIOWH, KaJaBepHH H nyTpecuuH. KojM4ecTBO CBSI3aHHOWM BOABI B
70S pubocoMax OTHOCHTEJILHO HEBEJMKO M COCTaBigeT okoino 1 r/r,
T.e. pHOOCOMBI B BOOHOM Cpele CYTh OOBOJIbHO KOMIIAKTHbIE, HeE
pa3byXxIillHe 4acTHIIBI.

Mopdonorudecku Bce 70S puO0COMBI MPOKaApMOTHUECKHX OPraHHU3MOB
MOpPa3UTEJILbHO YHHBEPCAJbHBI, H JIHIIb ¥ PHOOCOMHBIX YAaCTHL[ apxe-
6akTepuit (MeTabakTepHi) MOXHO OOHapyXHTh HEKOTODble OTJIHYHA OT
3yb6aKTepHaNbHBIX YaCTHI] (CM. CJIEOYIOLUYIO YacTh KHHUIH).

II¥Tona3Ma KJjI€eTOK BceX 3YKapHOTHYECKHX OPraHH3MOB, BKJIHOYas
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TIPOKAF gggmmcnm SYKAPHOTHYECKHA THM
70S PHEOCOMH UUTONJIASMATHYECKHE 80§
SYEAKTEPHA, PHEOCOMH XMBOTHEX,
CHHE 3ENEHHX IPHEOB H
BOIOPOCTIEA H PACTEHHA
XJIOPOILIACTOB
MON. MACCA, 6
DanbLTOH 2,510 4-106
PA3MEP 20-25HM 25 -30 HM
PHK : BEJIOK
BE€COBO€E
COOTHOmEHHE 2:1 1:1

70S PHBOCOMH
APXEBAKTEPHA
(METABAKTEPHH)

MUTOXOHOPHANILHHE
755 PHBOCOMH
TPHEOB

MUTOXOHIOPHAJILHHE
555 PHBOCOMH
("MHUHHPHEOCOMH")
MITEKONMHTARIMX

Puc. 30. IIpokapHOTHYECKHH H IYKAPDHOTHYECKHH THUNH pubocom.

XUBOTHBIX, TpPUOBI, pacTeHHS H TMPOCTEHIUHX, COAEPXHUT HECKOJBLKO
6osree kpynHeie 80S pubGocoMbl. Ux MoJiekyaspHas Macca COCTaBJISeT
oxono 4-108 ganbTOH, a JIMHEHHBIe pa3Mepbl OT 25 mo 30 uM (B
THOGUTBEHO-BEICYIUEHHOM COCTOSHMH). OHM TakXke BKTIOYAIOT TOJILKO OBa
Tvra OuononuMepos—PHK u 6Gesiox, HO comepxaHue Oenka B HHX
cylecTBeHHO 0OJbilie, YeM B MPOKapHUOTHYECKHMX pHOOCOMax; COOTHOLLe-
Hue Macc PHK: 6Genok oxosio 1:1, mapudaybHbIA yOeJbHbIH 00BEM OKO-
no 0,65 cM3/r ¥ nmaBydvad, ioTHOCTE B CsCl 1,55—1,59 r/cm8. BaxHo
OTMETHTb, 4TO abcoymoTnoe kosmyectBo kak PHK, Tak 4 6Genxa (a He
TOJILKO nporniopuHs Gesxa) B 80S pubocoMax cylecTBeHHO Gonbiue, dem
B 70S pubocomax. Pubocomuas PHK 80S puGocoM Takxke cBs3aHa, B
OCHOBHOM, ¢ TaKMMH [BYBaJIeHTHBIMM KaTHOHaMH, Kak Mg?t u Ca?*,
a Takxe ¢ HeGONMbLIIUM KOJIMYECTBOM TOJIHAMHHOB U nnammon (Cl’lepMHH
CTNIepMHUINH, TYTPECLIMH).

TopasuTeabHas YHHBepCAJILHOCTh Mopdosiorid Bcex 80S pubocom,
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HE3aBUCHMMO OT HX IMPHHAIIEXHOCTH TOMY WJIM OPYrOMy LIapCTBY
IYKapHOT, JOJIXHA ObITh TakXe OTMeuYeHa.

OmHako XJIOPOIUIACTBI M MHTOXOHIPHM >YKapHOTHYECKMX KIJIETOK
comepxaT pubocoMbl, oTiHuYHbie OT 80S THma. PuGocoMBI XJIOpOMIacToOB
BBICIIMX pacTeHHH TNpHHadNeXaT K HCTHHHOMY 70S Tumy M mpakTHYeCKH
He OTIHYHMBI OT PHOOCOM 3yDakTepHR M CHHe3eJIeHBIX BOIOPOC/EH MO0
BBILLIETIPUBE IEHHBLIM TO0Ka3aTesIaIM M 1o 6oJiee meTaIbHBIM MOJEKYJISPHBIM
XapakTepHcTHKaM. MHUTOXOHApHasibHble pHOOCcOMBI Gosiee pa3HOOOpa3HbI
B 3aBHCHMOCTH OT TpHHAJJIEXXHOCTH OpraHMsmMa K TOMY HIH HHOMY
uapcTBy >ykapuoT. HaubGonee wu3yueHbl pHOOCOMBI MHUTOXOHIPHH TpuUbOB
M MJIEKOMUTAONX. MUTOXOHApHaIbHBIE pHGOCOMBI TPUOOB (Saccharomyces,
Neurospora) TIOX0XH Ha TIpokapHoTH4eckHe 70S pHOOCOMBI, HO, MOXET
ObITh, JHMIIL crerka kpynHee (0kono 75S) M comepXaT OTHOCHUTEJIbHO
6ombie Genka; abGcomorHoe comepxauue pubocomHor PHK B HMX, no-
BUANMOMY, TIOYTH TakKoe e, Kak B TUNHYHbIX 70S pubocomax. Muro-
XOHApHaJbHBIE pUOOCOMBI MIIEKOMUTAIOLIHX, OQHAKO, CYLIECTBEHHO MeJIbYe
TANUYHBIX 70S pubocoM, UMesl Takxke M CylLIeCTBEHHO MeHbluee abCco/oT-
HOe koyimuecTBO pubocomMuHor PHK Ha vacTdily, MX HHOTAAa HA3bIBAKOT
«MHHH-pHOOCOMaMI»,  JIeHCTBHUTEJBHO, KO3(DPHUUMEHT CcequMeHTaLuU
puboCOM H3 MHTOXOHAPHUH MJICKOMMHTAIOIIUX COCTaBJISET BCEro OKOJIO
55S, a ToTanmbHasd Macca pubocomuon PHK Ha uacTuuy OoJiee deM Ha
1/3 MeHblie, yemM B THnuuHbIX 70S pubocomax. B TO Xe Bpems, MH-
TOXOHIpUANbHbIE PUOOCOMBI  MIIEKONMTAIOLINX  COAEPXAT  AOBONBHO
MHOro 6ejlka, Tak 4TO oflMe pasMepsl WX Kak Oyaro Obl He CHILHO
OTJIMYAKOTCH OT TaKOBLIX TNPOKapHOTHYeCKUX pubocoM. B wuenoMm, He-
CMOTPS Ha psAx HeOOBIYHBIX YepT, MO psAy CBOMX IPH3HAKOB, ¥ B TOM
yucse 1o ¢GyHKIUOHATLHOMY IOBEJEHHIO, MUTOXOHAPHAbHbIE PUOOCOMBI
MJIEKOTTUTAIOIIHX BCE Xe OJIM3KKM K TpoKapHOTHYeckuM 70S pubocomam,

4. IOCJIENOBATEJIBHOE CYUHUTHIBAHHE
MPHK PUBOCOMAMM. IIOJIHPHEOCOMBI

B npouecce 6GenxoBoro cuntTesa pubocomMa kaxAbI pa3 CBsi3aHa JIMILb
C OrpaHWYeHHbIM OTPE3KOM MaTpuU4HOro nosunykigeotdga (MPHK). Tak
KaK OTPE3KM MAaTPHYHOIO IOJIMHYKJIEOTHIA, HENMOCPEACTBEHHO CBSI3aHHbIE
¢ pubocomMaMH, OKa3LIBAIOTCH 3allIMILEHHLIMM OT OEHCTBUS HYKJIea3, OHH
MOTyT OBbITb BBIfIEJIEHBI [IOCJIE HYKJIea3HOM O0O6paGoTKHM KOMILIEKCOB
pubocoma - MaTpuuia. JIJIMHA TakMX OTpe3KoB Obljla HafiieHa pPaBHON OT
20 mo 60 HyKJIEOTHMAHBIX OCTAaTKOB. B TO e BpeMs, AJMHA KOIHMPYHOLIEH
nocnenoBaTtembHOCTH MPHK oObiaHO mnpeBocxomuT 300 HYKJI€OTHOAHBIX
ocTaTkoB. OTCIOAa OABHO CT&JI0 OYEBHAHO, YTO [UIS CYHUTHLIBAHUA BCEM
xoaupyrolen nocnenopatenbHocty MPHK pubocoma nomkxa mocienoBa-
TeJbHO HPOHTH (WIH, YTO TO X€ caMoe, TOoc/ied0BaTe/IbHO MPOTAILHUTh
yepe3 cebA) Marpuily, OT 5'-KOHLEBOM YacTH KOAMpYIOLIEH I[TOCJIed0Ba-
TEJILHOCTH [0 ee 3'-koHueBoW 4acTH. JIpyruMH ciioBaMH, pubocoma
nomxHa paboTaTh Kak JIEHTONIPOTSKHBIN MEXaHHU3M.

KakoBa Xe CKOpPOCTh OBHXXKEHHUS pHOOCOMBI BIOJIb HH(POpMALHOH-
Hon PHK? B GakTepuanbHOM KieTKe, Hanpumep, E.coli, Genok pasme-
poM 0kx0s10 300 aMHHOKHCJIOTHBIX OCTATKOB, CHHTE3UpyeTcsS NMpHOIH3U-
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ANOHTALLUA
—_—

MPHK 35 MPHK

U

5‘ . 3
NONHUPUEOCOMA

3
g
£
$§ 3ABEPLUEHKHbLIA
O O O BENOK
O O

CBOBOAHLIE PUBOCOMDBI

Puc. 31. Cxema nonupubocombl

TeJIBHO 3a ABaAuaTe cekyHa (mpu 37°C). 3r1o 3HauMt, uTo pHbOOCOMa
npoberaetr npuOaAMIUTELHO 40—50 HYKJIEeOTHOHEIX -ocTatkoB MPHK B
cexynny. Ckopocth cuHThiBaHHs MPHK y 3ykapHoT MoXeT HOCTHIaTh
61u3koro 3HaueHus (30 HYKJIEOTHOOB B CeKyHIy), HO peryJISTOpHBIE
BO3NeMCTBHSA MOTYT yMEHBIIUTh €e N0 3—10 HYKIIeOTUOOB B CeKYHAy (CM.
ri1. B.V).

IIpoaBuraschr BAOJL MAaTPHYHOTO MOJIMHYKJIEOTHOA OT 5'-koHLA K 3'-
KOHLy, puOoCcOMa Yepe3 Kakoe-TO BpeMs OCBOOOOHUT 5’'-KOHLIEBOM Y4YacCTOK
MaTpuubl. Torga 3ToT y4acTOK MOXeT Ha4yaTh CUMTHIBaThH Apyras pubo-
coMma. Tax xe oTOnAst OT 5'-KOHLIEBOM 4acTH, OHa MPEeNOCTABUT BO3MOX-
HOCTh HavaTh CYHTHIBAHHE TpeTheW pubGocome. M tak nanee. Tak, uns
BOOJIb MAaTPULIBI APYT 3a OAPYIroM, psa pHOOCOM OKa3bIBalOTCH YHMTAKLIUMH
ONHY H Ty Xe¢ MHPOpPMALHIO H, CJIeI0BATEJIbHO, CHHTE3HPYIOLIUMH HOCH-
THYHbIe MOJIMNENTHAHblE LIEMH, HO HaXOOSLIMMHUCSA Ha Pa3HbIX CTaOHMAX
dopmupoBaHMA mnosHNENTHAA. IDTO CXEMaTHYeCKH IMNpEeACTaBJeHO Ha
puc. 31, roe pubocomMsl y 3'-KOHLIa MAaTPULbl YK€ HAapacTWIHA OJIMHHBIN,
MOYTH 3aBEPIICHHBIA TOJUNENTHA, pUOOCOMBI B CepelMHE HECYT IOJIH-
HeNnTUa B MOJIOBHUHY €ro 3alporpaMMHMpPOBAHHOW IJIMHEI, © pUOOCOMBI Y
5'-kOHLA conepXaT JIMIIL KOpOTKHE IENTHAbI, B CaMOM Hauajle HX
yanudenus. Takag CTpyKTypa, rie MaTPHUYHBIM MOJTHUHYKICOTHL, aCCOLIH-
POBaH CO MHOTMIMHM TPaHCIHPYIOLIHMH pUOOCOMaMH, TOJIyYHsIa Ha3BaHHe
noaupu6ocomul.

To, uro pubGOHYK/IEONPOTEHIHEIE TPaHY LI (pHOOCOMBI) He paBHOMeED-
HO OUCNEPrupoBaHbl B LIMTOILIa3Me XHBOTHHLIX KJIETOK MJIM B NpernapaTte
4YacTHL, MOJYYEHHBIX H3 MHKPOCOM, a 4acTo cobGpaHml B rpynmnbl (Lenu
WIM KiacTepbl), ObUIO OTMEYEHO ellleé B PaHHMX 3JIEKTPOHHO-MHKPOCKOITH-
vyeckux Habmoneuusax Jx. [Tanane u ap. Jloka3zaTeabcTBO TOro, 4TO TaKUe
arperatel puO0COM npeACTaBIAIOT cOOOM YacTHULBI, COCAUHEHHbIE LENbIO
MPHK u HaxoasiiMecs B Tpoliecce TpaHCJISAUHH, ObLIM MNpencTaBiIeHbI
OHOBPEMEHHO HECKOJIbKHMH rpynmnamMu B 1963 r.

IIpu uHTEeHCHBHOM O€EJIKOBOM CHHTE3€ pacCTOAHHE MeX a1y pubocoMaMH
Baogb uend MPHK B nonmupubocoMe MoxeT ObITh NMpeNesibHO KOPOTKHM,
Tak 410 pUOOCOMBI OynyT HaxXxoAWThCAd TMOYTH BIUIOTHYKO HOpPYr K OpPYry.
dpyrumu croBamMm, Ha Kaxaylo puOOCOMY MOXET IPUXOOUTHCS BCETO
OT 20 no 60 HYKJIE€OTHOHBIX OCTaTKOB. DTO 3HAYHT, YTO MPHUOIHIUTEIEHO
Kax[ylo cexyHay onHa pubocoma Oyner 3aBeplliaTh CHHTE3 Oesika y
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3’-xoHua koaupytouienn yacty MPHK M cockakuBaTb ¢ MaTpullbl, M OJHa
pubocoma OyneT caauThcd Ha MAaTPULY Y 5'-KOHLIA U HAYHHATH JABUXKEHUE
[10 HamnpaB/lIeHHAIO K 3'-KOHUY.

OTKpbITHE NOMHPHOOCOM Kak (POPMBI CYILIECTBOBAHHSA TPAHCIMPYIOLIHX
puboCcoM B KJIETKE CAENan0 MOHATHbIM TOT (akT, uTo pUGOCOM B KJIETKe
mHoro, a MPHK Mano. [delCTBUTENbHO, YacTO MPHUBOOAT LUOpHI, YTO
pubocomuas PHK coctaBnser 80% totanbHoi PHK xnetku, a MPHK, kax
npaBuio, He Gonee 5%. B cBeTe MONMMPHOOCOMHOM OpraHHU3alli¥ TPAaHCJIH-
pylouiero anmnapata 3To noHsatHo: oady MPHK tpancnupyer mHoro pubo-
COM, TaK 4TO Ha OJHY 4acTh TpaHcaHpyeMor MPHK MoxeT mpHxoauThes
no 100—200 vactenn pubocomuon PHK.

5. CTAAUH TPAHCJALIUA: HHULIUAIIUA,
JOHTAIIMA H TEPMHHALIUA

Pubocoma HauuHaeT uutaTh MPHK co cTporo ompeneneHHOM TOYKH ee
MOCIe10BaTe/IbHOCTH, @ UMEHHO C TOH, ¢ KOTOPOM HauHHAETCHd €€ KOIAH-
pymowiasi 4yacth. Kak yxe 0TMeuanoch, 3Ta TOYKAa BOBCE HE €CTb CaMbIH
KpaHHHU# 5’'-koHUeBoM Hykineotua MPHK, a kak npasui1o, pacronoxeHa Ha
ofnpene/IeHHOM yAaJleHHH, HHOr 1a 3HAYHTEJIbHOM, OT Havasia OJIHHYKJ/Ie0-
THOHOM uenu. PubocoMa monkHa KakuM-TO 06pa3oM y3HaTb HaYaJIbHYIO
TOYKY CUMTBHIBaHMS, CBS3aThCA C HEW, M TOJILKO TOrJa HayaTb TpaHC/d-
uuto. Kommnekc cobbiTHi, o0ecmeyHBalOINX MpPOLIECC Hayana TpaHc/d-
unH, 0b603HavaeTcsl KaK CTaius uwHuyuayuu. B MHMUMALHK [IPHHUMAIOT
yJacTHe clelUHaIbHbIH HMHUUHATOPHBIA KOMOH, MHuuMaTopHad TPHK u
Genxy, HaspiBaeMble (GakTOpaMH HHHLIMALIKH.

IIponins craguio HHULMALUHA, pUOOCOMa TIEPEXOOUT K I10C/I€ J0BATE b=
HOMY npouTeHu1o koaoHoB MPHK mo Hanpasiiennio k 3'-xouuy. IIpoutenue
MPHK npennosnaraer mocienoBaTe/IbHbIA CHHTE3 MOJHIENTHAHON LENH
6enka, xogupyemoro MPHK. CHuHTe3 mpoucxoduT Ha pubocoMe NyTeM
NocJieOBaTe/JbHOTO N00aBiIeHUs OJHOTO aMHHOKHC/IOTHOrO OCTaTKa 3a
APYTHM K CTpPOsiILEeACs NMOJHUIENTHAHON LelH; TAKUM IIYyTeM OCYIIECTBIs-
eTcs 3NMoHrauMs nentuaa. Kaxabli HOBbIH aMHHOKHMCJIOTHBIA OCTAaTOK
nobasnsiercs k kapbokcUnbHOMY kKoHUY (C-KOoHLY) menTuAaa, T. . C-koHel
nenTuia siBasieTcss pacTymiuM. JloGaBieHHMe OAHOr0 aMHHOKHMCJIOTHOIO
0CTaTKa COOTBETCTBYET NMPOYTEHHIO ONHOTO HYKJIEOTHAHOTO TpPHILIETA.
Bech 3TOT mpouecc cOOGCTBEHHO TPAHCIALUHWH Koaupyromen yactd MPHK
Ha3bIBAKOT CTadHEH 310H2AYUU.

Korpna pubocoMa mocTuriet TepMuHHupylomero konoda MPHK, cunres
MOJIMIIENTHAA TpeKpaiaeTcss. B MpHCYTCTBUU TEPMUHMPYIOLIETO KOAOHA
punbocoMa He cBsi3biBaeT kakon-1M60 amuuoauun-TPHK, a BMecTo HHX B
J€eJI0 BCTYNalT crelManbHble OelKH, Ha3biBaeMble (bakTOpaMHd Te€pPMHHa-
uui. [loa UxX neAcTBMEM CUHTE3MPOBaHHBIA NOJMNENTUA 0cBob0oXAaeTCs
13 pubOCOMBI. DTa cTaaus Ha3blBaeTCsl mepmuHayueti TpaHcnsauuu. ITocne
TepMHHauuu pubocoMa moxeT nubo contu ¢ MPHK, nubo npogonxars
CKOJIb3UTh BJIOJIb HEe, He TPaHCIIHPYS.

BcTpeua pub0ocoMBbI ¢ HOBBIM HHHLIHATOPHBIM KOJIOHOM, MO0 Ha Apyrou
uend MPHK, nu6o Ha 3TOfl Xe MO HaMpaBJeHHIO K 3'-KOHLY OT T€pMH-
HHUpYIOLLEr0 KOMOHA, MpUBedeT K HOBOW MHUUMauuH. Takum oOpa3oMm,
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kaxnas pubocoMa IMPOXOAMT MOJHBIA LIMKJ TPAHCIALMHM, BKJIFOYAIOUIHA
HHHLIMALUIO, 3JIOHTaLMI0 M TEPMUHALIMIO; B pe3y/ibTaTe TaKoro 3MHIMKIIA
NpPOYHTHIBAETCS BCS KOAUpYowas nocienosareasHocTe MPHK u cuuTe3M-
pyeTcs 3aKOHYEHHAs MojMnenTHaHas uensb G6enka (puc. 31). ITocne 3Toro
pubocoMa MOXeET NMOBTOpUTh LMKI ¢ Apyro# uenbio MPHK nnu opyron
KOAMPYIOIEN MOCIEA0BATENLHOCTBIO TOM Xe LIEMH.

6. I;ECKJIETO'-[HHE CHCTEMbBI TPAHCJISIIMM

CuuTe3 Oenlka Ha pubocoMax MOXeT OBITH BOCMpPOM3BEedEeH B HCKYCCT-
BEHHBIX YCJIOBHSAX BHE KII€TKH. BK/IIoYeHHe aMHHOKHCIIOT B O€JIKH B TOMO-
reHaTax M HKCTpPaKTax KJIETKH, a TaKXe MpenaparaMy MHUKPOCOM B Deckiie-
TOUHBIX CHCTEMax ObLIO NpPOJEMOHCTPHUPOBAHO YyXe HABHO; IOXauyH,
niepBbiMM ObIMM GECKIETOUHBIE CUCTEMbI M3 )KMBOTHBIX TKAHEW, U, B 4acT-
HOCTH, M3 Me4YeHH KpbICH, 0 KOTOprIX coobumnu ¢. Cukenun H I1. 3ameu-
Huk (CHIA) B 1951 r. u II. 3ameunuk B 1953 r. Bckope mocie 3toro
OBLJIO MOKa3aHO, YTO BK/IIOYeHHE aMHUHOKHMCIIOT (cuHTe3 Oenka) B Oeckiie-
TOYHOM CHCTEME IIPOMCXOAMT Ha pPHOOHYK/IeONMpOTeMAHBIX 4YacTHULIAX
(pubocomax). BeckiieTouHble CHCTEMBI CHHTE3a Oejika ¢ 6akTepHalbHBIMU
(E. coli) pubocoMamu OblIM co3madbl mouTH onHoBpemeHHo JI IlaxTiia-
6enom U B. IMwuurom (®PT), M. Jlam6opr u IL 3ameunuxom (CHIA)
u A. TuccuepoM, . Ulneccuurepom u @.I'po (CHIA) B 19591960 rr.
Bce 3TH cHUcTeMbl OBUIM OCHOBaHbI Ha TPAaHC/IALMHM CBOEH 3HIOT€HHOH
MaTpHLbl; PaKkTHYeCKH PUOOCOMBI JIMLIL MPOAOJIXKAIA CUHTE3 MOJIUIENN-
tiaoB Ha MPHK, x koTOphIM OHH yXe ObUIM IpHCOEIUHEHBI B MOMEHT
BoiaeneHus. I'. Matrern u M. Hupenbepr B 1961 r. yayyllluM CHUCTEMY,
0cB00OAMITH PUOOCOMBI OT FHA0T€HHBIX MATPHII M BIiepBbie BBEJIU 3K30T€H-
HYI0 MaTpHLly B 6ecKJIETOUHYIO pUGOCOMHYIO CHCTEMY; OHUM U3 HX I1aB-
HBIX JOCTHXEHHH ObUIO MCIIOJIb30BaHHE CHMHTETHYECKHX MOJIMHYKJIEOTH-
JI0B, 110JIy4aeMBbIX C [IOMOILIBIO NOJHHYKJIe0THMpoCcOpHUIa3Ll, B TOM YUCIIE
npocThiX MaTpul Tuna nmoau(U), nomu(A) u aop.

B HacTosiiiee BpeMsi Oeck/IETOYHas CHCTeEMa CHHTe3a OesIKkoB MOXeT
ObITh COCTaB/ieHAa H3 XOpPOLLIO 0XapaKTepHU30BaHHLIX, BbICOKOOYMILIE HHBIX
KOMITOHEHTOB, BK/II0Yass pMOOCOMBI, MATPUYHLIA MMOJHHYKIEOTHI U Habop
amunoau1-TPHK wimm cuctremy anunuposanus TPHK (TPHK, amuHOkHC- ~
notel, AT® u amunoaumin-TPHK-cuHTeTassl), a Takxke Habop crelmaib-
HbIX 6eJIKOB, Ha3bIBaeMBIX (pakTopaMH TpaHcrasuuu, U I'Td. IIpocTenmas:
6eckieTouHas pubOCOMHas CHMCTEMa CHHTe3a NOJIMIENTHIa, Ha KOTOpOH
MOTYT M3y4YaThCs NPHHUMNHAIbHbIE MEXaHH3MBI TPAHCIALUM, BKJIIOYAET
BCEro 6 BBICOKOMOJIEKYJIAPHBIX KOMMOHEeHTOB ILmoc I'T®; Hanpumep,
nonu(U)-HampasisgeMas CHCTeMa MOXeT ObITh COCTaBJIeHa M3:

70S pubocom E. coli

Poly (U)

Phe-tRNA

EF Ty (6enok ¢ Mon. Maccor 47000)
EF-T; (6enok ¢ Mo. Maccod 34000)

EF-G (6enox ¢ Mos. Macco# 83000)
GTP




Jlnst TpaHCIALUHH NPHUPOAHBLIX MaTpULl U BUpYcHbIX PHK 6eckiieTouHas
MpokapuoTHYecKast CHCTeMa JOJIXHA ObITh JOMOJIHEHA MOJHBIM Hab0OpOM
amuHoauwa-TPHK, Ttpems OenkaMi, HeoOXOAMMBIMM IJis8 HHHLIHALIHK
TpaHcaauuu (IF-1, IF-2 u IF-3), u Tpems 6elkaMU, HYXKHBIMH JIJIs1 TEPMH-
Hauud TpaHcaauuu (RF-1, RF-2 u RF-3).

B cnyuae ycnofb30BaHUs 3yKapHoTHUYecKHX 80S pu6ocom J71s1 TPAHCS-
UMK B OeCKIeTOYHOM CHCTEME BCE COOTBETCTBYIHOIME OenkoBbie (GaKTOPHI
OOIKHBI OBbITh TakKXe 3YKapHOTHUYECKOTO IIPOMCXOXAEeHUs. ITO JBa
tdaktopa 3noHrauuu EF-1 u EF-2 (Bmecto EF-T,, EF-T, u EF-G),
MHOro4Yuc/ieHHbIA Habop ¢akTtopos uHuuwauuu (elF-1, elF-2, elF-3,
elF-4A, elF-4B, eIF-4C, elF-4D, elF-4E, elF-4F; €IF-5) ¥ oaMH BBICOKO-
MoJiekynspHbd dakTop TepmMuHauuu (eRF). [lns vHMUMALMH B 3yKapHO-
THYECKUX cUcTeMaXx TpebyeTcs Takxke ATO.

BaxHbpIM ycnoBueM nysi 6eckJIETOYHOM CHCTEMBI SIBISETCS HOHHAas
cpela, U B MepBYIO ouYepeab HajaJjiexalllags KOHLIEHTpallUs MOHOB MarHHs.
. OObIYHBIN HHTEDPBAJ KOHIIeHTpalMi Mg 2+ B koTOopoM paboTaioT pubocombl
B beckynieTouHol cucteme, oT 3 MM 10 20 MM; ONTHMYM JIeXHUT rae-To
MEXIY 3TUMH 3HAYEHUSIMH M 3aBUCHUT OT pUOOCOM M KOHILIEHTpALlMU OJHO-
BaneHTHOro katuona (K* unu NH3), a Takxe ot Temnepatypsl MHKYGauuu.

OcHoBHble GaKThl, KacalolMecs TPaHCISUUH U ee MOJIEKYJIIPHBIX Me-
XaHHU3MOB, OBLIM NOJIyYeHbI M MOJIYYalOTCst B HacTosIlee BpeMs Ha Beckne-
TOYHBIX CHCTEMaX.
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I'maBa V.

XUMHUYECKHME PEAKIIMH
U OBIIMM SHEPITETHYECKHUM BAJIAHC
BHOCHUHTE3A BEJIKA

Hrak, Oenok CHHTE3IUpPYyeTCs M3 aMHHOKHC/IOT MyTeM Tpex HocJeJoBa-
TeIbHLIX XEMAYEeCKHX peakmmi. IlepBbie [Be peaklUMH KaTaJTM3HPYHOTCS
amuHoalmI-TPHK-cHHTeTa3aMH, a TpeThsl, 3aBepiuaroilas, — pudbocoMoii:

(1) Aa + ATP -ARSESS .. AMP + PP;;
(2) Aa-AMP + tRNA -ARS:25¢ 4, _ (RNA + AMP;
(3) AatRNA + X-Aa’-tRNA’ —R5 . X_Aa’-Aa-tRNA + tRNA’
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B nepBoM peakuuM kapOOKcHJI aMHMHOKHMCJIOTBI pearupyeT ¢ mojmdocdar-
HOM rpymnon AT®, tak 4r0 mHMpodochaTHBIA OCTATOK 3aMellaeTcs Ha
aMHHOAUWILHBIA M 00pa3yeT cmewanHuilt anzuOpuo, Ha3bIBaeMbld aMMHO-
aumiageHwiaToM. Bo BTopon peakunu TPHK 3aMelliaeT ageHMIaTHBIA OCTa-
TOK, H 00pa3yeTcsi cA0NCHOIPUPHAA €843b MeXOYy KapOOKCHILHOM Tpynmon
AMHUHOKHMCJIOTHOTO OCTaTKa M TMAPOKCHWIOM pHOO03BI KOHIIEBOrO HyKJIEO3HIa
TPHK. TpeTtns peakumsi, kaTaJiM3upyemasi pubOCOMOM, MpeacTaBiseT cobom
3amelnenne ocratka TPHK (tRNA') ocratkom amunoammi-TPHK, B pe-
3yJibTaTe 4Yero BMECTO CJI0XHOIGHUPHOH CBsi3M o6pa3yercas amuoHas
(nenmuonas) césa3s Mexay aMHHOTPYNIION aMHHOALWILHOTO OCTaTKa MO-
nexkynbnl amuHOaUI-TPHK M kap6okcWiIbHOM TpYNIOW [pyroro amMHHO-.
amubHOTO ocTaTka (Aa’). EcnM xoHeuHBI 6€IOK COCTOMT M3 n aMHMHO-
KHMCJIOTHBIX OCTaTkoB, TO oOwui OajiaHc peakumi OyneT ClieayIOLHM:

nAa+ nATp -ARS:ases, IRNAS, RS, po 00 4+ n AMP + 1 PP;

KpoMe TOro, B ecTeCTBEHHbIX YCJIOBHAX mHpodocdaT TrHOPOIHU3yeTCs
nupodocdarazon a0 oprodocdara:
nPP; + n H2O ———2nP;

CBoboanag sHeprus ruaponuia nupodocdaTHeIX cBazen AT® B cran-
JapTHBIX ycioBHAX (AG®) cocrtaBimsier oxono -30 k/x/Mome (-7—
-8 kkan/Moib). TOT e 3HAK M TO Xe 3HauYeHHe CBOOOOHOM 3JHEPruH
THOPOJIM3a B CTAaHOAPTHBIX YCJIOBMSX XapaKTEepPHBI IS aHTMADHUIHOW CBA3H
aMHHOALIW/IaJeHWIaTa M CJIOXHO3GHUpHON cBsi3u amuHoalgu-TPHK. Cso-
6onHass 3Heprus THApPOJM3a IENTHAHOW CBA3H OECKOHEYHO [JIMHHOTO
nosunentuaa (Oenxa) B CTaHOAPTHBIX YCJIOBMAX paBHA BCero OKOJIO
-2 xIx/moms (-0,5 kxajn/momnb). CrenoBaTelbHO, BeCh MpPOLECC HOET
¢ ocBoOOXIeHHeM OOJILLIOr0 KOJMYecTB2 CBOOOOHOM 3HEPrHHM, T. €. SB-
JI9ETC TePMOAWHAMMWYECKH CIIOHTAHHBIM H 3HEPreTHYECKH 00ecmeYeHHBIM:

n Aa + n ATP

Benok +n AMP + nPP; — nX 30 xJIx

Ecmm pobGaputh cioma eine W ruaponus mupodocdara, To obumn 3Hep-
reTHyeckni Gananc 6ymer -nX60 kdx Ha 1 Moms Genka. Takum 06-
pa3oM, mpH pasMepe Genka 0ko0Ji0 200 aMMHOKHUCIIOTHBIX OCTaTKOB BBIUTPBILLI
cBoOOqHOM 3Heprdd (B CTaHOAPTHBIX YCJIOBHSIX) COCTaBHT  OKOJIO
12000 xJx/Moutb (3000 KKan/Mob).

M3 paccMOTpeHHs 3HepreTH4ecKoro OajaHca BblIEyKa3aHHBIX Tpex
peakLMi B OTOEIbHOCTH BHOHO, YTO MepBble [BE peakUMH caMH Mo cebe
He [Aa¥OT BBIMIpBbIlIa CBOOGOJHOM 3HEprMM (B CTAHOAPTHBIX YCJIOBUSX) H,
CJIeJ0BaTENbHO, TOPUOOCOMHBIE 3Tambl He NOJDKHBI MPOTEKaTh ¢ GOJIbLIMM
CABMIOM B CTOPOHY CHMHTe3a, OOHAKO CIOBHT OyneT reHepHpOBaTbCS IpH
YCJIOBHM, eciid IHpodocdaT THAPOIM3YyeTCS B TAPAUIEbHOH pPeakiHH.
OCHOBHOM Ilepenal B YPOBHAX CBoOOOJHOW >HepruM Mexay cybcTpatamu
H NpoaykTaMM HabGmonaercs MMEHHO B TpeTbeH peakUMH, T. €, CHOBHUT
CYMMapHOHM peaklMH B CTOPOHY CHHTE3a MPAKTHYECKH B JOOBIX YCJIOBHAX
obecnieauBaeTcss pUOOCOMHBIM 3TAMOM,

CaMoe mnoOpa3sdTe/IbHOE, OOHAKO, COCTOMT B. TOM, 4YTO, HECMOTpPS Ha
MOJIHYIO JHEpreTH4Yeckyio obecmedeHHOCTh mpolecca OuocuHTe3a Oeska
H3 cBoboaubIXx aMHUHOKHUCIOT 3a cyeT AT® wiu u3 amuHoauwi-TPHK
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3a CYeT HX CJIOXHOI(HPHBIX CBA3eH, Ha PHOOCOMHOM 3Tame CHUHTe3a
rHApOH3YIoTcs emle aBe Mojekyiabl I'T® Ha xaXnpll aMUHOKHMCJIOTHBIN
OCTaTOK:

2n GTP + 2n H20 2n GDP + 2n P;

310 maer pubocomHoMy 3Tamy (M, CliefoBaYe/lbHO, BCEMY TIPOLIECCy)
JIOTIOJIHUTE IbHBIM BBIMTPBIIL CBOOOIHONM 3Hepruu oxoso 60 kdx (15 xxan)
Ha 1 MOJIb aMHHOKHCJIOTBI (B CTAHAAPTHBIX YCJIOBHSX).

TakuM o6pa3oM, cCyMMy BceX XHMMHMUYECKHMX peakudd B OHOCHHTe3e
6esnka ciieyeT 3amMcaTh Tak:

ARS-ases, tRNAs, RS
A9, AR

nAa+ nATP + 2n GTP + 3n H20 Benok + n AMP + 2n GDP + 4n P;;

obMi 3HepreTHdeckHn OajlaHC 3TOM CYMMApHOM peakiid AG® cOCTaBHT
okos10 ~120 xdx (—30 xkan) Ha 1 Moib aMHHOKMCIIOTBI MM —25000 kI
(-6000 xxay) Ha 1 mMonb 6enka anuHOM 200 aMMHOKHCJIOTHBIX OCTATKOB.

OmoHako B 3TOM pacdyeTe Oblla y4YTeHa TOJILKO XHMMHUYECKass CTOpPOHA
npouecca. BaxHO NOCMOTpPeTb, HACKOJbKO OaHHAsd OLEHKA MOXET H3-
MEHHTBCS, €C/IM Y4eCThb JHTPONMUHAHBIA TPOMIPBHI 3a CYET YMOPSOOYEH-
HOT'O PAacIOJIOXEHUS] aMHHOKHUCJIOTHBIX OCTaTKOB BIOJb LENU CHHTE3H-
pyeMoro Oenka, a Takxke 3a c4eT (HUKCHPOBAHHOM IPOCTPaHCTBEHHOM
CTpYXTyphbl Oenka, Oka3bpiBaeTcsl, yueT AETePMHUHHPOBAHHOTO PaCIOJIOKEHHS
aMHMHOKHCJIOTHBIX OCTATKOB B IOJIMNENTHAHON LIEITM BHOCHT CPaBHHUTEJIBHO
HeOombluyo mompaBky —okoio +10 xx (42,5 kkaj) Ha MOJb aMHHO-
KucJoTel. YTO KkacaeTcsl IHTPONMMHHOTO GakTopa 3a CYET YMOpSIOYEeHHs
MPOCTPaHCTBEHHOW CTPYKTYpPhl CHHTE3HPyeMOro MOJIMMENTHIa, TO 34ECh
IHTPONHMAHBIA MPOUIphIlI (MOHHXEHUE IHTPONMH) Goslee CyIIECTBEH, HO OH
KOMIIEHCHPYETCSl IHTAJILIIMHHBIM BBIMTDBILLIEM B Pe3y/IbTaTe HEKOBAJICHTHBIX
B3aUMOJEHCTBUM aMMHOKHUCIOTHBIX ocTaTkoB. Takum ob6pazoM, B Jo6oMm
ciy4ae cuHTe3 Oeska coONpOBOXIaeTcs OUccHmanued GosbIIOro Koyw-
YecTBa CBOOOIHOM 3HEPrHH.

CMBICT 3aTpaThl TaKOro OONBIIOTO M306LITKA 3HEPrHH MpPEACTABIISET
cofoil odHy M3 3araJoOK M HHTEPECHEHMIUMX Npo6JieM MOJIEKY IApPHOM
6uonorun. U3OBITOK 3HEprMM, OUCCHIMpPYEMBIA B TEIUIOTY M HE HCIIOJIb-
3yeMbIH I COBEPILUEHMS KAKOH Obl TO HH ObUIO HAKaIUIMBAaEMOHM IIO-
Jie3Hod paGoThl (B BHMOE XMMHYECKUX CBsizeM Wm HebecnopsaoyHoro
PacmoJIOXKEHUsT OCTaTKOB), HOJDKEH MIpaTh KaKylo-TO BaXHYX pO/ib B
GyHKUMOHUPOBAHMU G€JIOKCHHTE3UPYIOIEH CHCTEMRI. JJOBOJILHO OYEBMOHO,
YTO, BO BCSKOM CJIyyae, 3TOT HM30BITOK 3Heprud HeobxommMm mna olecre-
YeHHs BBICOKMX CKOPOCTEH M BBICOKOM HaJE€)XXHOCTH CHHTe3a Oesika.
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