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5S pPHK U PUBOCOMA

©2011 . I M. TOHT'AJI3E

Hnemumym 6enxa PAH, Ilywuno, Mockosckas obracmo

1. Beenenue. II. [Tonoxenne 5SS pPHK B pudocome. I11. 5S pPHK-6en-
KOBBIH KOMIUIEKC U (pyHKIMOHUpOBaHue pudocomsl. IV. Bompoc o
npoucxoxaennu 5S pPHK. V. 3akmouenne.

I. BBEAEHHUE

O6napyxenue pudbocomuoir 5S PHK (5S pPHK) HenmocpencrBenHO
CBSI3aHO C M3Y4YEHHEM JpPYroid HU3KOMOJIEKYyIsIpHOH kierounor PHK —
tpancnoptHoii PHK (tRNA). K Hauany 60-x rofi0B yKe uMernach JocTa-
TOYHO oOmmpHas nHpopMmanus o cBoiicTBax TpancnopTHoit PHK (cm.
0030p [1]). B wactHOCTH, OBLITO yXKe u3BecTHO, yTo uMeHHo TPHK moc-
TaBJsIeT B pUOOCOMY aMHHOKHCIIOTHI, HEOOXOIUMBIE JJIsi CHHTE3a TIOJIH-
nenTuaa. [Ipu 5ToM 1715 MPUCOEIMHEHNST aMHHOKHACIOTHOTO OCTaTKa K
TPHK oxazanuck BaKHbIMHU TpH 3'-KOHIEBBIX HYKJIEOTHIA, a JJIs OCY-
IIECTBIIEHHS ATOTO TIpoIiecca — crienraibHas pepMeHTHAs Gppakmus «pH
5 depment» (TPHK-cunTeTass1). B To ke Bpems, NMpu HCCIIeIOBAaHUH
nponecca B3auMozelicTsuss TPHK u pubocombl, Oplma obHapykeHa
¢dbpakmus HEU3KoMoeKysapHoit PHK odeHp mpouHo ymepskuBaemas
OompiIoit pubocoMHO# cybuacTumeit [2—4]. HykieoTunnslii coctaB u
pasmep mosiekyi 3ot ¢pakiuu PHK (oxoso 100 nykineorumos) u TPHK
(70-80 HyKJICOTHIOB) OKa3aJlUCh CXOAHBIMHU [2, 5, 6]. KoadduimeHTs
CeAMMEHTAINH YKa3aHHBIX MOJEKYN Takxke ObTH OMm3Kkumu: 5S u 48,
COOTBETCTBEHHO. Ha OCHOBaHWM 3THX XapaKTEPHCTUK, OOHApYKEHHAS
PHK 6»1na HazBaHa «transfer-like RNA» [2, 6], To ecTh «1107100Hast TpaHC-
noptHoit PHK», 1 naxe Ob110 BhICKa3aHO MPEATIONOKEHHE, YTO OHA MOKET
sBiAThCs penmectsenankoM TPHK [6, 7]. OgHako ¢ Takoil TpaKTOBKOM
MOJTyYEHHBIX PE3yJbTaToB ObLIM cornacHel He Bce. Tak, P. Poccer u
P. Monbe naxomwu B atux PHK Gonbie pasnuuuii, uem cxonctsa [8].
JHetictBurensno, 5S PHK wmiu tak HassiBaeMas «transfer-like RNAy», B
ommune ot TPHK, He comeprkana MomupuuupoBaHHBIX OCHOBaHUH, HE
nmena 3'-konnesoro CCA Tpumiiera u He Obu1a criocodHa 00pa3oBbIBAaTH
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amuHoari-PHK, T. . mprcoennHsATS aMHHOKHCIIOTHBIN OCTaTok [6, 8]. 5S
pPHK, B ottuame ot TPHK, ouens npouno yaepxuBanach 00161101 prbo-
COMHOM cyOJacThIlel, 1 MOTIa OBITh ylalieHa U3 HEE TOJIBKO B KECTKHUX
yenoBusx (B mpucytcTBuu JICH mu mpu BRICOKOI KOHIIEHTPAITHH COJICH )
[3, 4, 9, 10]. B xnerkax Escherichia coli 5S PHK oOHapyxuBanacy B
pubdocomMax, HO He B IuToILIa3mMe |5, 8, 11]. B nanpHelinem ObLIO mpojie-
MOHCTpHpOBaHo, uto 5S PHK npucyTcTByeT B pbocoMax u Ipyrux opra-
HU3MOB [12—14]. YaukansHocts Monekyisl 5SS PHK nonreepaunace u B
skcnepumenTax no JJHK—PHK rubpuauzanuu [15] u kaprupoBaHuto ee
onuronykiaeotunoB [16]. I[locneqaue comuenus B ToM, yto 5S PHK — 310
CaMOCTOSITETIbHBIM THIT KJIIETOUHBIX MOJIEKYJ, OKOHYATEeIbHO OBbLIM pac-
CesIHBI TIOCIIE ONpEENeHHs ee MepBUYHOI cTpykTypsl [17, 18]. Oxa3a-
J0Ch, 4TO nepBuuHble CTpYKTYphl 5SS PHK u3 6axrepun Escherichia coli
Y DYKapUOTHYECKOH KJIETKH 00JIaAaloT JOCTAaTOYHO BBIPAKEHHON TOMO-
norueit [19]. IIpu 3TOM TOCTATOYHO MPOTSKEHHOM T'OMOJIOTHUU MEXKIY
HYKJICOTHTHBIMU rtocienoBatensHocTsMu 5S PHK u TPHK o6HapyxeHo
He Obu10. UTak, Kk koHIy 60-X rofoB OBUI MMONy4eH OTBET Ha TEPBBIi
NPUHLIUINAIBHBINA Bompoc. bbulo goka3aHO, YTO HU3KOMOJIEKYJISpHAs
¢pakuus PHK, oGHapyxkeHHas B pubocoMax, SBISETCS e1lle OTHAM THIIOM
pubocomuoit PHK — 5S pPHK.

B T0 %€ Bpems1, ToIydeHHBIN OTBET, @ BepHEee caM (DaKT CyILIecTBOBaA-
Hust 5S pPHK, moponwmt mensrit psm Apyrux BIOJHE 3aKOHOMEPHBIX
BompocoB. IIpu 3ToM, Kakue ObI BOITPOCHI, CBI3aHHBIE C PUOOCOMHOM 5S
PHK, e 3amaBanuch 3a mOCJeIHUE MOJIBEKA, BCErJa MoapasyMeBacs,
MOXKayH, caMblii BAYKHBIN M3 HUX: 3aueM HyxHa 3T1a PHK pubocome? B
TpeX CIeIYIOIMNX pa3/ienax HaCTOSsIIEro 0030pa OTPaXeHO TPHETUHCTBO
npoOIeMBl 3TOW MalleHbKOW MOJICKYIbI. J[JIsl MOTHOTHI KapTHHBI CaMOM
Hay4YHOH MPOOJIEMBI U TTOIXO0B K €€ PEIICHUIO, TUTepaTypHbIC TAHHbIC
W3JIOKEHBI B HICTOPHYECKOM TuTaHe. 3a0eras Bepe]] MO>KHO Opaj0BaTh
MOJIOJIBIX 3HTY3HACTOB: HECMOTPsI Ha MOTyBEKOBBIE MCCIIE0BAaHMUS, BOIIPOC O
ToM, 3aueM xe HyxHa 5S pPHK pubocome, Bce eriie ocTaeTcst OTKPBITHIM.

I1. TIOJIOKEHMUE 5S pPHK B PUBOCOME

Kak 0p110 OTMEUEHO BEINIE, MEPBBIN MIar B ONPEICICHUH MecTa 5S
pPHK B kierke ObLT cienaH OIHOBpEMEHHO ¢ ee oTKphiTHeM. 5S PHK
Obu1a OOHApYy’KeHa TOJBKO B OONBLION prOocoMHol cyOuacTuue [3, 4, 9,
10]. B ToT ke mepuoj; BpeMeHH ObLIH CJICJIaHbl J[Ba MPUHIMITHATBHBIX
OTKPBITHS, TIOCTYKUBIINE OTHPABHON TOYKOW ISl U3y4EHUS poiu 5S
pPHK B ¢opmupoBanuu pudocomsl. Bo-nepBrIX, in vitro Obu1a npogje-
MOHCTPUPOBaHA NMPUHIMIHAIBHAS BO3MOKHOCTh MTOATAITHON pa30opKu
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pubocoMHubIX cyouacTur [20-23] 1 cOopku (HyHKITMOHAIEHO-AaKTUBHBIX
pUOOCOMHBIX CyOYaCTHIl U3 OTJENIbHBIX KOMIOHEHTOB E. coli n Bacillus
stearothermophilus [24—27]. Bo-BTOpbIX, B 0aKTepHaILHOU KJICTKE ObLITH
oOHapy KeHbI TIPEANICCTBCHHUKH pUOOCOMHBIX cyOuacTuil [28—31], koTo-
pBIE€ COOTBETCTBOBAJIM 110 CBOMCTBAM U KOMIIOHEHTHOMY COCTaBYy YacTH-
11aM, ITOJTy4YeHHBIM B PEKOHCTPYKLMOHHBIX 3KCIIEpUMEHTax in vitro [32].
PazpaboTaHHbIe KCTIEpUMEHTANBHBIC TTOJXOABI AJISl U3yUSHHS pa300pKH
1 cOOpKH pUOOCOMBI MPEAOCTABUIM BO3MOKHOCTh U JUIS BBISICHEHHS
ponu 5S pPHK B aTom mponiecce. Yke Obuto u3BecTHO, uto 5S pPHK
BBICBOOOXK1aeTcsl u3 OONbIION puOOCOMHON cyO4acTHIBI HA Hayajlb-
HBIX 3Talax pa3BoOpauuBaHus WK pa3dopku mocnensei [9, 10, 33-35].
WHuTepecHble NaHHBIC OBLIM MOJIYYCHBI NPU aHAJIU3€ €CTECTBEHHBIX
NPEALIeCTBEHHUKOB OOJIBIION PUOOCOMHOM CyOUacTHLIBI, KOTOpbIe 0OHa-
pykuBanuchk B Kietkax E. coli. Oxa3zanoce, uto 5S pPHK npucyrcreyer
HE TOJIBKO B MTO3IHEM TIpeiiecTBeHHuKe (43S mm p25OS gacTuIpl) S0S
pubocomHoO# cybuacTuupl [36], HO u maxe B panHeM (32S wim p 50S)
ee npenumectseHnuke [30, 37, 38]. U3 storo cnenosano, uto 5S pPHK
BCTpamMBaeTCs B pHOOCOMHYIO CyO4YacTHILy Ha paHHEW CTaJluu ee COOPKHU
B KJIETKE. DTH JIaHHBIE B OCHOBHOM MOJTBEPIKIAJIHICH B IKCTIEPIMEHTAX
10 peKoHCTpYKIuH S0S pubocoMHOM cyouacTuirsl in vitro [32, 39]. beuio
MIPOIEMOHCTPHPOBaHO, uTo 5S pPHK MokeT BcTpanBaThes B puOOCOMHYIO
CcyOUacTHITy Ha JJFOOOM dTare peKOHCTPYKIINH (PYHKITNOHATEHO-aKTUBHOMH
JacTUIBI. B TO ke BpeMms, paHHUHN MpPEeAIICCTBEHHUK PHOOCOMHON
cybuactuusl (p,50S), B koTOpom yxe mpucyrctoBaia 5SS pPHK [30,
37], comepika TOILKO MOJIOBUHY pHOOCOMHBIX 0enkoB [38]. Cpenu Oern-
KOB 3THX 4YacTHIl ObuIn oOHapyskeHb! aBa, L5 n L18 [40], win Bce Tpu
5S pPHK cBsizpiBaronux Genka [38]. AHaNOTHYHBIC Pe3yJabTaThl ObLIH
MOJTyYeHbI TIPU peKOHCTPYKIUHU S50S pubOOCOMHON CyO4YacTHIIBI U ee
uHTepMenuaToB in vitro [32, 39, 41]. bonee Toro, ObUTO TIOKa3aHO, YTO
Oonbias pubocomHast cyouacTuua E. coli, pekOHCTpyHpOBaHHasI i1 Vitro B
orcyrctBue 5S pPHK, nmumena Tpex 5S pPHK-cBsizpiBatommx 6emxos (LS,
L18 u L25) u 6enka L16 [32, 42]. Ha ocHOBaHMH MOJyYEHHBIX JTAHHBIX
aBTOPBI MPEANOJIMKIUIN, YTO BCTpanBaHue Oenka L16 B pubocomHyro
yacTuiy 3aBUCUT OT mpucytctBus 5S pPHK-0enkoBoro xommiekca.
O 10CTaTOYHOCTU U HEOOX0AUMMOCTH s B3aumoeiictus 5SS pPHK ¢ 23S
pPHK, no kpaiineii mepe, 6enxoB L5 n L18 [43, 44] coobmanoch ApyrumMu
uccnenosaremsiMi. B To xe Bpems, @. Pomom n K. Huepxaycom Obuio
OTMEUEHO, 4TO 1pH cOopke S0S cyOouacTuIsl in vitro sl B3aUMOACHCTBUS
5S pPHK ¢ 23S pPHK nenocrarouno tonbko 6enkos LS u L18, HykHBI 1
npyrue 6enxu [42]. s BctpanBanus 5S pPHK B pubonykneonporen-
HbIE YaCTHIIBI in Vvitro HeoOxomum eme Oenok L15 (puc. 1), a Genok
L2 u Bo3moxHo L3 u L4 Brnusror Ha 3tot npouecc [42]. OnHako, Kak
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Puc. 1. B3auMHOe BIUSIHUE HEKOTOPBIX PUOOCOMHBIX OEJIKOB Ha UX BCTpaUBaHUE B
508 pubocomuyto cyouactuity E. coli in vitro. CTpenkaMu OTMEUEHO BIMSHUE OTHHX
0€/KOB Ha BCTpauBaHUE IPYruX (KUpHAas TMHUS — CUIbHBIN 2D (HEKT; TOHKAS JIUHUS —
cnabbiit 3¢ dexr). [ coCTaBICHUs CXeMbI UCIIOB30BaHbBI JIaHHbBIC U3 Pa0OThI [42].

CJIEIOBAJIO M3 PE3YNIBTATOB Oosiee paHHUX PaloT, B MpPEANIECTBEHHHUKE
(p,50S) pubocomuoit cybuactuupl E. coli, B KOTOPOM NPUCYTCTBOBA
5S pPHK-0enkoBbIfi KOMIUTIEKC, YKa3aHHbBIE OCIIKH He 0OHAPYKHUBATUCH
[38]. Kpome Toro, ObIT 0OHAPYKEH KU3HECTIOCOOHBIH MyTaHT E. coli,
JTUTICHHBIA prubocoMuoro Oenka L15 [45, 46]. U3zydenue pubocom 3Toro
MyTaHTHOTO ImTamMma [47—49] BHECIIO HEKOTOPhIE KOPPEKTUBHI B CXEMY
coopku 50S prubOCOMHOM CyOUaCTHUITBI. YUUTHIBASI OTCYTCTBUE JAHHBIX
0 HETOCPE/ICTBEHHOM B3aMMOJICHCTBUY yKa3aHHbIX OenkoB (L15, L2, L3
u L4) ¢ 5S pPHK-6e1K0BbIM KOMIUIEKCOM, OBIJIO CIIENAHO 3aKIIOUEHUE,
YTO BEPOSITHEE BCETO ATU OEJIKH TOJIILKO YCKOPSIOT MPOLECC HEOOXOAUMBIX
koH(popmamoHHbIX m3MeHeHni B 23S pPHK [41, 49], koTopbIii MOXKeT
MPOUCXOIUTH U B UX OTCYTCTBHU. [lonmydeHHbIe pe3yabsTaThl yKa3bIBalnd Ha
10, uT0 5S pPHK, a Bepuee 5S pPHK-6enkoBbIil KOMILIEKC, PEICTaBIISIET
c000# 10CcTaTOuHO 000COOICHHBIH CTPYKTYPHBIH SJIEMEHT (JJOMEH) 00JTb-
oM puOOCOMHO cyO4acTulIlpl, a Jist ero B3aumoeicTeus ¢ 23S pPHK
CTpOro HeoOXo UMbl TOJIbKO Oenku LS n LL18.

s ocymiecTBICHHS CIEIYIOIIEro Iara, a MMEHHO JIOKAIM3alun
5S pPHK B pubocomHoi#i cyOuacTuile, HeoOXoarma Oblia ee MpUBsI3Ka K
tororpaguu pudocomsbl. B cepeanne 70-X TOJ0B MOYTH OJJHOBPEMEHHO
HECKOJIbKUMHU TPYTIIIaMH UCCIIeI0BaTeNel OBbIITN OIyOIIMKOBAHBI PabOoTHI,
OTIHMCHIBAIOIINE IETATbHYI0 Mophonoruto S0S pubocoMHOM CyOuacTHIIBI
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E. coli [50-52]. Ogna 3 tTunmmuHbIxX mpoeknnit S0S pubocomHoii cyouac-
THIBI, KOPOHOOOpA3Hasl MPOEKIUS, UMeIa TPH XapaKTEPHBIX BBICTYIA
Wi nporyoepanna. bonee Toro, okazanock, 4To puOOCOMHBIE cybuac-
THUIIBI KaK TIPOKAPHOT, TAK U dYKapHOT 00J1aJat0T CXOHOH Mopdoiorueit
[51, 53, 54]. B ToT ke mepuoj BPEMEHHU, COBEPIICHCTBOBAHUC aHAJIH-
THYECKUX METOJOB MOJEKYISIpHOW OMOIOTHU MO3BOJMIO UACHTU(U-
OUPOBaTh BCe WHAMBHAyaJbHbIE OeNKM OaKTepHaNIbHOW PHOOCOMBI
[55]. Bce aTu moctukeHUs: SIBUIMCH HEOOXOIMMBIM YCIOBUEM IS
CJIEAYIOLIETO MIara B U3YYCHUU CTPYKTYphl pHOOCOMBI — TOTIOrpaduu
(kapTupoBaHus) pUOOCOMHBIX KOMIOHEHTOB. CoueTaHue METOII0B
MMMYHOJIOTHU (MCTIOJIBb30BaHHUE CIIEUU(PUICCKUX aHTUTEN K WHIAUBH-
JIyaldbHBIM PUOOCOMHBIM KOMIIOHEHTaM) M 3JIEKTPOHHOW MHUKPOCKOIINU
CO3/1aJ10 HOBBIH METOA — UMMYHHYIO BJIEKTPOHHYIO MHKPOCKOIIHIO.
OTOT METOA MO3BOJIMII COBEPUIMTH MPOPBIB B M3YYEHUU MOPQOIOTHH
U CTPYKTYPBI TAaKO OTPOMHONM MaKpOMOJIEKYJbl, Kak pubocoma. [Ba
00KOBBIX TpoTyOepantia ObuTH Ha3BaHb! L1-BeicTym u L7/L12-cTepxeHsp,
B COOTBETCTBUH C TEMU PHOOCOMHBIMHU OEJIKaMM, KOTOpbIE ObUTH B HUX
JoKanu3oBaHsbl [52, 56-59]. UTo ke KacaeTcsl TPEThero, LEHTPaIbHOIO
nporybepanna 50S pubocomMHON CyOUacTHIBI, TO IMEHHO TaMm Oblia
obnapyxena 5S pPHK. IToutn ogHOBpeMeHHO, rpymmamMu A. bormanosa
u B. Bacunnesa ¢ omHO# cTopoHsl, u rpymmoit I. Illtoddnepa ¢ apyroit
CTOPOHBI, OBIJIO OTIPeIeICHO MmoJIokeHue 3'-5'-koHta Monekyisl 5SS pPHK
[60, 61]. s aTOTO OBUTH HMCTIOIB30BAHBI PA3IUYHBIC TalTEHBI, KOBA-
JICHTHO TpUIINTHIE K prbo3e 3'-koHueBoro Hykiaeornaa 5SS pPHK. B
0b6enx paboTax mojoxeHue 3'-KOHIIEBOTO HYKJICOTHIa OBLIO OIIPEIeIICHO
MPaKTUYECKHU Ha BEPIITUHE IEHTPATHHOTO MPOTyOepaHiia pudoCOMHON
cyouactunsl (puc. 2A). Ilponomkas uccnenosars nmonokenue 5S pPHK
B pubocome, TpyImna poCCUICKUX HccienoBareneit [62] onpenenuia
TOJIOXKEHUE IPYroro y4acTka, Hykneotunos A,  u U, nermu C, 5S pPHK
(puc. 2A). PaccTosiHue, onpeeieHHOe MKy STUMU JIBYMS y4acTKaMH
5S PHK (menee 50 A), xopomio cormnacoBbiBanoch ¢ Y-00pa3sHoit MOJIENbIO
JIAHHOW MOJICKYJIBI, Mpenioxkennoit panee P. OctepOeprom [63]. B To
e Bpemst, B. BacunbeBbim u O. 3anute ObIJIO TOKa3aHO, YTO MOPQO-
norudeckue ocodeHnoctu 50S cybuactuipl (puc. 2b), B ToM duncie ee
npotyoepanipsl, onpenensorcs Gopmoii 23S pPHK [64]. M3onupoBanHas
23S pPHK B KOMIaKTU3UPYIOLINX YCIOBHAX UMena (hOpMy M pasMepsl
CpaBHUMBIE ¢ prubocoMHOl cyOuacTuuei. [Tpu 3ToM HeHTpaIbHbIN Mpo-
TyOepaHel yKa3aHHBIX YacTHIl MMeJ CXOAHBIN pa3mep. U3 storo cieno-
BaJIO, YTO B (hopMHUPOBAHMH LIEHTpaIbHOTO poTydepanua S0S cyouacTun
npuHumaeT yyactue He tonbko 5S pPHK, no u 23S pPHK. 3to 3akiio-
YEHHE MOATBEPKAATIOCH Pe3yJIbTaTaMH MCCIECAOBAHUN Ne(PULINTHBIX T10
6enxam 50S pubocoMHBIX cybuacTuil E. coli [65]. beio mokazaHo, 94To
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Puc. 2. Jloxanuzamust 5S pPHK-6enkoBoro komruiekea B 50S pubocomMHoM cyOUuacTHiie.

A. —Tlonoxenue yqactkos (nonoxenue A,  u U, nemii C OTMEIEHO CIUIOUIHBIM
3aTeMHEHHEM, a 3'-KOHIIEBOTO HyKJIeoTH1a — TpuxoBkoit) 5S pPHK B ieHTpansHom
nporyOepaHie.

b. — Bruag 23S pPHK B dopmupoBanue neHTpansHoro nporyoepania. [IpaBas
nanesb — u3onupoBanHas 23S pPHK B KOMIAKTU3UPYIONIMX YCIOBHSX, a JeBas
naHenb — 50S pubocoMHas cybuacTuia.

Pucynku A u b B3s1h1 13 pabot [62, 64] ¢ mobe3Horo paspenienus B. /1. Bacunbesa.

B. — Jlokanu3aius OeJIKOB B IIEHTpaIbHOM MpoTyOepaniie 50S pubocomMHoit cy0-
yacTuupl E. coli (1 opueHTaluu 1aHO MOJI0KeHUE OEITKOB OOKOBBIX IPOTYOEPAHIIEB).
3a OCHOBY B3SIT PHCYHOK 13 paboThI [68] 1 MOAN(DHUIIIPOBAH B COOTBETCTBHHU C 00CY K-
JTa€MBIM BOIIPOCOM.

PUOOHYKIICONIPOTEHIHBIE YACTHIIBI, conepkaliue Toiabko 23S pPHK u 9
pHOOCOMHBIX OENIKOB, MOYTH HE OTIMYAIOTCS 1O pazMepam U Gopme oT
50S pubocomHoIt cybuacTuibl. Takum oOpa3om, Kk cepeanHe 80-XToOIO0B,
YUUTBIBasI BCE MOJTYUYEeHHBIE JAHHBIC, MOXKHO OBLIO yiKe C/IeNaTh JBa 3aK-
JIFOYCHUSI:

— 5S pPHK noxanu3oBaHa B EHTPaJIbHOM MPOTyOepaHiie OOIbIION
prOOCOMHOI CyOUaCTHIIBI;

—5S pPHK —3T0 TONIBKO OZIMH U3 CTPYKTYPHBIX 3JIEMEHTOB LICHTPAIIb-
HOTO MpoTyOepaHia puOOCOMHON CyOUaCTHLIBI.
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Crenyromum, rocie ycranoienus nojoxkenus 5SS pPHK B pubocome,
BITOJIHE €CTECTBEHHBIM [IArOM OBUIH MONBITKY ONPEACITUTH €€ MEKMOJIe-
KyJISIpHBIE KOHTAKTHI. J[J1s1 perenns 3Toi 3a71a4u MO>KHO ObLIO UCTIONB30-
BaThb KOO MpsiMbIe, THOO0 HeNpsiMbIe METOBI. CaMbIM IPSIMBIM METOJIOM,
KOHEYHO, SIBJISIETCS PEHTTeHOCTPYKTYPHBIM aHalu3, HO KpHCTaJUIOrpa-
¢uveckue JaHHbIE O CTPYKType pUOOCOMBI MOSIBUIINCH 3HAYUTEIHHO
no3xe. J{pyrue Gonee-mMeHee MpsMble Iy TH BBISBJICHUST MEKMOJICKYIISP-
HbIX KOHTakTOB 5S pPHK B pubocome upe3BbIuaiiHO 3aTpy/IHEHBI U3-3a
MHOTOKOMITIOHEHTHOCTH 3TOTO PUOOHYKJICONPOTEHIA, COACPIKAIIETO
Heckonbko PHK 1 necsatku Genkos. [loaTomy, uccienoBareisiM B 3TOT
MIEPUOJT BPEMEHU IPUXOIMIIOCH HCIIOB30BaTh YaCTO HEMIPSIMbIE METOBI.
K »TM meTogam, KOTOpble ObUIM MCIONB30BaHBI AJISI BBISBICHUS JIpY-
TUX KOMIIOHEHTOB puOocoMbl, BzauMoaeicTByromux ¢ 5S pPHK,
MOXHO OTHECTH MMMYHHYIO 3JIEKTPOHHYIO MHKPOCKONHIO U METOJ
XUMHUYECKHX MEKMOJCKYISIPHBIX cIIMBOK. Kak yxke ObLIO OTMEUEHO
BBIIIIE, METOIOM HJICKTPOHHONW MHUKPOCKOIMH OBLIO YCTaHOBIIEHO, YTO B
cocTaBe LEHTPaJIbHOro mpoTydepanua 50S cyO4acTHLbl NPUCYTCTBYET
He Toibko 5S pPHK, wo n 23S pPHK. OnauM u3 camMbIx niepBEIX pubdo-
COMHBIX OEJIKOB, JIOKaJIM30BAHHBIX B MPOTyOepaHIle OonbInoi pubdo-
coMmHOU cyOuacTuilsl, 0611 Oeok L18 [50]. OgHako B 3TOM padore ere
He OBUIO TIOJTHOU SICHOCTH OTHOCHTEIHLHO TPOTYOCpaHIIeB CyOIaCTHITHI
(mpenBaputenbHas Momenb S0S cyOuacTHIBI elle He WMena CTPOTO
BBIpOXECHHOW accuMmeTpuu npoTybepanmes). [loaTomy, mo MHEHHIO
aBTOpOB, Oenmok L18 ObI pacmonokeH B OMHOM W3 OOKOBBIX MpOTyOe-
panieB. JlanbHelilne ucciieJoBaHus, B YACTHOCTH 3THUX K€ aBTOPOB,
BHECIIH KOPPEKIHIO B JTokanu3anuio 6enka L18 B pudbocome. B 1983 romy
rpymnmoii I. lltodduepa Opu10 yeTanosieHo, uto 6enok L18 pacnionoxen B
HeHTpadbHOM Mpotydepaniie S0S cyouacTuiisl [66] (puc. 2B). Heckonbko
MO3KE B TOM e paiioHe (LIEHTPaIbHBIHN TPOTyOepaHelr) ObUTH JIOKAT30BaHbI
ente iBa 5S pPHK-cBsi3biBaromux 6emka, L5 u L25 [67, 68]. DTu nannbie
SIBUJIUCH ITPEKPACHBIM OATBEPK/IEHUEM PAHHUX PE3YJIbTaToOB, COITIACHO
KOTOPBIM MMEHHO pubocomHuble Oenku LS, L18 u L25 cnenuduueckn
cBs3bIBatoTCs ¢ m3oaupoBanHoi 5S pPHK [69]. Ha pucynke 2B ormeueHo
MoJIoXKeHUe OENKOB LEHTpabHOTO mporydepaniia S0S pubocomHo
CyO4acTHIIbI, B COOTBETCTBUH C Pe3y/IbTaTaMH YKa3aHHBIX BbIIIE Pa0OT.
Benok L25 pacnionoxkeH y 0OCHOBaHUS LIEHTPAIBbHOTO MpoTyOepanma 50S
pubocomHoI cyOuacTuisl co ctoponsl L7/L12-BricTyna. benok L18 Ot
MOMEILCH MTOYTH Y BEPIIMHBI LEHTPAIBLHOTO NPOTYOEpaHa co CTOPOHBI
L1-Beictyma. benok L5 Obut mokanmm3oBaH psjgom ¢ Oenkom L18, HO Ha
MOBEPXHOCTH MpOTyOepaHia, KoHTakTupytomieir ¢ 30S pubocomHOi
cybuactuneii. Kak BugHO Ha pucyHke 2B, HECKOIbKO prOOCOMHBIX
oenmxoB (L15, L16 u L27) mokanu3oBaHbl y OCHOBaHUS IIEHTPAIBHOTO
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nporybepanna 50S cybuactunbl. B TO ke Bpemsi, UCIIONIB3Ysl Orpa-
HU4YeHHBIH pepmenTaTuBHBIA ruaponu3 pPHK B pubocome, rpymma
P. bBpumakom6a ycranoBuna ydactok 23S pPHK (paiton 450-1000
HYKJIEOTHIBI OT 3'-KOHIIAa MOJIEKYJBI), C KOTOPBIM B3aWMOAEHCTBYET
5S pPHK-6enkoBbIit komiieke [70]. AHaJIOTHYHBIE PE3YNIbTaThl ObUIH
nonyuensl Tpynmnoi P. 3ummepmanna [71]. B manpHeiiem, ucnonb3ys
OudyHKINOHANBHBIE peareHThl, mo3Bositomme cimBare PHK u 6ernox,
OBLIO OCYIIECTBIICHO JIOCTATOUHO MOAPOOHOE TOMOTrpaPHISCKOE KApTUPO-
Banue 50S pubocomHO# cyOuacTuusl E. coli [72]. B wactHocTH OBLIO
nokaszaHo, 4ro oba 5S pPHK-ces3biBaromux Oenka, LS u L18, umeror
CXOHOE MeCTO cIuMBKM Ha Monekyne 23S pPHK (cnupans H84, U, —
C,,,1G,,,~U,,, ., cooTBeTCTBEHHO). B 5T0OM K€ paiione (cnupanu H81-
H87) nomena V 23S pPHK cmmBascs 6enok L27, eme onuH KOMIOHEHT
LHEeHTPaJIbHOro MpoTyOepania 0oibII0i puOOCOMHON CyOYaCTHUIHI.
[Tocne pa3zpaboTKH POTOAKTUBUPYEMBIX ON(YHKIIMOHATBHBIX PEareHTOB
MOSIBUIIACH BO3MOXKHOCTB OCYILIECTBUTH CIICIIUAIIbHBIE MEKMOJICKYIISIPHbIE
PHK-PHK cumiBku B pubocome. Tak, B COBMECTHBIX pab0Tax pOCCHICKHUX
(rpynmer A. bormanoBa u O. J[OHIIOBOI) M aMepHKaHCKUX (TpyIima
P. Bpumakxom6a) riccrenoBareseit ObTH BBIsIBIICHBI cruBku 5SS pPHK ¢
nmomeramu 11 u V 23S pPHK B pubocome E. coli [73—76]. Ha pucynxke 3
MPEICTABIEHBI B CXEMAaTHYHOM (hOpMeE pe3yJIbTaThl BCEX YKa3aHHBIX padoT.
Hcnone3ys pa3nuuHble (OTOAKTUBUPYEMbIC POU3BOAHBIE ypUIUHA,
CIy4JalHBIM 00pa3oM BCTpoeHHBIC B Moyekymy 5SS pPHK, O0vim momy-
YeHBI JaHHBIE O MEXMOJEKYISIPHBIX CITMBKaX. CaMbIM aKTUBHBIM B
morekyne 5SS pPHK oxkasancs Uy, pacrionoxeHHbli B TOPLEBOU METIIE
BTOporo nomena (crimpanu 1V u 'V, netnu E u D). DTOT HyKII€OTHT CIITH-
Basics ¢ Hykiaeotuaamu 23S pPHK, 3HaunTenpHO pa3sHECEHHBIMU IO
HYKJICOTUTHOM MOCIEeI0BATeNbHOCTH (oMeH 11 — Uyser Aggor G, 0227 G]138 Hu
nomen V —C, _(U,,)). Kpome Toro, Ob110 nokasano (puc. 3), 4to mep-
BbIil gomeH (cnimpanu 1, II u 11, men B u C) 5S pPHK, coxepxamnuit
¢oroaxtuupyembie U, , U ., U, u U, clumpancs ¢ a1Byms y4acTKaMu
23S pPHK (cnimpanu H81-H85 (U,,,,—G,, ;) B 1oMeHe V 1 IUCTaIbHOM
gactbro H38 (Cy U, ) B nomene II). Taknum 06pasom, Gb110 yCTaHOBIIEHO,
410 Onmmkaimum okpysxkerneM 5S pPHK siBsitoTcst HeKOTOpbIE yuacTKu
nomenoB 11 (ciupanu H38, H39 u netnst H41-H42) u V(cnmpanun H81-
H85 u H89) 23S pPHK (puc. 3). U3 nomyueHHBIX pe3ylbTaToB MOKHO
OBLIO cAenarh 1Ba BHIBOAA:

— yKa3aHHble cTpyKTypHbIe as1eMeHTs 23S pPHK BmecTe ¢ 5S pPHK,
MO-BUAUMOMY, (DOPMHUPYIOT LEHTpalbHbII npoTyoepaner S0S pudocom-
HOU CyOYacTHIIBL.

—5S pPHK MoxeT ciryKUTh CBA3YIOIIMM 3BEHOM MEKIY ABYMs IOMe-
namu 23S pPHK.
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Puc. 3. Cxema BropuuHOil cTpykTypbl pubocomubslx PHK, Ha koTopoil oTMeueHbI
yuactku cimBok Mexay 5SS pPHK u 23S pPHK B pubocome E. coli.

KpymnubsimMu apabexkumu nudpamu 0603HadeHb! Homepa crupaneii B 23S pPHK, a
pumckumu nudpamu — B 5S pPHK.
Jliist cocTaBiieHHst CXeMbI UCIIOJIb30BaHbl JaHHbIE U3 padot [73-76].

Takum 06pa3oM, MOXKHO CUUTATh, YTO BO BTOPOI MosoBuHe 90-X T010B
UACHTU(PUKALMS KOMIIOHEHTOB LIEHTPaJIbHOTO NMpoTydepaHua 0oib-
nroii cybuacTuiel GakTepraabHON pubocoMmbl Oblta 3aBepuieHa. MTak,
HEHTpabHBIN MpoTyOepaHen 0onbLIol puOOCOMHOM cyOUacTUIlbl pac-
cMmarpuBaics kak 5S pPHK-0enkoBbIii KOMILIEKC, K KOTOPOMY IPHMBIKAIOT
CTPYKTypHBIE 37ieMeHThI ToMeHa I1 (crmpanu H38, H39 u metnis H41-H42)
u nomena V (crmpanu H81-H85 u H89) 23S pPHK, a B ocHoBanuu npo-
TybOepanIia pacmonaratorcs 6enku L15, L16 u L27.

CoBpeMeHHbIe KpucTauiorpaduueckue JaHHBIE O CTPYKTYpe pruodo-
COM M3 Pa3HbIX JJOMEHOB JKH3HH, TIOJTyYSHHBIE 3 TIOCJIC/IHEE JICCSTUIICTHE
[77—-82], mo3BommIM pacCTaBUTh MHOTHE TOUYKHU HAJT ¥, B YACTHOCTH, B
Bompoce o rosokennu 5SS pPHK B pubocome. Bo-miepBoix, OOIBITIMHCTBO
TMIAHHBIX, TTOJIYUYCHHBIX paHee Pa3sIudHbIMU MeTomamu [60—76], Obu10
MOATBEPKACHO KpUCTAIIOrpapUIecKUMH HccineaoBaHusaMu. Kak BuiHO
Ha pucynke 4, nmomoxkenue 5S pPHK B menrpanpHOM mpoTyOepaniie
00BII0N PHOOCOMHOI CyOUaCTHIIBI TIOTHOCTHIO COOTBETCTBYET TOMY, KaK
OHO OBIIO OmpenesIeHO paHee. BrIBOIbI O MPUCYTCTBUH B LICHTPAJIbHOM
poTyOepanile 6akTepranbHOi prudocombl OerkoB L16 n L27, a Takxke
CTPYKTYpHBIX 351eMeHTOB JoMeHoB 11 u V 23S pPHK Toxxe moaTBepauinch
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Puc. 4. Mozenb CTpyKTYpHO# OpraHU3aliiy HEHTPAIBLHOTO NPoTyOepaHiia O0bIIoi
pubOCOMHOI1 cyOuyacTullpl 1o KpuctauiorpadguyeckuM aanusm [77, 80, 82].

A. — llenTpanbublii npotybepanen S0S pubocomHoit cyouactuisl E. coli.

B, B u I. — ®parmMeHTsl HEHTPAIBHOTO MpoTyOepaHiia OoJbIIoi prOOCOMHOM
cyOuacruibl bakrepuii, Dykapuot u Apxei, COOTBETCTBEHHO.

JlaHHBIE MOJIENT AEMOHCTPUPYIOT OCHOBHBIE MEKMOJICKYJISIPHbIE KOHTAKTHI 5S
pPHK B pubocome. Jlist mocTpoeHus: Mozesieit ObUTH UCTOIB30BaHbl CTPYKTYPbI
pubocom (PDB codes: 2AW4, 1JJ2 u 3058).

(puc. 4A). OnHAaKO JTOKaIH3aLHIO B LIEHTPAJIBHOM NPOTyOepaHIie HECKOITb-
KX MaJleHbKuX pudocoMubix 0emkoB (L30, L33 u L35) MmoxHO cunTarh
JOCTH)KEHHEM UMEHHO KPHUCTAILIOTpapuIeCKUX UCCICIOBAHHH.
Bo-BTOpBIX, KaK cieayeT U3 aHajln3a BCeX U3BECTHBIX Ha CETOIHSII-
HUH IeHb CTPYKTYp pUOOCOM M pHOOCOMHBIX Cy0UYacTHIL, TOJI0KEHUE 5S
pPHK okasbiBaeTcsi KOHCEpBaTUBHO B pHOOCOMAax BCEX TPEX AOMEHOB
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xu3Hu (puc. 4). Takoe nonoxxenue 5S pPHK B ocHOBHOM ompenenseTcs
JIBYMSI TPyIIIIaMH KOHCEPBAaTHBHBIX KOHTAKTOB B pHOOCOMaXx pa3HbIX Opra-
HU3MOB. PaHee KOHCEpBAaTUBHOCTh 3TUX MEKMOJIEKYISIPHBIX KOHTAKTOB
ObLTa BBISBIICHA TIPU aHAIIM3e CTPYKTyp pubocom bakrepuii m Apxeit
[83—85]. Ceromgust TO cTax0 BO3MOXKHBIM JJISl TIPEICTaBUTEICH BCEX
JIoMeHOB >kM3HU (puc. 4b—1"). OuH U3 3TUX KOHTAKTOB MPUXOJUTCS Ha
nepsbiit fomeH 5S pPHK u paiton cnimpaneit H§3—H85 23S pPHK, ocy-
miecTBisisAch yepes Oenku LS u L18. Bo3MOXKHOCTh KOHTaKTa 3THX 5S
pPHK-cBsi3pIBatomux 6enkoB ¢ ykazaHHbIM yuacTkoM 23S pPHK Obina
MpeAcKa3aHa paHee Ha OCHOBAHMH PE3YJIBTATOB MEXKMOJEKYISIPHBIX
cimBoK [72]. Kak cnemyer U3 COBpEeMEHHBIX KpUCTAILIOrpapuuecKux
JTAaHHBIX, 9TO MEXKMOJIEKYSIPHOE B3aUMOJIEMCTBHE B OCHOBHBIX YepTax
coxpansercsi B pubocomax Apxeili, bakrepuii u Dykapuor (puc. 4b-1)).
Jpyroii KoHCEepBaTUBHBIA KOHTAKT OCYLIECTBIISIETCS] HANPSIMYIO MEXKIY
cnupansio H38 23S pPHK u BayTpenneit netneii E 5S pPHK, duxcupys
MoJIOKeHHe BTOporo joMeHa manoi pudocomuorr PHK. Oror PHK-PHK
KOHTAKT, BIIEpBbIe 0OHapyXeHHBIA B cTpykType S0S pubocomHOit cyO-
vactunbl Haloarcula marismortui [77, 86], oka3ancs THITHIHBIM JIJIS
pubocoM U3 Ipyrux qoMeHoB ku3HH (puc. 4b—I"). MOXXHO 3aKITIOYHTH,
YTO YKa3aHHbIE KOHCEPBAaTHBHBIC KOHTAKThI HE TOJILKO ONPEIEIISIOT yHU-
kanmpHOe roniokenne 5S pPHK B pubocome, HO U, TO-BUANMOMY, IETTAIOT
sty ManeHbkyto PHK «mocpennukom» Mexay AByMms qomeHamu, 11 u 'V,
BBICOKOMOJIEKyIsipHO PHK 60mp110#t prO0cOMHOM CyOUaCTHITHI.
B-TpeTpux, ceromHs nMeeTcst BO3MOKHOCTh CPABHUTH YHaCTHE OETIKOB
B (DOPMHUPOBAHNHU YHUKAIBHOTO U KOHCEPBATUBHOTO MojiokeHust 5S pPHK
B LEHTPAIBLHOM MPOTyOepaHiie 0OIbIIONH PUOOCOMHON CyOUaCTHIIBI U3
HBOJIIOIIMOHHO YAaJICHHBIX oprann3MoB. O0 yyacTuu pubOoCOMHBIX Oel-
koB cemeiicTB L5 u L18 Bo B3ammopeiictBuu nByx pPHK yxke ckazano
Boire. [Ipamoit konTakt cnimpanun H38 u 5S pPHK xots n okasancs
JIOBOJILHO OOIIUPHBIM, HO, MO-BUJIUMOMY, HEOOXOUMa €ro JOTOJI-
HUTENIbHAs cTabunu3anus B pabotaroinein pudbocome. B pubocomax
Saccharomyces cerevisiae, o xpaiineii Mmepe, Tpu O6enka, L10e, L21e u
L7e-L30p, B3aumonelictBytoT ogHoBpeMeHHo ¢ 5S pPHK u cnimpansio
H38 25S pPHK [82]. bakrepuanpusiii 6enox L16 (136 ocrarkoB B E.
coli), sBasisick ToMoJioroM apxeiHoro (163 ocrarka B H. marismortui) u
sykapuorudeckoro (221 ocrarok B S. cerevisiae) 6enxa L10e [87, 88],
3HAYUTENILHO MEHbILIE IBYX nochneAnux [§9], u He B3aumoaeicTyet ¢ 5S
pPHK (puc. 4b), Ho xonTaktupyer co cnupansio H38 23S pPHK [80, 81].
Bbenok L21e orcyrcTByeT B OakrepuanbHOU prdocome [89], HO mpucyTCT-
BYET B apXeiHoi pubocome, Trie Toxke o0pasyeT yKa3aHHbIE KOHTAKThI C
pubdocomubivu PHK [77, 88]. Kpome Toro B aykapuoTHueckor pudocome
MIPUCYTCTBYET KPyIHbIH Oenok cemerictBa L7e—L.30p (244 ocrarka B S. ce-
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revisiae), KOTOPBIA Tak)Ke KakK W e€ro apxeiHsrit romonor (154 ocrarka B
H. marismortui) moxxeT 00pazoBbeiBaTh KOHTaKTHI ¢ 5S pPHK 1 crimpansio
H38 Beicokomornekynspaoit PHK Gomnbioii pubocomuoli cyddacTuiisl [77,
82, 88]. B baxrepuanbhoii pubocome maneHbkuid 6enok L30 (58 ocrar-
koB B E. coli) B3aumoneiictByet co cnupaibio H38 23S pPHK [80, 81] u
BO3MOXKHO 00pasyeTr oquHO4YHbIH KOHTaKT ¢ 5S pPHK (puc. 4B), koTopsrii
BPSIIL JIM MO’KHO Ha3BaTh CTAOMIM3UPYIOIINM.

Taxum 06pa3om, B apxeiHOH U yKapHOTHYECKOH pubocome MpUcyT-
CTBYIOT TpH OeJlka, KOTOpbIE CTa0MIN3UPYIOT NPSMON KOHTAKT MEXKIY
cnupansio H38 235(26S) pPHK u 5S pPHK. Unas curyanus B 6akre-
pHuanbHOI prOocoMe: yKazaHHbIE OelTKK TUO0 OTCYTCTBYIOT B HEl, THOO
HEJIOCTaTOYHO BEJIHKH, YTOOBI OCYILECTBISTh JaHHYIO (yHKUHIO [85].
ITosToMy B GakTepranbHON puOOCOME MOKHO HAOMIOaTh OCYIIECTBICHHUE
AJBTEPHATUBHOTO CLEHAPHs CTAaOMIU3ALMU MPSIMOTO B3aUMOJACHCTBHS
nByx pPHK. V 6akrepuii mosBuiics eme ogue 5S pPHK-cBsi3biBaromumit
oernok (6enok L25 B E. coli, npunamnexammii k cemeiictey CTC [85]),
KOTOPOTO HeT y apxei u aykapuor [85, 89]. B GakTepuanbHbIX pubocomMax
C-koH1eBo#t yuactok Oenka L16 B3anMoseiicTByeT ¢ 6eJIKoM ceMericTBa
CTC (puc. 4b). IIpuuem 3TO B3aUMOJEHCTBHE C MHOTOJIOMECHHBIM
oenkom cemetictBa CTC (mammpumep, pubocoMHbIM OertkoM TLS Thermus
thermophilus nmn CTC Deinococcus radiodurans) ocyuiecTBIseTCs €
JBYMsI IOMEHAMH, YTO 3HAYUTEIBHO YBEINUNBAET 00JIACTh KOHTAKTA I10
CpaBHEHHIO C OMHOTOMEHHBIM OenkoM L25 E. coli (puc. 4b) [78-81, 85].
[Ipu sTom BTOpO#t momen Oenka TLS5 oGpa3syer emie HECKOJIBKO BOIO-
POIHBIX CBsi3eH co crimpanbio H38. M3 ckazaHHOTO BEHIMIE CIAEAYET, YTO
B OakTepuanbHOi pubocome Oenok cemerictea CTC, 0coOeHHO MHOTO-
JIOMEHHBII O€JIOK, BBIMOIHSICT (QYHKIMIO HECKOJIIBKUX apXEHHBIX U dyKa-
PUOTHYECKHUX OCNIKOB MO CTAOMIM3alNKd KOHCEPBATHBHOTO KOHTAKTa
mexny 5SS pPHK u criupansio H38 23S pPHK. Kpowme Toro ceronns yxe
MOYHO 3aKJIIOYHTh, YTO OCJKU HEHTPATBHOTO MPOTyOepaHiia UrparoT
B)KHYIO POJIb B CO3JIaHUU U TOJACPKAaHIH YHUKATBHOTO TIOJOKEHHUS U,
no-suauMomy, gpyaknunonnposanus 5S pPHK B pubocome.

I11. 58 pPHK-BEJIKOBBII1 KOMILJIEKC
N ®YHKIUOHUPOBAHUE PUBOCOMbI

3HAUUTENBHO paHbIIE, YeM CTAIM HW3BECTHBI JCTAIH CTPYKTYPHOU
opranuszanuu 5S pPHK u onucanHbIX BbIIIE €€ MEKMOJIEKYISIPHBIX
B3aMMOJICHCTBUI B pOOCOME, BO3HUK BOMPOC O ()YHKIIMHU 3TOM pUOOCOM-
Hoti PHK. Ilouck OGuonornueckoil GyHKIUHM 3TOH MOJEKYJbl Havyascs,
NoXalyi, Aa)ke paHblie ee OTKphITUS. Kak Obio oTMeueHo B Hauaie
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0030pa, nepoe u3 Hazpauuii 5S pPHK Obuto «transfer-like RNA» [2,
6], To ecth «nomoOHas TpancnoptHoit PHK», n naxe Obuto BbICKa3zaHO
MIPEIONOKEHHE, YTO OHA MOXKET ABJAThCA npeamectseHHkoM TPHK [6,
7]. Bnocnencteuu 6b110 A0Ka3aHo, uto 5SS PHK — 310 camocTosiTenbHbIH
tun pubocomuoit PHK, npucymmuii ppbocomam Bcex M3BECTHBIX OpraHu3-
MOB, U TI0O BCEM XapaKTEPHUCTUKAM COBEpIIeHHO Hemoxoxuii Ha TPHK.
Opnaxko ele B Te4eHHUeE psja JIeT HaXOAWINCh dHTY3HACTbl, KOTOphIE
neITanuch Hailtu Mexnay 3tumu PHK cxoncTBo B cTpykType, mpouc-
xokaeHnn u Qynkuuu. Tax, gomyckas, uro 5S pPHK moxer umers
cxoxnyto ¢ TPHK yknaaky, Y. Pak BelABHHYNa TMHOTE3y 00 y4acTHH
3'-xonrneBoro Hykiaeoruna 5S pPHK B kauecTBe mocpeanuka B merm-
THuaUI-TpancdepasHoil peakuuun pudocomsl [90, 91]. Unes Obina,
KOHEYHO, MPUBJIEKATECIBbHOM, XOTS U He 0€3 oM aBaHTIOpU3MA, TaK
KaKk OHa He MMeJia oA cO00i JOCTaTOYHOM IKCIICPUMEHTAIBHON apry-
MeHTanuu. [lo3ToMy He yIMBUTEIBHO, YTO HPOCTOW HKCIIEPUMEHT
¢ mHakTuBanuen 3'-koHueBoro Hykieornaa 5SS pPHK B pubocome
MoKazay ee HecoCTosTeNnbHOCTh [92, 93]. Pubocoma, coumeprkamas
5S pPHK c¢ okucineHHBIM 3'-KOHIIEBBIM HYKJIEOTHAOM, MOJTHOCTBHIO
COXpaHsJa aKTUBHOCTb B CHHTE3€ IOJIMIENTHAA, 1 COOTBETCTBEHHO
B OCYILECTBJICHUHM NeNTHAUI-TpaHchepa3Hoil peakuuu. Kpome toro
TOJIBKO Ha OCHOBAaHMH HEKOTOPOH I'OMOJIOTMM MEXAY NEPBUUYHBIMHU
crpykrypamu 5S pPHK u TPHK psix aBTOpoB BEIABHHYN THITOTE3y 00
001IIeM MPOUCXOKIACHUN ITUX MOJEKyN [94, 95], KoTopas B JOBOJHHO
SMOLIMOHATILHON (popMe Oblia OTBEprHyTa APYTUMHU HCCIIEA0BATEISIMHI
[96]. Brionne ectecTBEHHO, YTO OONBIIMHCTBO IPYTHX TUIIOTE3 O (DyHK-
uun 5S pPHK Opimn cBsizanbl ¢ M3BECTHBIMU (YHKIIUAMH OOJBIION
pubocomHolt cybuacTunpl. [Ipakrruecku x a1000d K3 QyHkuuid 50S
prbocomHOI cyOuacTuibl Obuta «mpuMepeHa» 5S pPHK. B usydenun
PpHOOCOMBI OB IEPUOJ, KOTTIA OTACIBHYIO0 €€ (PYHKITHIO ITBITATUCh PHUITH-
caTb BIIOJIHE KOHKPETHOMY pHOOCOMHOMY KOMITOHEHTY (Oenky miu PHK).
Droli yyacTu, koHeuHO, He u3bexana u 5SS pPHK. Kpome unen, uro 5S
pPHK siBsieTcst mocpeiHUKOM B IeNTHIWI-TpaHCchepa3Hoit peakiuu [90,
91], BbICKa3bIBAIIMCH MPEATIONOKEHHS, UyTO 3Ta pubocomHas PHK obnanaer
I'Td®aszuoit u AT®a3Hol aKTUBHOCTBIO, HEOOXOAUMA JJI ACCOLIHALIMHU
prOOCOMHBIX cyOuacTull, a Takxke yuacTByeT B cBsizbiBanur TPHK ¢ 50S
cybuactuieit (cM. 0630p [97]).

Io-Bummomy, naes o I'Tdasnoit aktuBHoctH 5SS pPHK Moria Biepseie
BO3HUKHYTb y B. Opamanna ¢ kojuieraMu Ha OCHOBaHHH MOJTyYEHHBIX HMH
pe3ynbratoB [98]. beuto oOHapyxeHo, uto 50S pubocomuas cyduacTuia
Bacillus stearothermophilus, pekOHCTpyHUpOBaHHAs B OTCYTCTBUE 5S
pPHK, ne cnocoOna cBsaseiBarh komiiekc 'EF-G-GTP'. [Tostomy
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BITOJIHE €CTECTBEHHO MOIVIa BOSHUKHYTH MBICHb, YTO 32 3Ty (DYHKIIHIO
orBeuaer 5S pPHK. B mocnenyromux paborax 3TUX HccleqoBarenei
OBLIO MPOAEMOHCTPUPOBAHO, YTO OAKTEpPHAIBHBIE U dYKApUOTHUECKHE
u3onupoBanHbie 5S pPHK-0eskoBbie komIuiekenl obnanart ['TdasHoit
u naxe AT®a3Hol akTuBHOCTBIO [99—103]. O cxonHOM (heHoMeHe co00-
manoch u npyrumu asropamu [104]. Kpome Toro, 6110 mMoKazaHo, 4To
B komruiekce '‘pudocomaEF-G-GTP' poroakruBupyemsiii ananor ['TD
cmmBaetcs ¢ psgom oenxos (LS, L11, L18 u L30), cpenu koTopbIx ObLH
u 5S pPHK-cBsa3biBaromue Oenku [105]. bosnee Toro 0110 poIeMOHCT-
pupoBaHo, yTo B KomIuiekce 'pudocoma-EF-2-GMPPCP' sykapuoru-
yeckult pakrop anonranuu EF-2 (ananor EF-G) cimBaercs ¢ 5S pPHK
[106]. ITomyueHHBIE pe3yabTaThl MOIIINM MOKA3aThCsl HA TEPBBIM B3I
BIIOJIHE OJHO3HAYHBIMH M OYEHb Ba>KHBIMHU, €CIH Obl OHU HE MPOTH-
BOPEUUIIN BCEM APYTMM SKCIEpUMEHTalbHbIM JaHHbIM [107, 108] o
['Tda3noii aKTUBHOCTH ammapara TPaHCISLUU, YK€ U3BECTHBIM B TOT
nepuoj BpeMeHu. Bo-nepBrix, yaenbHas ['Tda3Has akTUBHOCTH 5S
pPHK-6enkoBoro xomruiekca Oblia, 1o KpaifHel Mepe, B COTHH pa3 HIKE
EF-G (EF-Tu) 3aBucumoii akTHBHOCTH PHOOCOM, OTIHCHIBAEMOI B psifie
pabot [109-113]. Ctomb HU3Kas dH3UMATHYECKas aKTHBHOCTH MOTJIA
OBITH CBSI3aHA HE CTOJIBKO ¢ caMuM 5SS pPHK-0emkoBBIM KOMIUTIEKCOM, a
¢ IpuMecsIMu B oOpasie. Bo-BTOpbIX, B TOT NEpUOA BPEMEHH YK€ ObLIO
W3BECTHO, UTO IMEHHO OeKoBBIH (paktop Tparcisaiuu (EF-G wm EF-Tu),
a He pubocoma (He puOOCOMHEIC KOMITOHEHTHI), CBs3bIBaeT [114—117] u
pacmeruser ['TO [118, 119]. ['Tda3nas umu ATDa3Has akTHBHOCTE 5S
pPHK-6enxoBoro xomruiekca mposiBisiiack B orcyrctBue EF-G [99] u
HE CTHUMYJHMPOBAJIaCh ero jJodaBineHueM. B-tpetpux, pudbocomubie 50S
CyOUaCTHIIBI HITH MIX TIPOU3BOIHBIC, TutieHHbIe 5SS pPHK-6enkoBoro xom-
nekca, coxpansumm EF-G-3aBucumyto ['Tdasnyto aktuBHOCTh [39, 120].
B cBs13u ¢ HEOJHO3HAYHOCTHIO OTMEUEHHBIX BBIIIE JAHHBIX, THIIOTE3a O
I'T®azuoit unu AT®azuoit aktusHOCTH 5SS pPHK-6enkoBOr0 KoMrekca
IPOXKUIIa» BeCbMa KOPOTKYIO KU3Hb. K cka3aHHOMY MOXKHO OOAaBHTB,
YTO JajbHENIINE HCCIIeJOBAHMUS TIOTHOCTHIO UCKITIOUMIN PUYaCTHOCTD
5S pPHK-6enkoBoro Komiiekca K pacuierniiennto monekynsl [ T anma-
paroM TpaHCISILIKY B ITpoliecce OMOCHHTE3a Oelka.

MBpicib 0 ToM, uTo 5S pPHK MoxeT yuacTBoBaTh B accouuanuu puodo-
COMHBIX cyOuacTull, BepBble Beickazanu P. Poccer ¢ xomneramu eie B
cepeaune 60-x ronos [5]. Takoe ydacTue MOTIIO OKa3aThCsl Kak MPSMBIM,
TaK U ONOCPEIOBaHHBIM. Bbicoko3hdexTnBHas rHOpUIN3ALMS MEKIY
sykapuotnueckumu 5S pPHK u 18S pPHK Onina oOHapyxeHa in vitro
rpynnoii uccnenoareneit [121-123]. Ha ocHoBaHUM 3TUX PE3yabTaTOB U
HaJIM4YMsl BO MHOTHX ITPOKaPUOTHIECKUX M 9YKapHOTHUECKUX PUOOCOMHBIX
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Puc. 5. [peamomnaraeMbie yuacTKy B3auMoiecTBust Tpex proocomubix PHK. 3a ocHoBy
B3SIT PUCYHOK M3 paboTsl [124] n moguduumposas.

PHK komrieMeHTapHBIX y9acTKOB (puc. 5), A. A3a BBIABHHYI THITOTE3Y O
npsmoM yaactun 5SS pPHK B accormaruu prbocoMHbBIX cyodactuir [ 124].
OpmHako pe3yabTaThl BCEX JANBHEHIINX UCCIICTOBAHUI HE MOITBEPIIN
cymectBoBanne Takoro tTuna PHK—PHK B3ammopeiicTBuit B pubocome.
B ombiTax ¢ WCMonb30BaHHEM Pa3lUYHBIX MeTO/0B ((hopMupoBaHue
KOMITJIEKCOB M3 M30JUPOBAHHBIX KOMIOHEHTOB, XUMHYECKHH MPOOUHT
pPHK u mexxmonexynsipusie ciiuBka PHK-PHK B pubocome), He 66110
MOJTyYEHO PEe3yIbTaTOB, YKa3bIBAIOIIUX HA CYIIECTBOBAHHE KaKUX-THOO
koHTakToB Mexay 5SS pPHK 1 16S pPHK [125-130]. bonee Toro, pe3yib-
TaThl MOCIEAHUX KpUcCTaIorpaduuecKux HcclieqoBaHUN pubocom
[77—82] oxoHUATENBHO HCKITFOUHIN BO3MOXKHOCTH Takoro Trna PHK—PHK
B3aMMOJICHCTBUI B pubocoMe. YkazaHHble o0nactu pudbocomubix PHK,
ciupains [V B 5S pPHK u cimpans H24 B nenrpansaom qomene 16S pPHK,
pasHeceHbl B pubocome 6onee ueM Ha 100 A 1 HuKak He MOIyT 06pa30BaTh
npeanojaraeMyro ABOWHYIO crupaib. TakuMm o0pa3oMm, NpUCYTCTBHE
KOMIUIEMEHTapHbIX yuacTKoB B 5S u 16S pPHK ckopee siBnsieTcs ciryyai-
HOCTBIO U, ITO-BHJIUMOMY, HE UMEET OHOJIOTHYECKOTO CMbIcTa. B To ke
BpEMsI, BOIIPOC O BO3MOKHOCTH ornocpeaoBanHoro ydactust 5S pPHK B
acconuaiuy puOOCOMHBIX CyOUYaCTHIl, Yepes APYrrue KOMIOHEHTH puoo-
COMBI, OBLI ¥ OCTAETCS JIO CHX ITOP aKTyalIbHBIM BOIIPOcoM. Jleo B Tom,
41O erie B 70-e To/pI OBLTO TIOTYYEeHO ABa MPUHITUITHAIBLHBIX Pe3yIbTara.
Bo-miepBrIx, OBITO MOKa3aHO, YTO IIEHTPaJIbHBEIN mpoTydepanen 50S
pubocoMHOI cyOUacTHIlhl, B KoTopoM Jtokann3zoBana 5SS pPHK, o6pazyer
oueBHIHBIN KOHTAKT ¢ 30S cybuacturieii [51]. Bo-BTOpHIX, CITOCOOHOCTH
OoNBIIMX PHOOCOMHBIX CyO9IaCTHII, COOPAHHBIX i1 Vitro B OTCYTCTBHE 5S
pPHK, acconmupoBars ¢ 30S cyOuacTuiiamMmmu okazanach OUeHb CHIIHHO
peayuupoBana [39]. Ha ocHoBaHWHM ATHX NMAaHHBIX OBUT CIETaH BBIBOJ,
gt10 5S pPHK wurpaer Bakayto, eciii He KIFOYCBYIO POJIb B aCCOITHAITAN
pubocoMHubIX cyOuacTuil. OmHAKO Pe3ynbTaThl JATbHEHIITUX HCCIIe0Ba-
HUI 00ITBIIION pUOOCOMHOM cyOuacTuIpl, mumeHHo 5S pPHK-6enkoBoro
KOMIIJIEKCa, BHECITH HEKOTOPhIE KOPPEKTUBHI B Takoe 3axiroueHue [131].
Bb110 okazaHo, 4To XOTs TaKKe PUOOCOMHBIEC CyOUaCTHIIBI MEHEE IIPOYHO
accoruupytoT ¢ 30S cyOuacTuiiaMu, ueM HHTakTHbIe 5S0S yacTHIbl, TeM He
MeHee oHu 00pasyroT 70S pubocomy ¢ MpaBHIILHO OPUEHTUPOBAHHBIMHU
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JIPyT OTHOCHUTENIbHO JIpyra cyouactuniamu. Kpome Toro, okazaiaoch, 94To
orcyrctre 5S pPHK-6enkoBoro koMruiekca B pubOCOMHOM cyOUacTuiie
MPUBOJIUT K CHIILHOM JIe()opMaIiiu IIEHTPAIbHOTO POTyOepaHIia, Ho He K
ero ncuezHoBeHut0. OTcro1a, MOYKHO OBLIIO 3aKITFOYHTH, YTO MEKCYOBEU-
HUYHBIA KOHTAKT, 00pa3yeMblil IEHTpaibHbIM poTyOepaniieM 50S
cybuactuiibl ¢ 30S cyOuacTuIei, BIsSETCS BAXKHBIM, HO HE PEIIAIOIIIM
¢akropom. Kak yke 0TMEUanoch BHIIIE, IPSIMOTO B3aUMOJACUCTBUS 5S
pPHK ¢ 30S cyGuactuneii o0HapyxeHo He Obu10. [TosaTOMYy, yunThIBas
W3BECTHBIE MEXMOIEKyIsipable KoHTakThl 5SS pPHK B 50S prbocomuoii
cybuactune (cm. pazzaen Il 0030pa), TOrHYHO NPEANOI0KUT, YTO B3aUMO-
JeficTBUE LEHTpabHOro Mpotyoepanna ¢ 30S cyOuacTuieir MOXeT ocy-
mectBiATeCs yepes 5SS pPHK-cszpiBarome 6enku n/wim 23S pPHK.
Takoe «omocpenosanHoe yuactue 5S pPHK B acconmanumn pubocoMHbIX
cyO4acTHI» ObUIO MOATBEPXKIEHO pe3ysibTaTaMU HEAABHUX KPUCTAILIO-
rpadudeckux uccienoannii [77-82]. Oxa3anock, 4To iBa MeXKCyObe -
HUYHBIX MOCTHKa, Bla u B1b, popMupyIOTCS COOTBETCTBEHHO CIIMPAITBIO
H38 23S pPHK, B3aumogaeiicryroweit ¢ 5S pPHK, u 5S pPHK-cBsi3b1-
BatorumM Oenkom LS. Takum o6pazom, yuactue 5S pPHK B acconmarumn
pUOOCOMHBIX CyO9YacTHIL, IyCTh HE HAMIPSIMYIO, a B Ka4eCTBE CBOEOOpa3-
HOT'O IIOCPE/IHUKA, BCE K€ OBLIO MPOAEMOHCTPUPOBAHO.

3 Bcex BRICKAa3aHHBIX HIIEH, TOXKaTYH, HanOoJee MOIyJIIpHON OKa3a-
yacek uues o ToM, uto 5S pPHK mMeer oTHOmeHHe K B3aMOACHCTBUIO
TPHK ¢ 6ompmroit pubocomuoi cybuactuiieir. BepositHo mosatomy 3ta
THIOTE3a «I0KNUIIa» 10 HAIINX JHEH, XOTS U TIpeTeprieia 3HaYnTeIbHbIe
n3MeHeHus. Briepseie MbIchb 0 TOM, 4To 5S pPHK MoxkeT yuacTBOBaThH
B pucoenunennn TPHK k pubocome, Bbickazanu yxe ymoOMHUHABIIHECS
BoIte P. Poccer ¢ xomuteramu [5], a B pabote b. @orera u C. Beiiccmana
3Ta ujes npuodpesa yxe BIoIHE KOHKpeTHYo hopmy [18]. OOHapyxeHue
B 5S pPHK yuactka (,,CAAG,,), kommementapaoro GTYC (T-loop)
yuactky TPHK, HaTonkHym0 aBTOpOB Ha MbICHh, uTo 5S pPHK Moxer
HernocpencTBeHHO B3aumMojelictBoBaTh ¢ TPHK B pubocome. Dta nnes
npsiMoro B3aumojercTBus AByx PHK Obuia BcTpeueHa ¢ sHTy3Ma3MOM.
3a moceayIomye robl MOsIBUI0OCH HEMaIO PadOT, HOCBAICHHBIX 3TOMY
Borpocy (cMm. o63opsl [12, 108, 132, 133]). Bo-nepBbIX, pe3yabTarsl
psizna padoT, B KOTOPBIX MCCIIEAOBAIUCH CBOMCTBA PHOOCOM, JTHIIEHHBIX
5S pPHK [27, 34, 39, 98, 134], monTBepKaaiu Uaer 0 HeOOXOIUMOCTH
5S pPHK nnsa B3aumopeticteus TPHK ¢ pubocomoii B P-caiite. bonee
TOrO0, OBIJIO TIOKA3aHO, YTO UMEHHO HYKJICOTH/Ib B YKa3aHHBIX Y4acTKax
5S pPHK wunu TPHK B kommekce pudocoma—TPHK m3mensnu cBoro
JIOCTYIHOCTH JUIS Pa3IUYHBIX MOTUPHUIMPYOMUX areHToB [135-138].
Bo-BTOpBIX, B MOJIB3y CYLIECTBOBAHMS YKAa3aHHOI'O KOHTAaKTa CBUJE-
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Puc. 6. Cxema, miuttoctpupytomasi Bo3moxkHbIi koHTakT 5S pPHK ¢ TPHK B P-caiite
puOOCOMBI. 32 OCHOBY B3siTa cxema U3 paboTsl [148] u MmoguduimposaHa.

TEJIbCTBOBAJ MHTHOMpYIOMWUK 3 deKT T‘I’CGp OJINTOHYKJIEOTHIa Ha
ces3piBanme TPHK ¢ pubocomoii [139-146]. Kpome Toro, oka3anock, 4To
moauunuposannas TPHK cmmBanacs B pubocome nperMyIecTBEHHO
¢ 5S pPHK, Ho He ¢ 16S unu 23S pPHK [147]. Ananu3upys cBou
Pe3yNbTaThl, HACIO O BO3SMOKHOCTH (POPMHUPOBAHUS KOHTAKTa MEXIY 5SS
pPHK u TPHK B pubocome (prc. 6) moanepKuBain aBTOPBI U IPYTHX
pabort [94, 148-150]. OxHako HEOOXOAMMO OTMETHUTH, UTO BCE ITH
JAHHBIE SIBJISUIMCH TOJIBKO KOCBEHHBIM YKa3aHMEM Ha BO3MOXHOCTb KOH-
takta Mexny 5SS pPHK u TPHK B pubocome. Tonbko B omHO#M pabote
coobmanock o ToM, 4to ¢parment TPHK (TYCG)) nanpsamyro cBssbI-
Baetcs ¢ n3onupoBanHou 5S pPHK [151]. Ognako xoHCTaHTa acco-
ALY STHX MOJIEKYJ OblJIa CTOJIb HU3KOH (Kapp 8x103(M™)), uro oueHb
TPYZIHO CYIUTH O PEATLHOCTHU CYIIECTBOBAHUS TAKOTO KOMIUIEKca. bblmn
MOJTy4YEeHBI M Pe3yNIbTaThl, KOTOPbIE MPOTUBOPEUUIIN THITIOTE3€ O Heroc-
peactsennoM B3anmonericteuu 5S pPHK u TPHK B pubocome. Taxk,
ObLIa IPOJIEMOHCTPUPOBaHA HEAPPEKTUBHOCTD JCICIIUNA HIIM MyTaIUii
B cootBeTcTBytomIeM ydacTke (mewis C) 5S pPHK na ces3piBanne TPHK
¢ pubocomoti [152, 153]. Tlo pe3ynasraTam TPUTHEBOrO OOMEHA, BCTpau-
Banre TPHK B pubocomy He TPUBOIMIIO K MU3MEHEHHUSIM B 9TOM XKe y4acTKe
5S pPHK [154]. Kpome Toro, okazanocs, uto 3amena C Ha A B T-netne
TPHK He Biusier Ha ee Ononoruveckyro akTHBHOCTS [ 155]. [TomyueHHbIe
pe3yNbTaThl 3aCTaBUJIM aBTOPOB YCOMHHTHCS B BEPHOCTH YKa3aHHOMN
TUNOTE3bl. TakuM 00pa3oM, Bce DKCIIEPUMEHTANbHbIC JaHHBIE, TOTY-
YeHHbIE 3a 15 JIeT, Tak ¥ He MO3BOJIMIM JaTh OJHO3HAYHOIO OTBETA Ha
BOMPOC O CylecTBoBaHNU npsaMoro B3aumozeictesus 5S pPHK u TPHK
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B pubocome. Kazanocs, niero MOKHO OBLIO CYMTATh HECOCTOSTEIHHOM.
OpHako 1aHHAast KICTOPUS TOTYy4HIIa HEOKUIAHHOE, XOTSI ¥ BIIOJIHE JIOTHY-
HOE TIpojoibkeHne. B aToT ke mepuosa BpemeHu, 70—80-¢ rombl, ObLI0
nokazano, uto TPHK m30uparensHO B3aMMOJICHCTBYET C H30JMPOBAHHBIMH
prbocoMHbIMU OenkaMu. OHOM U3 EPBBIX TAKMX Pa0OT MOYKHO CUUTATh
y)Ke yIOMsIHYTYI0 paboty B. DpnmanHa ¢ kojuieraMu, B KOTOPOi ObLIO
oOHapyxeHO Takoe B3aumojercTeue [151]. ABTopaMu ObLIO TIOKa3aHO,
yto komiuieke pparmenra TPHK (TWYCG ) ¢ 5S pPHK cranosuiics B 10
pa3 craOuibHee, €CIM HCIOIb30BaJICS 55 pPHK-0enkoBbIi KOMILIEKC.
Opnnaxo B To BpeMms ety BiusiHus 6enxoB Ha csi3biBanne PHK ere
He OBLIO YJEJICHO JOJKHOTO BHUMaHHUs. B manmpHeiilieM, HCHONb3Ys
nmmooumzoBanneie TPHK u 5S pPHK, P. Buemcom ¢ xomteramu u
JPYTUMH IPYTIaMH ObUIH MOTYYEHbI HHTEPECHBIEC U BaXKHBIE PE3YJIBTAThI
O CEJIGKTUBHOCTH CBSI3bIBaHHS pUOOCOMHBIX OeikoB ¢ pasHbiMu PHK.
Oxka3anock, 4To NpU CHIXKEHUH KOHLIEHTPALMM HOHOB MarHus B Cpefie B
komruiekce ¢ 5SS pPHK oOHapykuBaroTCs He TOJIBKO TPH YK€ H3BECTHBIX
pubocomubix Oenka LS, L18 m L25, mom L2, L15,L16,L17,1L.22,1.33 u
L34 [156]. Otor Habop OENKOB MMENT HEKOTOPOE CXOJICTBO C OEITKOBBIM
coctaBoM komrutekca ¢ TPHK [157-161]. Heo0XoammMo OTMETHTD, 9TO BCe
yKa3aHHBIC KOMIUTEKCHI comepskainy Oenkn L18 1 L16 (nHorma B KoMIUIeKce
npucyrcrBoBanu 6enku LS u L15). [Ipu atom momyaennsie PHK—6emko-
BBIE KOMIUTEKCHI 00J1a/1aJTi cBoticTBamMHU (cBs3piBanme TPHK mw pubocom-
HOM 30S cyOUacTHIIbI ), TOXOKUMH Ha (pyHKITIH pudocoMsl [ 156, 161, 162].
HpyrumMu uccnenoBarensiMi, UCTIONb3Ys (POTOAKTUBUPYEMbIE TPOU3BO/I-
Hele TPHK, mypoMutirHa uimm Apyrux cOOTBETCTBYIOIINX aHTHOMOTHKOB,
ObUTH MACHTU(DUITMPOBAHBI POOCOMHBIE OCITKH, CIITUBAIOIIHECS C HUMU B
pubocome. Cpenu 6enkoB, cuuBatomuxcs ¢ TPHK u ykazanHbpiMu aHTH-
OuoTukamu, ObUTH OOHAPYKEHBI OCJIKH IEHTPAJIBHOIO MpOoTyOepaHiia
50S cy6uactuiisl, u B yactHocTH 5SS pPHK—cBs3piBatomue 6enku. Tak, ¢
akuentopHoi yacteio TPHK wmu mypomunmHoM crmBanuck 6enku L18§,
L27, L15, L16 u L25 [163—-167]. C nykneotuaamu T u D mmunex, T.e.
paitonom yria L-o0pa3znoii mosiekyibsl TPHK, cinmBanuce 6enku LS, L16
nlL27[168-171].

Takum 00pazom, k cepearne 90-X ro0B U3 BCEX MOIyUYSHHBIX KCIIe-
PUMEHTAJIBHBIX JaHHBIX clie1oBajo, 4to 5SS pPHK-cBs3biBatomue 6enxu
U Apyrue OelKd HEHTPaJbHOrO NMpoTyOepaHia OONbIION PUOOCOMHOM
cyO4acTHILIbI, BEposiTHEE BCero, BoBieueHs! B cBsi3piBanne TPHK ¢ pubo-
comoii. Hexotopble U3 3TUX MaHHBIX OBLIM HEJABHO IMOATBEPKIICHBI
pe3yapTaraMyu KpPUCTAIIOTPAPUIECKUX UCCIEOBAHUA pUOOCOM U HX
(YHKIIMOHAITBHBIX KOMILIEKCOB [77—82].
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Puc. 7. Cxema, unmoctpupyromias Bo3moxHble KOHTakThl 5SS pPHK ¢ I'Tda3za-acco-
LUUPYIOLIMM U TIenTuanITpanchepasubiM paiionamu 23S pPHK B Gosb1iioit cyOuac-
tune pudbocomsl E. coli, Ha OCHOBAaHUU MEKMOJICKYJISIPHBIX CIIMBOK.

PTR — peptidyltransferase ring; GAC — GTPase-associated center.

3a OCHOBY B3SIT pUCYHOK 13 paboT [172, 173] 1 u3MEHEH B COOTBETCTBUU C 00CYX-
JIAEMBIM BOIIPOCOM.

[Iponomxkas Temy o Bo3moxkHoM yuactuu 5S pPHK B popmupoBannun
(YHKIMOHATIBHBIX LIEGHTPOB PHOOCOMBI, XOTEJIOCH ObI OTMETHTH €11 OTHY
OTHOCHTENIFHO HOBYIO THIIOTE3Y, KOoTopas Oblia npeniokeHa A. borma-
HOBBIM ¢ Koyuieramu 15 set Hazax [172, 173]. Kak yxe 0b110 IoAp0oOHO
onucaHo B pazzene II, aToli rpynmnoit uccnegosarenei, UCIoab3ysi METO
mesxmonekynsipabix PHK—PHK cmmBok, ObLI0 1eTanbHO H3YYEHO OKPY-
skerne 5SS pPHK B pubocome [73-75, 173]. Tak kak OmmkaldmmMu coce-
nsmu 5S pPHK oxazamuce ctpykrypabie amementsl 23S pPHK (puc.
7), hopmupytome 1Ba (PYHKINOHAIBHBIX [EHTPAa PUOOCOMBI, TENTH-
nmirtpanchepasueiii u ['Tdaza-accomunpyromuii, ObTa BEICKa3aHa
unes o poru 5S pPHK B kauecTBe mocpemHnka MeXIy yKa3aHHBIMH
(GhyHKIIMOHATBHBIMU TieHTpamu. [lo muenuto aBTopoB 5S pPHK moxer
obecreunBaTh CHHXPOHHOCTE PAa0OTHI ATHX (PYHKITMOHATBHBIX IICHTPOB
pubdocombl. CerofHs, yauThIBasi BECh HAKOTIIIEHHBIN SKCTIEPIMEHTAIBHBIN
MaTepHall, MO’KHO 3aKJIFOUMTh, 4TO 3Ta TUTIOTE3a (PYyHKINOHAILHON POITH
5S pPHK B puGocome okasanack camoii peaaucTudHoid. CoBpeMeHHbIC
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JlaHHbIE, OCHOBAHHBbIE HA KpHUCTAJIOTpadUUECKUX HCCIEJOBAHUAX
puOOCOM U MX (PYHKIIMOHATBHBIX KOMILICKCOB [77—82, 86—88], B 0CHOB-
HOM IIOATBEP)KJIAIOT MOJIy4YEHHBbIE paHee pe3yJbTaThl HCCIeI0BAHMIMI
TOTIOTpauu U MEKMOJICKYJSIPHBIX KOHTakTOB 5S pPHK-GenkoBoro
KOMILIeKca B pubocome (cm. paszaedn I1). Kpome Toro 3 MHOTOUUCIIEHHBIX
JIUTEPATyPHBIX JaHHBIX cienayet, uto 5SS pPHK-0enkoBbiii kOMIUIEKC U
Jpyrye KOMIOHEHTHI IEHTPaIbHOTo MpoTyOepaniia 00bIonl pudocoMHOM
CyO4acTHIbI YY4acCTBYIOT TaKke B ()OPMUPOBAHUU MEKCYObEANHUYHBIX
MocTukoB 1 TPHK-cBs3piBaromumx caitoB [ 78, 80—82, 156159, 163—171].
[TosTomy, Ha Haw B3, yyactue 5SS pPHK (5S pPHK-6enkoBoro kommn-
JIeKca) B CHHXPOHHU3AMK Pa0OoThl QYHKIMOHAIBHBIX LIEHTPOB PHOOCOMBI
MIPEJICTABIISIETCS. OYeHb UHTEPECHOW U MEPCTIIEKTUBHON HJIeeH.

IV. BOITPOC O NPOUCXOKAEHHNU SS pPHK

Bonpoc o npoucxoxkaenun 5S pPHK, BozHukIIMii 0THOBpEMEHHO ¢ ee
OTKpBITHEM (cM. pazaen 1), Bkimtouan B ceds, o KpaiiHel Mepe, /1Ba BOII-
poca. Bo-niepBbIX, CyIIECTBYIOT JM APYTU€ MOJIEKYJIBI C U3BECTHBIMU
¢dbyHKIMAMU 1 06anaronIe cxoacTBoM (poacteom) ¢ 5SS pPHK? Bo-Bro-
PBIX, Ha KAKOM 3Tarle pa3BUTHs )KUBBIX OPIraHM3MOB U HX arlliapara TpaHc-
msimmu, 5S pPHK nosiBunace B pubocome? [lonoxuTenbHbIN OTBET Ha
KaKJIbIi M3 3TUX BOIPOCOB MOT J1aTh BaKHYI0 HHPOPMALHIO O (QYHKIIUH
atoit pubocomHoi PHK. OHako HalTH OTBETHI Ha ATH BOIIPOCHI OKA3aJIOCh
OUYEeHb HETIPOCTO. Tak, BOIPOC O CyLIECTBOBAHUM poacTBa Mexay 5SS pPHK
u npyrumu PHK, BriepBhie BOZHUKIIHN e1ie 10 OPHUIIHATFHOTO OTKPHI-
tns 5S pPHK (cm. paznen 1), o6cyxnancs Oomnee AecsTH JIET, HO Tak U HE
MpUBEJI HCCIIEA0BATENeH K OJHO3HAYHOMY 3aKiroueHuo. Hanbonee nomy-
TsIpHOM ObIIa maest oomero mpoucxokaenus 5S pPHK u TPHK [2, 6, 7].
CX0ACTBO OOBIYHO MBITAIMCH HAUTH JTUOO B MIX MMEPBUYIHBIX CTPYKTYpax
[94, 95], mnO0 B BOBMOXKHOU YKJIAJKE MOJEKYJIBI B mpocTpancTse [90,
174]. He 6putn 3a6b1THI 1 ipyTHe Manenbkne PHK, nanpumep 5.8S pPHK
[103]. Ceromast BepOsSITHO YK€ MOXKHO C JOCTAaTOUYHON YBEPEHHOCTHIO
3aKJIIOYUTH, YTO TMPEIKOB MM POACTBEHHBIX MOJEKYT Yy prOOCOMHOM
5S PHK B coBpeMeHHBIX OpraHU3Max HeT. JTO eIlle pa3 MOATBEpKIaeT
MBICITb 00 YHUKAIBHOCTH MalleHbKoi prbocomuoii PHK u BeimonHsiemoit
€10 (PYHKIIHH.

Bropoii Bonpoc okazascs emie Oosee cioxHbIM. [lomyunTs o1HO3HAY-
HBIH OTBET Ha Bompoc, korna 5S pPHK nosiBunacek B pubocome, memaror
MUJUTHAP/BI JIET SBOJIOIMHU KHUBBIX CYIIECTB H OTCYTCTBUE KaKOH-THO0
nH(pOpMAIH 0 TOM, KaK 3TO ObIJIO B caMOM Havajie myTH. OHAKO MOTBITKH
onpenenuts «Bo3pact 5SS pPHK» HeoqHOKpaTHO peAnprHIMAINCH paHee,
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NPEANPUHUMAIOTCS ceifuac, 1, Io-BUIMMOMY, OyIyT IPEIPUHIMATHCS B
Oyaymem. MosekynsipHasi 3BOJIIOIUOHHAsE OMOJIOTHSI POANIIACH CPABHU-
TEJIBHO HeJaBHO [175], 1 JOBOJILHO MHOTO BPEMEHH MOTPEO0BAIOCH JIJIs
pa3paboTKH METOJIOB MCCIEIOBaHUS, HAKOIJICHUS MEPBOHAYAIBEHOTO
SKCIEepPUMEHTAJILHOTO MaTepuaia 1 onslta. Panee /1715 0TBeTa Ha BONPOC
o npoucxoxaenuu 5S pPHK ncnons3oBanocs cpaBHEHHE €€ EPBUYHBIX
cTpyKTyp [176—179], BBIsIBIEHNE KOHCEPBAaTUBHBIX CTPYKTYPHBIX 3JIEMEH-
toB B PHK u3 pasnbix opranusmos [177, 179], cpaBHUTENbHBIA aHATN3
opranmzanuu reHoB pubocomubix PHK B reHomax [180, 181] u moucku
romonornysbIx ¢ 5S pPHK ydacTkoB B BeicokoMonekyssipHbix pPHK [182].
B sTHX nccnenoBanusax nonydeHa oOmupHas HHGopManus o CTpyKType
5S pPHK u ee ocobeHHOCTSIX, HO COBCEM HEMHOI'O CBEICHUH, KOTOpPhIE
CMOCOOCTBOBAIH PEIICHUIO BOIIPOCA O MTPOUCXOMKICHNUHN ITON MOJIEKYJTbI.
EnuncTBEHHOE 0 YeM MOYKHO OBLIIO CKa3aTh C YBEPEHHOCTHIO, UTO K MOMEHTY
pacxoxeHus Tpex BeTBel ku3Hu (1,8-2,4 Munmmapaa et Hazan), 5S
pPHK yxe cymectBoBana [176, 178]. CerogHsi B HONbITKaX MPOSCHUTH
BOIIPOC O MPOUCXOXKJECHUH OMOJOTHUECKUX MOJEKYN HCIIOIB3YIOTCS
CaMbl€ COBPEMEHHBIE METO/bI aHAJIN3a U BECh OIPOMHBIN HAKOIUICHHBIN
3a JECSATUIETUSl SKCIEPUMEHTANIbHBIM Marepuai. B nmocienHue roasl
JUISL pELICHUS] TaKUX 3a7a4 MCIONb3yeTCsl KOMIUIEKCHBIN MOAXOM: CpaB-
HUTEIHHBIA aHAIN3 TIEPBUYHON M TIPOCTPAHCTBEHHOUW CTPYKTYPBI prOo-
coMHBIX PHK ¥ MX CTPYKTYpHBIX BJIEMEHTOB, pUOOCOMHBIX OCIIKOB H
MEXMOJIEKYJISIPHBIX KOHTAKTOB MKy 3TUMHU MOJIEKyJIaMH B pubocome
[183—191]. Ha Ham B30I y>Ke HAMETHIICS IPOTPECC B PEIICHUH BOIIPOCA
o npoucxoxkaeanu 5S pPHK. Cymmupys pe3ynbTaThl JaHHBIX UCCIIENO0-
BaHUI MOJKHO CJI€JIaTh HECKOJIBKO MHTEPECHBIX 3aKITIOUEHHH.

Bo-1niepBbIX, 13 3BOJIIOLIMOHHOTO aHAJIN3a CTPYKTYPHBIX JIEMEHTOB 5S
pPHK [189, 190] cnenyer, uto camoii ApeBHE siBisieTcs 3'-5'-KoHIeBas
CIIUPAaJIb, HECKOJIBKO «MOJIOXKE» IIIHIIbKa IepBoro JoMeHa (cnupanu I u
I, netnu B u C), a caMbIM «MOJIOABIMY SBIISICTCSI BTOPOI JOMEH (CIIUpaIn
IVu V, netnu E u D). [1pu 3ToM 0Ka3anock, 4To OLeHUBaeMbIi BO3pacT 5S
pPHK-cBsi3pIBatonmx 6€IKOB COOTBETCTBYET BO3PACTY TEX CTPYKTYPHBIX
anementoB PHK, ¢ koTopbiMu onu cBsi3eiBatotcs [189].

Bo-BTOpBIX, 3BONMIONMOHHBIA aHAIU3 CTPYKTYPHBIX 3JIEMEHTOB
BbIcOKOMOeKysipHoit PHK Gomnbioii pubocoMHol cyOuacTuib! cBHIe-
TEJIBCTBYET O TOM, YTO CAMBIM JPEBHUM U3 JOMEHOB SIBJISIETCS JOMEH V,
HECKOJIFKO Moioke JoMeHE! [V 1 11, a cambeiMu MostogeiMu joMeHs! 1 u 111
[183, 187]. Kak cnemyeT U3 CTpyKTYypHOTO aHaJIk3a COBPEMEHHBIX PHOOCOM
(cMm. paznen 11, puc. 4), omuH U3 KOHCEPBATUBHBIX KOHTAKTOB OCYIIIECTBIIS-
ercst Mexxay nepBsiM gomeHoMm 5SS pPHK u nomenom V 23S5(26S) pPHK
uyepes 6emku LS u L18. [ToaToMy MOYXKHO IPEATIONOKUTH, 9TO MaJlEHbKas
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PHK, xornma ona BrepBbie momajia B puOOCOMY, IpeCTaBisiia co0oit
TOJILKO OJHY M3 LImuiIeK (TepBbiit 1omeH) coBpemennoit 5S pPHK. Ilpu
3TOM BpeMms mosiBiaeHus 3toil maneHrkoil PHK B «mpotopubdocomey,
HCXOJISl U3 OTHOCUTEIBHBIX OLIEHOK BO3pacTa y4acTHUKOB [ 185-189, 191],
MOYKHO IMPHUMEPHO OLEHUTh, Kak 2.5-3.0 muwunapna jiet Ha3an. Benen
3a 9TUM NPOJOIDKHIIACH JOCTPOIKa 0OJIbIIONH PUOOCOMHON CyOUaCTHIIBI
«mpotopudocomb» nomenoM 11 23S pPHK u BropeiM nomenom 5S pPHK,
KOTOpbIe 00pa3oBaiy elle OJUH KOHCEPBAaTUBHBIA KOHTakKT. U3 Bcero
3TOTO CIIEAYET, YTO YCIOXKHEHUE CTPYKTYPbI «IIPOTOPHOOCOMB)Y H €€
(GyHKIMH, TIO-BUIUMOMY, YK€ Toraa TpeOoBajIo KOOpIuHaTopa B paboTe
ee CTPYKTYPHO-(PyHKIMOHATBHBIX JOMEHOB. Tak B pubocome nosiBuiach
5S pPHK.

V. 3AKJIIOYEHHME

B nanHOM 0030pe cieniana MoIbITKA C pa3HbIX CTOPOH B3MIISIHYTh Ha OJIUH
1 TOT e Borpoc: «3auem HyxkHa 5S pPHK pubocome?». 13 Beero ckazan-
HOTO BBIIIE MOXKHO 3aKJtounTh, 4To 5S pPHK mosBunace B pubocome
JUIs COGAMHEHH, N0 KpaiiHeill Mepe, ABYyX (YHKIHOHAJIbHBIX JOMEHOB
pubocomsl, nentuaniaTpancepaznoro u I'Tdaza-accounuupoBaHHOTO
noMeHOB. [Ipyrux mpsiMbix GyHKUMOHAJIbHBIX KOHTakToB 5S pPHK B
pubocomMe noka 0OHapyXuTh He ynanock. Ognako umenHo 5S pPHK-cBs-
3bIBAIOIINE OCIIKH U CTPYKTYPHBIE AIEMEHThI BEICOKOMOJICKYIISIPHOM prOOo-
comuoil PHK, xonTaktupyromue ¢ 5S pPHK, ygacTByroT B acconnanuun
pubocomHBIX cyOdactuil u Bo B3aummosaeiictBun TPHK ¢ pubocomoii.
Taxum o6paszom, orocpenoBano 5S pPHK okaspiBaercst cBsizaHHOH €O
BCeMH (PYHKIIMOHAIBHBIMH IIEHTPaMU OOJBIION prHOOCOMHON cyOuac-
tuubl. [loaTomy unes, Boicka3aHHas 15 net Hazan, o Tom, uro 5S pPHK
MOXET SIBJISITHCS KOOPAMHATOPOM paldOoThl (PyHKIMOHAJIBHBIX IOMEHOB
OombITION pHOOCOMHON CyOYaCTHIIBI, CETOAHS B 3HAYUTEILHOM CTEIICHH
YK€ MOATBEPKAECHA HKCIIEPUMEHTAIbHO. Takol B3I Ha 3Ty NpodiaeMy
MO3BOJISIET OOBSICHUTS e1lie oaHy ocobeHHocTh 5SS pPHK, ee camocTos-
TEIFHOCTh M KOHCEPBATHBHOCTH CTPYKTYpPHI Yy NpEACTaBUTENEH BCcex
JIOMEHOB XH3HH. [10-BUANMOMY, TaKyIO CIIOXKHYIO (DYHKIIUIO, BO3JIOMKEH-
Hyto Ha 5S pPHK, HEBO3MOXKHO OBUIO PEHIUTh MPOCTHIM YIITHHEHUEM
OJIHOM M3 1muiek BeicokoMoneKyisipHoit PHK. Koneuno, musinap bl jiet
9BOJIIOIIUH JKHUBBIX CYIIECTB BHECH 3HAYNTEIbHBIE KOPPEKTUBBI B CTPYK-
TYpYy ¥ 0cOOCHHOCTH (DYHKIMOHHpOBaHHs ux prubocom. Tak, y bakrepuid,
Apxeli 1 DykapHOT MOSIBIINCH cBoM ocoOeHHbIe 5S pPHK-cBsi3pBatomue
Oenku. OpHaKo pakTUYecK Hen3MeHHoM octanack 5SS pPHK u Heckonbko
KOHCEPBAaTUBHBIX M (PYHKLUHMOHAIBHO Ba)KHBIX MEKMOJEKYISPHBIX
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KOHTaKTOB, 00pa3yeMbIX et B pubocome. [loka emie MHOTHE JIETaIH
(GYHKIMOHATIBHON aKTHBHOCTH 3Toi MajneHbkoii PHK B pubocome ne
M3yYEeHBI, OJTHAKO ITIaBHBIE IIaTH yKe c/ieJdaHbl. MOKHO HaesThCs, UTO B
OmKaifiee BpeMs yIacTcsl pAaCKPBITh MEXaHU3M (YHKIIMOHUPOBAHHUS 5S
pPHK, a yuntsiBas ee MecTo B pubocome, 1 3HAYUTEITFHON YacTH OEIOoK-
cuHTe3upytoIiero anmnapara. Kpome toro, yuntsiBas BasxkHocTh 5S pPHK
JUTsL PYHKIIMOHUPOBAHMSI pUOOCOMBI I 0COOCHHOCTH ONMKAKILIETO OKpY-
skeHus 9Tol Manenbkoit PHK y mpencraBuTeneit pa3HbIX JOMEHOB )KHU3HH,
MOKHO MPEAINOJIOKHUTh, YTO HEHTPalIbHBIA MpoTyOepaHel 00JbIIoH
prOOCOMHOM CyOUacTUIBI OKAXKETCSl OYCHb MEPCHEKTHBHOW MUILEHBIO
JUIst ”HTHOMTOPOB OMOCHHTE3a OeKa.

bnazooaprocmu

ABTOp BBIpaXkaeT UCKpeHHIO0 OnarogapHocth M.B. ['apOep 3a 1ieHHbIC COBETHI U
A.B. Kopo0GeliHIKOBOI1 3a II1010TBOPHOE 00CY K ICHHE 0030pa U TIOMOILL B 0(hopmIIe-
HUH PYKOIIHCH.
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