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Pubocomuble 0eIKM COCTABJISAIOT 3HAYMTEILHYIO YACTh MPOTEOMA KJIETKH. XOTS MX OCHOBHOE TpeTHA3HAYEHHEe —
CJIYKHTh HHTErpaJIbHLIMM KOMIIOHEHTAMH 0€JIOKCHHTE3UPYIOLIEii MAINHbI, PHOOCOMbI, MHOTHE U3 HUX 110 COB-
MECTHUTEJIbCTBY CIIOCOOHBI BBINOJHATH APyrie (hYHKIMHA BHE PUOOCOMbI KaK MHAMBHIAYAJIbHbIE OeJIKH-peryJis-
TOPbI WM XK€ B COCTaBe KOMILIEKCOB C IPYTMMHU KJIeTOYHbIMU KOMNOHeHTaMu. BHepuOOCOMHbIE AKTMBHOCTH
HEKOTOPBIX PHOOCOMHBIX 0€JIKOB 0OTMeua M eile B 70—80-X rogax, Ho B OCJIeIHHE FObI CIIUCOK 0€JIKOB-COB-
MeCTHUTeJIel M penepryap J0NOJIHATENbHBIX (hYHKIHIA, KOTOPbIE OHU BBHINOJIHAIOT BHE PHOOCOMbBI, 3HAYUTEILHO
pacHMpWINCH JIaroAaps Pa3BUTHIO HOBBIX METOIOB aHA/IN3A 0es10K-0enkoBbix H PHK/JIHK-06enkoBbIx B3a-
HMMO/IEICTBHIA B CJI0KHBIX KOMILIEKCAX, BOBJIEYEHHBIX B PA3JINYHbIE KJIE€TOYHbIE mpoiecchl. B aToM 0030pe co-
Opana uHpopManusa o GYHKIUAX 0AKTePHATbHBIX PHOOCOMHBIX 0EJIKOB, TOKA3AHHBIX WM 7K€ TUIOTEeTHIEeCKH
BO3MOKHBIX, KOTOPbI€ OHH CIIOCOOHBI BBIMOJIHATD B KJIETKE.

Karoueeote caosa: pubocomubie 6esiku 6akrepuii, Buepuoocomubie pynkuun, PHK//THK-06eakoBbie B3aumo-
JeiCTBHSA, 0€JI0K-0€/IKOBbIE B3aAMMOAEHCTBHS, PETYJISLHA KJIETOYHbIX MPOIIECCOB.

EXTRARIBOSOMAL FUNCTIONS OF BACTERIAL RIBOSOMAL PROTEINS, by L. V. Aseev, I. V. Boni*
(Shemyakin-Ovchinnikov Institute of Bioorganic Chemistry, Russian Academy of Sciences, Moscow, 117997
Russia; *e-mail: irina_boni@ibch.ru, irinaboni@gmail.com). Ribosomal proteins (r-proteins) constitute a con-
siderable part of the cellular proteome. Though their primary role in a cell is to serve as integral components of
protein synthesis machinery, the ribosome, many of them have functions beyond the ribosome (the phenomenon
known as moonlighting), acting either as individual regulatory proteins or in complexes with other cellular com-
ponents. Extraribosomal activities of some ribosomal proteins have been observed as early as in the 1970—
1980s. During the last years both a list of r-proteins-moonlighters and the repertoire of their additional func-
tions beyond the ribosome have been greatly expanded, mainly due to newly developed techniques for dissecting
RNA/DNA-protein or protein-protein interactions within functional complexes involved in various cellular pro-
cesses. In this review, we surveyed information on the experimentally proven as well as on presumptive extrari-
bosomal functions which may be performed by bacterial r-proteins in a cell.

Keywords: bacterial ribosomal proteins, extraribosomal functions, RNA/DNA-protein interactions, protein-
protein interactions, regulation of cellular processes.

BBEJIEHUE

CuHTe3 0eJIKOB Y BCeX OPraHM3MOB MIPOUCXOIUT Ha
pubdocoMax — CJI0XKHBIX PUOOHYKIIEOTPOTEUIHBIX KOM-
TIEKCax, COCTOSIIIMX U3 IBYX CYObEAMHULL — MaJIOH (Y
npokapuot 30S, y aykapuot 40S) u 6osbuioit (50S u
60S y TIpo- ¥ 3yKaproT COOTBETCTBEHHO), B COCTaB KO-
TOPBIX BXOISIT TpH (Y IPOKApHOT) WK YeThipe (Y ayKa-
puot) monekyiabl pudbocomHsix PHK (pPHK) u nHe-
CKOJIBKO JIECSITKOB pa3JIMUHbIX OeKOB (p-0eiKoB). be-
JIOKCUHTE3UPYIOIIUM armapar KJIETKU YIUBUTEIbHO
KOHCEpBaTUBEH B 3BoJIoLIMY. CUnTaeTcs, 4To prudoco-
Ma, OJM3Kasl TI0 CTPYKTYpe U COCTaBYy COBPEMEHHOM,

* 9. moyra: irina_boni@ibch.ru

copmurpoBaach yXXe B Meproj OOIIEro mpeaka Beex
opraHu3moB (last common ancestor) 10 uX pa3aeacHus
Ha TpM HapcTsa (111 0030pa cM. [1]). OcHoBaHMEM 1T
TAKOTO 3aK/IIOUEHHUS CIIY>KUT TOT (haKT, YTO KOHCEPBa-
TUBHOCTb MHOTHX P-0€JIKOB ITPOC/IEKIBACTCS OT OaK-
Tepuil 10 YesoBeKa. Tak, YHUBEPCAIbHBIMU SIBJISIIOTCSI
15 6enkoB Masoii cyobeIMHULIBI (Y OaKTepHUaTbHOM PH-
6ocoMbl S2—S5, S7—S15, S17, S19) u 19 6enxkoB 00Ib-
1o cyosequauibl (L1—-L6, L10—L16, L18, L.22—1.24,
L29, L30) [2, 3].

IIIupokoe pacnpocTpaHeHUE ITOIy4Yia TUIOTe3a O
TOM, YTO MOJICKYJISIPHBIII MEXaHU3M CHUHTE3a MEIITUI-
HbIX 1eneil BosHuk B mupe PHK. Penukr storo Ha-
YaJILHOT'O 3Tarla 3BOJTIOLIMM TPAHCISILIMOHHOTO arrapa-
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Ta, KaK MoJIaraloT, — IMeNTUAWITpaHC(epa3HbIi LIEHTP
(ITTLI), cocrostiuii mouytn UcKIounuTeabHo 3 PHK
[1, 2]. Borpockl 0 TOM, Ha KaKkoM 3Tarie 3BOJIOLMU K
pPHK miprcoenmammice p-06enKuy 1 KaKOBO X ITPOKC-
XOXIIEHUE, 0 CUX IIOp OCTAIOTCS IIPEAMETOM AVCKYC-
cuii. YUuThIBasi yIMBUTEJIBHOE CTPYKTYpPHOE Pa3HOO0-
pasue p-0eJIKOB, TIpeArnoJiaracTcsl, 4YTo Hanbosee IpeB-
HUe M3 HHUX KosomounoHupoBam ¢ pPHK mia
¢dopMUpoBaHUS W/WIN TIOAACPXKAHUSI €€ aKTUBHOM
KOH(popmaluu, Toraa Kak 0oJjiee To3aHue To Mpouc-
XOXXIAEHUIO MOTJIM OBbITh MPUBJIEUYEHBI U3 APYTUX MPO-
LIECCOB IUISI YCOBEPIIICHCTBOBAHMS KAUyeCTBA M TOYHO-
CTH TpaHCJSILIIMOHHOTO arnmapara [1]. beiaku cocrasis-
IOT OT TpeTW A0 TIOJOBUMHBI MAacChl COBPEMEHHOI
pUOOCOMEBI M COBEPIIIECHHO HEOOXOMUMEI TSI TPAHCIISI-
. XOTs y OakTepuii TeHbI psiia p-OeIKOB MOXKHO
yIaIuTh 0e3 MOTepU KIIETKOM XKU3HECITOCOOHOCTH [4],
Kak TIpaBWJIO, 3TO MPUBOIUT K Pa3IUYHbIM AeheKTaM
pocta B oOIpeleicHHBIX ycJIoBusX. Crneumnduyaeckue
GYHKIIMI p-0eJTKOB B ITpolecce OeJIKOBOIO CHMHTE3a
JIOJITO OCTaBaJIMCh HEW3BECTHBIMU W Hadajld ITPOSIiC-
HSIThCSI CPAaBHUTEJIBHO HEAABHO [ 3, 5].

Kak cTpyKTypHBIe KOMIIOHEHTHI PUOOHYKIICOIIPO-
Teraa O0JIBIIMHCTBO p-0eKoB 001anaroT PHK-cBs3bI-
BalOIIell CHOCOOHOCTHIO, IIPU 3TOM HEKOTOPhIE M3 HUX
moryT cBs3biBaTh 1 JIHK, 4T0 KOCBEeHHO yKa3bIBaeT Ha
BO3MOXXHOCTb WX KOOMNTALMM Ha OoJjiee MO3IHMX Tanax
sBomonun. B coctaBe prbocoMbl p-0eIKy B3auMOAei-
cTBYIOT He ToibKo ¢ pPHK, HO 11 co cBoMMM GeTKOBBI-
MU TTapTHEpaMH, T.€. UMEIOT CIIOCOOHOCTh K OEI0K-
OEJIKOBBIM B3aMMOACUCTBUSIM. DTU CBOMCTBA IIPEAIIO-
JIaraloT MOTEHILIMAJIbHYI0 BO3MOXHOCTH OOpa30BaHUSI
KOMILIEKCOB C IPYTMMU KJIETOUYHBIMM KOMIIOHEHTaMU
JIJTs1 BBIIOJIHEHUS (PYHKIIMIA BHE PUOOCOMBI, YTO U 10-
Ka3aHo I psiga Mpo- M 3YKApUOTUYECKMX P-0eJIKOB
[6, 7].

BueprbocoMHyI0 aKTUBHOCTb psiia 0aKTepUaAIbHBIX
p-6eakoB oOHapyxuiau 6osee 30 JIeT Hazad; B TIEPBYIO
oyepeab 3TO OTHOCUTCS K CIIOCOOHOCTH HEKOTOPBIX U3
HUX BBITIOJHSTH PETYJISITOPHYIO POJIb CIIeU(pUIECKUX
penpeccopos TpaHcisiuuu MPHK cBoero onepoHa, T.e.
OCYIIECTBJISITh ayTOT€HHbI KOHTPOJIb (0030pHI 8, 9]).
C pa3BUTHEM METOJOB aHAIM3a CJIOXHBIX (DYHKIIMO-
HaJIbHBIX KOMIUJIEKCOB, BOBJICUEHHBIX B PETYJSILIUIO
KJIETOYHBIX IIPOLIECCOB, CTAJIO SICHO, YTO KOJIMYECTBO p-
OEJIKOB, CIIOCOOHBIX BBIMOJHSTH IOIOJIHUTEIbHBIE
(bYHKIIMH B KJIETKE, a TAKKE pa3HOOOpa3ue 3TuX (DyHK-
Ui ObUIO SIBHO HEIOOIIEHEHO; B YaCTHOCTH, OKa3a-
JIOCh, UYTO p-O€JIK1 MOTYT IIPUHUMATh yYacTHUe B pery-
nsuyy TpaHckputiumu [10]. B HacTostiem o63o0pe co-
OpaH Marepuaj MO BHEPUOOCOMHBIM (YHKIIMSIM pP-
0OeIKOB OaKTepuii, IpearoiaraéMbIM WX YXKe MOJIHO-
CTBIO JJOKa3aHHBIM. [1J1s 0630pa BEIOpaHa popMa Karta-
Jiora, rje KaxkKIoMmy p-O0eJiKy, BBIMOJHSIONIEMY paboTy
10 COBMECTUTENILCTBY, MOCBSIIEH OTACIbHbBIN pa3ael,
IIpY 3TOM OACTCS M KpaTKOe onrcaHMe TeX (QPyHKIMA
(ecu OHY M3BECTHBI), KOTOPBIE 3TOT OEJIOK BHITIOIHSIET
B COCTaBe pOOCOMBI.
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®OYHKIINN PUBOCOMHBIX CYBBbEAVHNIIL
B ITPOLECCE TPAHCJIALINU

Marnas cyouactuiia pudocom daktepuii (30S), B co-
cTaB KoTopoii Bxomut ogHa Mojiekyiia PHK (16S pPHK)
1 0KkoJ10 20 6e/IKOB (B 3aBUCUMOCTU OT MICTOYHMKA; Ha-
npumep, v Escherichia coli 21 6enox, ot S1 mo S21), oT-
BeyaeT 3a y3HaBaHue U cBsaA3biBaHWe MPHK Ha 3tame
VHUILIMALA TPAHCIILMU, 32 IeKOAMPOBAHUE COMIEp-
xarrerics B MPHK nHdopmaliim 1 mognep:xaHue paM-
KM CUMTBLIBAHUS B IIPOLIECCE CUHTE3a OEJIKOBOM LICIIN.
Bbonbmas cyouactuma pudocom (50S) comepXuT IBE
mosnekynsl pPHK (23S u 5S) u 6onee 30 p-6eskoB (33 B
E. coli), ne xontaktupyer ¢ MPHK, mprHumMaet Hero-
CpeICTBEHHOE yJacTHe B KaTajm3e oOpa30BaHUS IIeTl-
TuaHou cBsi3u B I1TL u obecrieunBaeT BBIXOH, PacTy-
1Ieit OeJTKOBOM LIS Yepes3 “BbIXOMHON” TYHHENb (exit
tunnel).

Tpancnoptaeie PHK (TPHK) 3aHuMaroT B TpaHc-
JIILMOHHOM LIMKJIe ocaeaoBaTeibHO A, P u E-caii-
ThI, PACIIOJIOXKEHHbIE Ha 00enX CYObeIMHUIIAX: B Ae-
Konupytoniem 1eHTpe 30S cyouacTUllbl IPOMCXOAUT
B3aumogericreue antukonoHoB TPHK ¢ MPHK, a Ha
50S cyOuacTuiie pacmojiaraloTcsl YHUBEpCaJbHbIE
CCA-konusl TPHK, Hecynme aMMHOKMCIOTY MJIH XKe
pacTylyio 0eJKoBylO 1ienb. BzauMmopacmnonoxeHue p-
6enkoB 1 ydactkoB pPHK B BaxHeimmx ¢GpyHKIIMO-
HaJIbHBIX 1IEHTpaX, a TaKXKe PacIIOOXeHNe JTUTaHIOB
(tPHK, MPHK, ¢akTopoB TpaHCIsILIMMU, aHTUOUOTU-
KOB) 1 MX B3aMMOJIEUCTBHAE C PUOOCOMHBIMU KOMIIO-
HEHTaMM B HaCTOsIlliee BPEMsI IOCTATOYHO XOPOIIIO U3-
BECTHBI OJIarofapst peHTTEHOCTPYKTYPHOMY aHaJIU3y C
BBICOKUM paspellieHeM 1 KPUOJIEKTPOHHON MUKPO-
ckonmu (I1st 0030pa M CChUIOK CM. [11]).

OPTAHM3ALIMA T’EHOB PUBOCOMHBIX
BEJKOB HA BAKTEPUAJIBHOU
XPOMOCOME

IeHbI p-0enKkoB O6aKkTepuii OpraHM30BaHbI B OMEPO-
HbI, B KOTOpbI€ YaCTO BKJIIOUEHbI FTeHbl HEPUOOCOM-
HBIX O€JIKOB — (baKTOpOB TpaHCasILuu (tsf, fus, tufA),
cyorenunul, PHK-nonumepassl (rpoA, rpoB, rpoC,
rpoD), KOMIIOHEHTOB PEMINKAIIMOHHOTO KOMILJIEKCA
(dnaG—npaiimasza, priB—mnpaiiMOCOMHBII OeloK N,
HEOOXOMUMBIN I pecTapTa pelUIMKaluu). DTO yKa-
3bIBaeT Ha B3aIMOCBSI3b OCHOBHBIX IMTPOLIECCOB peasu-
3alMM TeHETUYECKOUN UH(pOpMaLIMU U HEOOXOAUMOCTh
WX KOOpIMHAIINM B OaKTepuainbHOI KieTke. Kpome To-
ro, B COCTaB psiia ONEPOHOB P-OEJIKOB BXOISIT T€HHBI,
MPOAYKThl KOTOPBIX YYacTBYIOT B MoAUGUKAIIMU U
npoueccudre TPHK (##rmD u rnpA COOTBETCTBEHHO),
cospesanuu pPHK (rimM), skcriopre O€JIKOB 4epe3
MeMOpaHy (secY). buosornyeckuii CMbIC] BKITIOUEHMS
3TUX TE€HOB B COCTaB OIEPOHOB P-O0EJIKOB IOKa HE
O4YEHb SICEH, YaCTO HEPUOOCOMHBIE TeHBI PETYJIMPYIOT-
Csl HE3aBUCHUMO OT T'eHOB p-0eJiKoB [8]. CTpoeHue omne-
POHOB p-0€JIKOB U MX pachpeneieHne Ha XpOMOCOM-
Hol kapte E. coli mokazaHo Ha pUCYHKE.
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CrtpoeHue OoIepoHOB pUOOCOMHBIX OEJIKOB M UX paclipelnesieHrue Ha Xxpomocome E. coli. B ocHOBy moioXeHa cxeMa u3 padoThl
[8], mepepaboTaHHast U OTIOJIHEHHAS C YYETOM COBPEMEHHBIX TaHHBIX. [10o1 cxeMoii KaXa0ro onepoHa yKa3aHo ero Ha3BaHue
(eciM OHO MMeEeTCsI) U TMOJIOXEHME Ha XPOMOCOMHOM Kaprte (B caHTucomax) o gaHHbiM EcoCyc version 14.6 (http://bio-
cyc.org/ECOLI). benku, perynupytoliire 3KCIpeccrio COOCTBEHHBIX OTIEPOHOB, O0BEIEHbI; 3BE€3I0UKOI OTMEUYEHBI p-0eJIKH, O pe-
TYJISILAKA KOTOPBIX HET CBefeHui. YepHbIii (hOH — reHblI Mo KOHTPOJIeM OeiKa-perpeccopa, 6eliblii (hOH — IeHbl, He PeryIupyeMbie
p-0€eJIKOM MJIY TeHBI OIEPOHOB, PETYJISLIMS KOTOPBIX 10 CHX ITOp He u3ydeHa. Alpha, beta, beta' u sigma 70 — cyobenuuuibl PHK-
nosMepasbl; P —rmpoMoTop, t 1 att — TepMUHATOP M aTTEHI0ATOP TPAHCKPUITLIHN.
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BEJIKN-COBMECTUTEIN
(MOONLIGHTING R-PROTEINS)
30S CYBYACTHUILI PUBOCOM

S1. benok S1, camblii 60J1b11I0# U3 p-0eJIKOB (557
aMWHOKMUCJIOTHBIX OCTaTKOB B E. coli), siBsieTcs1 UHTe-
rpaibHbIM KOMIIOHEHTOM TPaHC/ISILIMOHHOTO arapara
BCEX IIpoTeoDakTepuii, IMaHOOaKTepuil (TIpemle-
CTBEHHMKOB XJIOPOIUIACTOB), a TakXke psiia APYTrUx
IpyIn O0aKTepuii, HO €ro HeT B puOOCOMax IPaMIIOJIO-
XuTeabHbIX OakTepuii ¢ HU3kuM G/C-coctaBom [12].
Y rpamoTputiatesibHbIX 0akTeprii S1 cOmep>XUT IIECThb
TOMOJIOTUYHEIX TTOBTOPOB (72—75 aMHWHOKUCIOTHBIX
OCTaTKOB KaXnbli), Ha3biBaeMbix Sl-motuBamu [12].
S1-MOTHBBI KOHCEPBATUBHBI U BCTPEYAIOTCSI BO MHOTHX
PHK-cBs3biBarolmx 0ejkax OT 0aKTepuii 10 YeI0BeKa
[13]. ABa moBTOpa, 0Opasyroimne N-KOHIIEBOI JOMEH
S1, B xone sBomonuu yrpatyii PHK-cBsi3bIBaroliiye
GYHKIMM U TPUOOPES CIIOCOOHOCTh K O€J10K-0eIKO-
BbIM B3aMMOIEHCTBMSIM, a 4YEThIpE ITOBTOpa B I1ICH-
TpanbHOI 1 C-KOHIIEBOI 00JIaCTM OTBEYaloT 3a CIT0-
cobHoctb S1 cBasbiBath PHK. S1 npucoenuHsieTcst K
30S cyouactuiie N-KOHIIEBBIM JOMEHOM 3a CUYET OeI0K-
OEJIKOBBIX KOHTAKTOB, 3aBeplilasi COOpPKY aKTMBHBIX B
cBs3biBaHu MPHK cyGuacTuil, mpu 3ToM ero mpoTsi-
xeHHbi PHK-cBs3bIBaromii 1oMeH o0pallleH B pac-
TBOp [12]. 2Ku3HeHHO BaxkHast hyHKIIMs S1 Kak KOMIIO-
HeHTa 30S cyGyacTuIbl COCTOMT B cBsi3biBaHMU MPHK
Ha IePBbIX ATanax MHULWALWY TpaHCcsumu [ 14], opu-
yeM MUILEHU S1 pacrojioKeHbl B 5'-HETpaHCIUPYyEMbIX
obonactsx (5'-HTO) MPHK [15]. Xotst S1 He oGnagaer
BBIPAXXEHHOM CITEIM(MUIHOCTBIO K OIPEASIACHHOM I10-
CJIe0BaTeIbHOCTU HYKJIEOTUIOB, OH MPOSIBIISIET OoJiee
BbICOKOE CpoACTBO K A/U-60ratbiM OJHOIETIOYEYHBIM
yuactkam PHK [16].

CriocobGHOCTb K 0estok-0enkoBbiM U1 PHK-6enko-
BbIM B3aMMOIEHCTBUSIM JICKWUT B OCHOBE MHOIOYKC-
JIEHHBIX (PYHKIINH, KOTOphIe S1 BBITIOIHSIET BHE pUOO-
coMmbl. Paznmuunble Oaktepriodar TIpu WHMEKINHA
KJIETKI-XO3sIMHA UCITOJIb3YIOT S1 B CaMbIX pa3HbBIX IIPO-
neccax. S1 gBisieTcs OMHOM M3 YETHIpEX CYOhCIUHUILL
QpB-perutukassl, a Takke peruiikas apyrux PHK-conep-
Ka1ux ¢paroB, OH aOCOJIFOTHO HEOOXOIVM TSI pEeTUIMKA-
iy ronoc-1ereit paroBerx PHK [17, 18]. McTopraecku
3TO camast TiepBast BHepUOOCOMHasT (DYHKIIVSI, OTKPBITAsT
y p-6enkoB [17]. S1 BzaumonelicTByeT ¢ [3-6ekom ara
A, BOBJICYEHHBIM B PEKOMOMHAIIUIO, TIOSTOMY HE MC-
KJIIOYEHO ero yvyactue B 3ToMm Iipoiiecce [19, 20]. S1
CTUMYJIUPYET aKTUBHOCTD CIleLIM(PHUIECcKoil 3HA0pUOO-
Hykiea3bl RegB dara T4, koTopast paciieruisieT rmocie-
noBatenbHOCTh IlaitHa—/lansrapHo (SD) B psine paH-
Hux aroBeix PHK, Korma ux TpaHcsims 60Jbliiie He
HykHa [21]. UHTEepecHO, 9TO 151 3TOi (PyHKILIMU TO-
ctarouHo PHK-cBsa3biBaromiero nomeHa S1, U3 4ero
clieyeT, YTo aKTUBHOCTb RegB ctumynupyercst He 3a
cueT 00pa3oBaHMs OEI0K-0SIKOBOIO KOMILIEKCa, a 3a
cuet B3aumoneiicteusa S1 ¢ PHK-murensvu [22].

Kak ayrorensslii peryisarop S1 MHrUMOUpyeT in vitro
u in vivo TpaHcsiumio cBoeii MPHK (rpsA-MPHK), ec-
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JIM CUHTE3UPYeTCSI B M30BITKE MO OTHOIIeHMIO K 30S
cyouactuiie [23, 24]. PUO0COMCBSI3BIBAIOLIMI yJaCTOK
(RBS) rpsA-MPHK y E. coli i poACTBEHHBIX Y-TIPO-
TeoOaKTepuil JIMiIeH KaHOHWYeckol SD-mocnenosa-
TeILHOCTU, U 0Opa3oBaHue 30S MHULIMATOPHOIO KOM-
IUIEKCa CTPOro 3aBUCUT OT B3anmopeiicTeuii S1-MPHK
[24, 25]. B otmmune oT Apyrux p-0eIKOB-peryIsITOPOB,
S1 He cBsa3biBaeT pPHK; B ocHOBe MexaH13Ma ayTOTreH-
HOTO KOHTPOJTS JIEXXUT KOHKypeH1ms 3a MPHK mexay
cBobomHbiM S1 1 S1 B cocraBe 30S cybuacTuibl [24].
IlpeanouturenbHOCTh CBsA3bIBaHMS C rpsA-MPHK Ha
¢one npyrux kierouyHbix MPHK o0BsIcHSIETCS, CKOpee
BCEro, KOOMEPATUBHOCTHIO B3aMMOAEHCTBUST HECKOJIb-
Kux MoJiekyi S1-pemnpeccopa ¢ A/U-6oraTbiMu y4acT-
kamu B 5'-HTO rpsA-MPHK [24].

IMpenmnonaraercs, yto S1 MOXKET UTpaTh POJIb B pery-
Jsauuu 3(h(PEeKTUBHOCTU TPAHCKPUIILIMA, YBEIUYUBAs
npoueccuBHoctb PHK-mtommepassl [26, 27], B monua-
nenwiupoBanun MPHK [28], a Takke B oOpazoBaHUM
aHTUTEpMUHaLMOHHOro kKomiuiekca PHK-nomimepa-
3Bl Ha CITEIN(PUIECKOM YJaCTKE B JINIEPHBIX 00IaCTIX
tpanckpuntoB pPHK, HazsiBaemom 6okc A [10, 29].
OnHaKo 3TU MPEAIIoNa0XKEeHNsT OCHOBaHbI Ha AKCIEepU-
MEHTAJIBHOM MaTepualie, ITOJTyYeHHOM i Vitro. YAUThI-
Bag mnipenrnoureHve S1 k A/U-6orarteiM ofHOLIETIOYeY -
HbIM yyacTkaM PHK, naHHbIe 0 ero B3auMoaeiiCTBUU C
A/U-60orarbiM 60KcOM A in vitro [29] MOTYT 11 HE UMETb
OMOJIOrMYECKO 3HAYUMMOCTH JIJIsI OOpa3oBaHUsI aHTU-
TEpMUHALIMOHHOIO KOMILIeKca in vivo. Kpome Toro, aty
Ke pyHK1IMIO (CBsI3bIBaHME O0Kca A) S1 MOXET BBIIOJI-
HATB U B cocTaBe 30S cyouacTurisl [16]. Taxke mpeamno-
Jlarajlacb BO3MOXHOCTb yyacTusi S1 B CBs3bIBAaHUU
™PHK u B koHTpone kauectsa MPHK mo mexanmamy
mpanc-tpaHcsanu [30], oqHako o poiau S1 B aTOM
Tpolecce HET eIMHOT0 MHEHUS; HarpuMep, B paboTe
[31] Takast BOBMOXHOCTB BITOJIHE OOOCHOBAHHO OTBEP-
raercsl.

HenmaBHo OblLta uACHTUMUIIMPOBAHA e€IIe OJHA
ynkius 6enka S1 E. coli: oka3anoch, UTo OH CIIOCOOEH
KOHTPOJIMPOBATh HE TOJBKO IKCIIPECCHUIO CBOETO OITe-
pOHa, psA, HO Y y4aCTBOBATb B PETYJISIIMU SKCITPECCUU
oIepoHa rpsB-tsf, Kogupytoliero p-6eaoK S2 u ¢pakTop
anonraunm EF-Ts [32].

S2. KoHcepBatuBHbIi 6esiok S2 (SO — B pubocomax
IpoXcKel, SA — y BBICIIMX 3YKapyoOT) — XXKW3HEHHO
BaXKHbIII KOMIIOHEHT pUOOCOM BCEX OPraHU3MOB, XOTS
¢GyHKIIMM, KOTOpPHIE OH BBIIIOJHSET B TPAHCIISIINM,
TOYHO He ornpenesieHbl. I[TokasaHo, 4To B cocTaBe 0ak-
TepUaIbHOI pUOOCOMBI S2 BOBJIEUEH B CBSI3bIBaHHUE
SD-nayriekca Ha 3Tarne MHULMALWY TpaHcsauun [33],
HO 3TO He OOBSICHSIET HEOOXOIMMOCTD €T0 ITPUCYTCTBUST
B OpraHM3Max, KOTOpbIe He UCIOJIb3YIOT SD-B3aumo-
nericteuii ipu cBsi3biBaHn MPHK. B cBoGogHOM BU-
nIe 0emok S2 meicTBYyeT KaK HEraTUBHBINM PeryJIsiTop
BKCIpeccur 000UX TeHOB orepoHa rpsB-1sf'y E. coli n
JIPYTUX Yy-npoTteobakTepuit in vivo [32, 34|. CBs3biBa-
SICh CO CTPYKTYPHUPOBAaHHBIM OIIEPAaTOPHBIM YIaCTKOM
B 5'-HTO co6crBenHoit MPHK (rpsB), S2 nHruoupyer
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ee TPaHCIISIIINIO, YTO, B CBOIO OYepeIb, IIPUBOIUT K Ha-
PYLICHUIO TPaHCKPHUITIIMOHHO-TPAHCISIIMOHHOTO CO-
TIPSCKEHMS B OTTEPOHE, CHIDKEHHTO YPOBHST OMIIMCTPOH-
Hoit MPHK rpsB-1sf1, Kak pe3yiasrat, — K MTHTHOMpoBa-
Huto cuHTe3a EF-Ts [32]. B ominure oT Kiiaccu4ecKux
p-6enKoB-peryasaTopoB (cM. 0030pHI [8, 9]) Genky S2
IUTST ayTOTEHHOM peTTpeccu HEOOXOIUM TTOMOIITHUK —
TIPOIYKT APYTOro ornepoHa — p-0eiok S1, 1 oyeHb Be-
POSITHO, YTO B PETYJ/ISILIMIO BOBJIeYeH KOMIUIeKC S1-S2
[32]. DTOT HEOOBIUHBII WIST OIIEPOHOB P-0EJIKOB CITO-
€00 peryJsiluu CBsI3aH, MO-BUIUMOMY, C TEM, YTO caM
6estok S2 He nposiBisieT BoipakeHHON PHK-cBsi3bIBa-
fOIIel aKTUBHOCTH, TOTAA KaK CPOICTBO KOMITIEKCa
S2-S1 K orepaTopHOMY YJaCTKy JOCTATOYHO BEJINKO
I1s1 obecrieueHUsT BbICOKOA(M(EKTUBHOI perpeccuun
(HaIM HeoMyOIMKOBaHHBIE JTaHHEIE).

S4. YauBepcanbHbIli 0e10K S4 (B pubocoMax yKa-
puot — S9, cM. [3]) — KIIIOYEeBOII B OMOreHe3e MaJlon
cyouactulipl pudocom. Ero B3aumopeiicteue (B KOTO-
poe BobJieueH N-KOHILIEBOU TOMeH Oefika) ¢ 5'-KOoHlie-
BbIM oMeHoM 16S pPHK mpuBomnut K CTpyKTYpHBIM
U3MEHEHUSIM, CTPOTrO0 HEOOXOMUMBIM [IJIS1 TOC/EAYIO-
mmx atarnoB coopku 30S cyouacTuil (1)1 CChITOK I10 Te-
me cM. [35]). B coctaBe 30S cyouacTuiinl p-oenku S4, S3
u S5 obpazyroT BxoaHble BopoTa mist MPHK u obiana-
IOT XEJIMKa3HOM aKTHUBHOCTBHIO, HEOOXOMMMOI It
IUTABJICHUSI BTOPUYHOM CTpyKTyphl ydactka MPHK,
Bxogsiiero B MPHK-cBsi3bIBarouii KaHaa mpy TpaHC-
Jsiumy [3].

BHe puGocombl S4 BeimonHsIeT B KieTkax E. coli
BAXXHYIO PETYIITOPHYIO (DYHKIIMIO ayTOIeHHOIO pe-
Ipeccopa dKCIPECCUU oL-orepoHa (PUCYHOK) Ha ypOB-
He TpaHCISLUU. MexaHu3M ayTOT€HHOTO KOHTPOJIS
oenkoM S4 onmchIBaeTCs TEPMUHOM “JIOByIIKa” (“en-
trapment”) [8, 36, 37]. B omnmune or MexaHu3Ma 1psi-
MO KOHKYPEHLIMU, KOT/Ia CBSI3bIBAaHUE OeKa-perpec-
copa ¢ MPHK mpensitctByer cBs3biBanmio 30S cyOua-
cTUlIbI (KaK, HarlpuMmep, B cirydae S1), B3auMoaeicTBre
S4 ¢ 5'-obmacteio a-MPHK, Bkmiouarorieit RBS mrepBo-
ro muctpoHa (rpsM) u obpasyronieii CJI0XHBIN IICEBIO-
y3en, pa3pemaer 1mmocanky 30S cybyacTuiibl, HO B pe-
3yJBTaTe 00pa3yeTcsl HeMPOAYKTUBHBINA KOMILIEKC, He
criocoOHbIl K cBsa3biBaHMIo TPHK 1, Kak cieacteue, K
00pa3oBaHUIO TPAHCSIIIMOHHO AKTMBHOIO WMHMIIMA-
TOpHOro KoMiuiekca [36, 37]. Obpa3oBaHne HEAKTUB-
Horo Komiutekca S4 * MPHK ¢ 30S uHrnbupyer cunre3
p-6enkoB S13, S11, S4 n L17 ¢ IOJIMIIMCTPOHHOMN OL-
MPHK (pucyHok). Cuuraercs, 4To Mpu 3TOM HE UHTY-
OupyeTcsl TpaHCISALMS LIUCTPOHA, KOAWPYIOIIETo Ol-
cyobenunuity PHK-1mommmepassl, XxoTs oH U (hIaHKu-
pOBaH LIMUCTPOHAMU P-OEJIKOB, KOTOPHIE TTOABEPXKEHBI
TPaHCJISIIMOHHOW Perpeccuy, HO MEXaHU3M TaKoro
HWCKJIIOYEHUSI OCTAETCST HESICHBIM.

S4 perynmupyeT COOCTBEHHBIN CHMHTE3 HE TOJBKO B
xierkax E. coli, Ho n'y Bacillus subtilis, npyaem y Bacil-
lus xomupyromuii S4 reH rpsD He BXOOUT B COCTaB OIIe-
pOHa ¢ IPYTUMU TeHaMU pP-0eJIKOB, a PEACTABISIET CO-
0ol OTHENBHYIO TPAaHCKPUIILIMOHHYIO enuHuIly [38].
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AyToreHHas1 peryJ/Isaims IIPOUCXOaNT, Kak U B E. coli, Ha
MTOCTTPAHCKPUIILIMOHHOM YPOBHE, HO B CBSI3bIBAHUE
S4-penpeccopa y Bacillus BoBieueHa NpOTsSKeHHast
5'-koH1eBas oonacts rpsD-MPHK, BropuyHas cTpyk-
Typa KOTOpPOIf He COOTBETCTBYET KOH(MOPMALIMU TICEB-
noy3na. MoJeKyIIpHbIA MEXaHU3M pernpeccuu #psD-
MPHK B petansx nHe maydancs [38]; mpenroaraercs,
YTO MPUHLIMITEI Y3HABAaHMST OTIEpaTOPHOIO yyacTka S4-
penpeccopoM y Bacillus v E. coli MoryT pa3znuyarbcsl.

OcoOblii MHTEpeC MNpeACTaBIsieT BHEPUOOCOMHAs
aKTUBHOCTb S4, CBSI3aHHAasI C €r0 CTUMYJIMPYIOLLEN po-
Jpto B TpaHckpunuuu pPHK [10, 39]. ®yukius S4 B
aHTUTepMUHALIMU TpaHCKpUIILIMKM Ha Rho-3aBUCUMBIX
TepMMHATOPaX aHaJIOTMYHA PoJiv (haKkTopa TPaHCKPUIT-
1y NusA; 6osee Toro, Kak 1 NusA, S4 accouimnpoBaH
¢ PHK-noumMepasoii in vivo [39]. Takum obpaszom, S4
HE TOJbKO CITYXKHUT PerpeccopoM TPAHCSLIMUA Ol-OTie-
POHa, €CJIi €r0 YPOBEHb IPEBBIIIAET YPOBEHb CBOOO/I-
Hoii 16S pPHK B kiieTKe, HO U MOXET CTUMYJIUPOBATh
cunte3 pPHK, 4To pomojHWTENBRHO CHOCOOCTBYET
nognepxxaHuio 6ananca cuare3a pPHK u p-6enkoB.

S7. YHuBepcanbHblii 6eok S7 (S5 — B prbocomax
3YKapuorT, cM. [3]), Kak 1 S4, — KJ1lo4eBoii OeJIOK caMO-
cb6opkM pubocoM, ero Bzaumopelicteue ¢ 16S pPHK
vHULMUPYeT GOIUHT 3'-OCHOBHOTIO JOMEHA U T10C)Ie-
aytoinee opmupoBaHue “ronoBbl” 30S cyOUacTULIBI.
Ecmu cuHTe3 S7 M30GBITOYEH ITO OTHOLIEHUIO K 16S
pPHK, Te xe PHK-cBs3bIBatomme nerepMHUHAHTHI
OeJika MCIoJb3yioTes s B3aumonelictsust ¢ MPHK
str-oriepoHa E. coli m pernpeccun ee TpaHCISIIAN
[40, 41]. MexaHn3M WHTUONPOBAHMSI BKITFOYAET B3aM-
MoaeicTBue S7-perpeccopa € MEXILMCTPOHHBIM
ydacTkoM Mexkay nepBbiM (S12) u BropbiM (S7) 1u-
CTPOHAMU SfF-OTIEPOHA, YTO IIPUBOAUT K IIPSIMOM pe-
MPEeCCUM CHHTe3a caMoro S7 M CONpPsDKEHHOW ¢ HUM
TPaHCJISILMU TIOC/IEAYIOIIETr0 LIMCTPOHA fils, KOAUPYIO-
mero EF-G [40, 42]. Dkcrpeccus MOCIEIHETO B OIle-
poHe reHa fufA (EF-Tu) mpu 3ToM nogasJisieTcs B ropas-
JI0 MEHBIIICH CTereHU, TaK KaK HarpaBisieTCsl ABYMsI
JIOTIOJIHUTEJIbHBIMU IIPOMOTOPAaMU B TeHe fus (pucy-
HOK). ITomararot, 4To cBsI3bIBaHUE S7 C MEXIIMCTPOH-
HBIM y4aCTKOM MOXET MHTUOUPOBATb M TPAHCISILIUIO
IpeapIayIero uucrpoHa (S12) 1mo MexaHu3My peTpo-
peryisiiM, Tak KakK oOpa3oBaHHE PEelpecCOpHOro
KOMITJIEKCa JeCTaOMIN3UpPyeT COOTBETCTBYIOLLINIA yda-
crok MPHK [40].

S8. YHuBepcanbHbIil 6e110K S8 (S22 — B prbocomax
Ipoxckeid, S15a — y BBICIIINX 3yKapHroT, cM. [3]) urpaet
BaXKHYIO poJib IIpu cOopke 30S cybyacTull, CBSI3bIBasI
HecoBepiueHHyo cnvpaib H21 B 16S pPHK. OH Takke
CIIY>KAT ayTOTEHHBIM PETYJISITOPOM 3KCIIPECCUM SPC-
orepoHa, kogupyolero 11 p-6eakoB u SecY-KOMITO-
HEHT armnapara 6e1KoBoro aKkcnopra [8, 43]. MexaHuzM
PETYIISIIIAM BO MHOTOM CXOIEH C PElpecchueil str-orme-
poHa 6enKkoM S7 (CM. BbIIIE), TaK KaK CBSI3bIBAHUE pe-
npeccopa MPOUCXOAUT He Mepesl MepBbIM LIUCTPOHOM
OIlepoHa, KaK B OOJIBITMHCTBE CITyJaeB ayTOTeHHOM pe-
TYJISILIIY OTIEPOHOB p-0eKOB [8], a B 00/1acT MHULIMA-
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MU CUHTEe3a p-0enka L5, KoTopslil KogupyeTcst Tpe-
TbUM TeHOM omepoHa rplE (pucyHok). CBs3bIBaHUE
S8-penpeccopa ¢ MPHK spc-omepoHa Giaokupyet
TPAHCJISLMIO LIMCTPOHA 7p/E HarpsiMyt0, a TPaHCJISILIIO
MOCJIEAYIOIINX LIMCTPOHOB P-0CJIKOB U3-32 HAPYIICHUS
TPaHCISILIMOHHOTO corpstkeHust [44]. TpaHcasims AByx
npenbLrymmx muctpoHoB (L14 u L15) marnoupyercs mo
MeXaHU3MY PETPOPETY/ISILIMUI, IIPUBOISILEMY K IeCTaOM-
muzauu MPHK [45]. O perynsiiyu cambIX yaaJeHHbIX
LIMCTPOHOB Sec Y n rpmJ cBeneHuii HeT. CTpyKTypa KOM-
miekca S8 ¢ oneparopHoii odyacteio MPHK B kpucTain-
JIe U3y4eHa ¢ BRICOKMM paspeiierneM (2.8 A). TTokasa-
HO, yto 00e PHK-Muiienu mist 6enka S8 (omeparop-
Hblii yuacrok MPHK u mmuneka H21 B 16S pPHK)
UMEIOT OECCIOPHOE CTPYKTYPHOE CXOJCTBO (MOJICKY-
JISTpHast MUMUKPUSI), U B 00euX (hyHKIIMSIX UCTIOJIb3YeT-
cs1 onuH 1 10T ke PHK -cBsi3pIBarommii cair [46].

S9. [enn! 6enkoB S9 (rpsl) u L13 (rp/M) obpazyior
OIepoH (PUCYHOK), O PETYJISILIMU KOTOPOTO TOKa HET
nmaHHbIX. Porb S9 (S16 — B pubocoMax BBICIINX SyKa-
pUoT) B (DyHKIUSIX pUOOCOM CBSI3aHA C PACIIOIOXEH-
em nrentuauia-TPHK B P-ygactke 30S cybuactnil, mpu-
yeM B3anmoseiicTBre C-KOHLIEBOro yuyacTka S9 ¢ aHTu-
KomoHoBolt meTinerd TPHK BaxxHO mis mommep:kKaHUS
pamku cuutkiBanusg MPHK [47]. Ilpennomaranocsk,
yTO S9 BBINOJHSET AONOJHUTEIbHYIO (PYHKIINIO, HE
VMEIOIIYIO OTHOIIEHUSI K TPAaHCJSLIMUU: TIPU UCCIIe-
IOBaHWM 0eTOK-0EIKOBBIX B3aMMOACHCTBUI B ITPO-
necce SOS-penapanuu JJHK 651710 00Hapy:kKeHO, UTO
S9 B3aumoneiicTeyer ¢ 6eikoM UmuC, oqHUM U3 KITIO-
YyeBbIX KOMITOHEHTOB Ipoliecca. bosee Toro, S9 ycko-
psin peHarypauuio UmuC 1ociie ero 4aCTUYHOM AeHa-
Typaluu in Vitro, 4TO CBUIECTEIHLCTBOBAIO B IOJB3Y
(YHKIIMOHAIBHOM 3HAYMMOCTH 3TOTO0 B3auUMOJECii-
crBus [48]. HemaBHO OBUIO YCTAaHOBJIGHO, YTO KOM-
wieke UmuC c 6eikom UmuD’ aBnsietcss SOS-crienu-
¢dmunoii JIHK-mommmepasoii V, orBevaromieii 3a pe-
wmkaiuio B Mecrax noBpexaeHuiit JIHK [49], Ho o
BO3MOXHOM y4acTUHM B 3TOM Mpoliecce S9 GoJibliie He
YIIOMUHAJIOCh.

S10. S10 — yHuBepcaldbHbIii KOMIIOHEHT MaJoi
cyouactuiibl pubocoM (y aykapuotT S20, cM. [3]), o crie-
mudrdecknx GyHKIMSIX KOTOPOro B pudocoMe 10 I10-
cJielIHEro BpeMeHU He ObLIO CBeIeHUI, a BCe BHUMAaHUE
KOHILIEHTPMPOBAJIOCh HA €ro BHEPUOOCOMHOU aKTUB-
Hocth. S10 — TIepBBIi OaKTEepUAIBLHBIN P-0CI0K, IS
KOTOPOTO TTOKa3aHO yJyacTHe B PEryJIsSLUM TPAHCKPUII-
muu [10, 50]. Kak dakTop Tpanckpunuu (NusE) S10
y4acTBYeT B COOpKe aHTUTEPMUHALIMOHHOTO KOMILJIEK-
ca, MPEMnsITCTBYIOLIETO OCTAHOBKE TPAHCKPUIILIUM Ha
Rho-3aBucumbix tepmunHaropax B orepoHax pPHK
wim Ha xpoMocoMme (ara A. Komrutiekc S10 u pakropa
NusB cBs13bIBaeTCsl ¢ TOCIEI0BaTEILHOCTEIO O0KCca A
Ha nut-caiirax JJHK ¢ara A n Ha ygactkax pPHK-TpaH-
ckpuIiroB nepen reHamu 16S u 23S pPHK [10, 51]. B
koMmIiekce ¢ NusB S10 umeeT Ty ke KoHGpOpMaIuIo,
uyro 1 B 30S cyouactutie [52, 53]. Ctpykrypa S10 BKi1I0-
YyaeT MIOOY/ISIPHBIM JOMEH U UIMHHYIO TIeT/II0, TIpU
9TOM TIETJISI CTPOro HeoOXoauMa IS MPUCOSTUHEHUS

ACEEB, bBOHU

S10 k pbocomMe, HO ee OTCYTCTBUE HE BbI3HIBAECT N3ME-
HEHMSI aKTUBHOCTU B aHTUTepMMHaumu [53]. XoTs B
TPAHCIISILINT U B PETY/ISIAN TPAHCKPUIILIMA YIaCTBYIOT
pasHbIe JOMEHEBI 0eika, S10 He MoXeT OMHOBpEeMEHHO
cBsa3bIBaThes ¢ NusB u ¢ pudocomoii. KimoueByro poib
B (DOPMUPOBAHUM aHTUTEPMUHALIMOHHOIO KOMILIeKCa
OTBOIAT MMEeHHO S 10, TaK KaK eTro CynepIIpOayKIIMS Cy-
MpeccupyeT HyJIb-MyTalluU 1o reHy ausB [53].

YV Oaktepuii TPAaHCKPUIILIMS U TPAHCISILUS TECHO
COTPSIKeHbI BO BPEMEHU U TPOCTPAHCTBE, HO MeXa-
HU3M TaKOTO COMPSKEHMS 10 MOCJIEAHErOo BpeMEeH! He
ObLT U3BecTeH. JIMIIb COBCeM HeAaBHO MOTYYEeHbI TIpsi-
MbI€ CBUIIETELCTBA, UTO 3TU ABa IMpolecca CBS3aHbI
¢dusnaecku [54], 1 9TO KITIOUYEBYIO POJIb B OIIPEACICHUI
CKOPOCTU TPAHCKPUIIILIMY UTPAET pudocoMma, ciie1yo-
mas 3a PHK-monmuMmepasoit 1 TpaHcaupymoomas
MPHK B mpornecce ee cuntesa [55]. dusnueckyio
CBSI3b MEXIY IBYMS HAJAMOJEKYJSIPHBIMU MallluHa-
MU OCYIIECTBIsIET (hakTop TpaHcKpunuuu NusG,
CBsI3aHHBIN CBoMM N-KOHIIEBBIM goMeHoM ¢ PHK-
nonumepasoit, a C-koH1eBBIM — ¢ S10 Ha pubocome
[54]. S10 xoHkypupyeT 3a C-koH1eBoU 1oMeH NusG ¢
(hakTopoM TepmuHaiu Rho, He MO3BOJISISI TEPMUHU-
pOBaTh TPAHCIMPYEMBIN TPAaHCKPUIIT. TaKM 00pa3oM,
¢byukius S10 B pubocome Tpu TPaHCKPUITLIUOHHO-
TPaHCJISILIMOHHOM ~ COMPSDKEHUM  aHaJOrMyHa  ero
(byHKIIMM B cOCTaBe aHTUTEPMUHAIITMOHHOTO KOMITJIEK-
ca, B KotopoM S10 (NusE) cesizan ¢ PHK-nonumepa-
3011 uepes ¢aktop NusG u, KoHKypupys ¢ Rho, mnpe-
MSITCTBYET TepMUHALIMK Ha Rho-3aBUCHMBIX TepMUHAa-
Topax B ortepoHax pPHK 1 Ha xpoMmocome ara A [55].

S15. S15 — nepBuyHBIii 6e10K pu coopke 30S cyo-
YacTUL in vitro, ero Banmopericreue ¢ 16S PHK ctumy-
JINpyeT CBsI3bIBaHUE p-6enkoB S6, S11, S18 u S21 ¢
LeHTpaIbHBIM JTomMeHoM 16S pPHK ¢ o6pa3oBaHuem
“rutarcgpopmbl” 30S cybUacTULIbl. YIMBUTEJIBHO, HO MPU
aTOoM S15 He ABIIsIeTCs SKU3HEHHO HEOOXOMMMBIM, Ml My-
TaHTHI C Aenenueii reHa rpsO BIOJIHE XKU3HECITIOCOOHHDI,
XOTSI 1 UMEIOT XOJIOMOYYBCTBUTEILHBIN (DeHOTHTT [56,
57]. D10 O3HaAYaeT, YTO in Vivo TIpU OJIATOIIPUSTHBIX
TEMITEPATYPHBIX YCIIOBUSIX COOpKa pHUOOCOM MOXKET
MnpoTeKaTh U B OTCyTCTBHE S15.

Kak 1 mHorme p-06enku, B3aMMOICHCTBYIOILLIUE C
pPHK Ha nepBbIx 3Tammax coopku pubdocoM, S15 sBisi-
€TCs1 ayTOr€HHbIM PETYJIITOPOM 9KCITPECCHUU CBOETO Ie-
Ha Ha YpOBHE WHUIIMALIAM TpaHCISIIUM [§]. MexaHu3m
perymsuum cuHTe3a S15 B E. coli n3ydeH neTajbHO,
naeHTruduImposanbl ygactku PHK u omnpeneneHbl
AMMHOKHUCJIOTHBIE OCTaTKM, YYacTBYIOIIME B y3HaBa-
HuM o6eux muinenei, 16S pPHK u rpsO-mPHK [57].
Kak u B cirydae perysauuu p-0eakoM S4 (CM. BBIIIIE),
KOHTPOJIb 3KCITpecCcUu reHa rpsO paboTaeT 1o MPUHII -
ny “noByuiku” mjist pudbocoMsl [8]. CtpykTypa S'-HTO
rpsO-MPHK cyliectByeT B BuIe ABYX paBHOBECHBIX
KoH(popMaluii, 0oAHa U3 KOTOPBIX MPEACTABISIET CO-
6011 nceBmoy3en. CBoOOOAHEI 0e10K S15 CBA3BIBacTCS C
5'-HTO B xoH(popMaLmy IICeBIOYy3/1a U (PUKCHUPYET ee,
paspeiias mpu 3ToM cBsi3biBaHre 30S cyouacTuinl. Omn-
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HaAKO B TaKOM KoMruiekce MHMIaTopHbii AUG-KonoH
HEe MOXET 3aHSTh CBOE IoJIoXKeHne B P-calite, HeoOX0-
nMoe Ut cBsizbiBadust fMet-TPHKMe 1 mocnemyrorne-
ro 00pa3oBaHUsT MPOXYKTUBHOTO MHULIMATOPHOTO KOM-
TJIEKCa, YTO MPSIMO MTOKA3aHO CCIeI0BAHIEM TPOMHOTO
KoMmruiekca rpsO-MPHK:S15-30S meTonoM Kpuroasnek-
TPOHHOI MUKpOcKomnuu [58].

Bunumoit aHanoruu Mexay CTpyKTypamu orepa-
TopHoro ydyactka Ha MPHK (rniceBnoysen) u yyactkom
cBs3piBaHMsT S15 Ha 16S pPHK (cowreHeHme Tpex
IIIMIeK) HeT, ogHako obe PHK-mMuiieHn y3HaroTcs
OJIHWAM U TEM Xe HabOpOM aMUHOKMCJIOTHBIX OCTaTKOB
S15, u B 0oboux ciaydasix ysHaercss motus G—U/G—C.
DTO yKa3bIBaeT Ha CYIIIECTBOBAHUE XOTS U OTPaHUYEH-
HOTO, HO CXOJICTBA B yJacTKax y3HaBaHUsI (OrpaHUYeH-
Hasl MOJICKYJISIpHAsI MUMMKpPUsI, CM. [57]).

AyToreHHasT peryJIsImst dKcIpeccuu reHa rpsO Ha
YPOBHE TPaHC/ISIIAM TI0Ka3aHa Takxke y Thermus ther-
mophilus [59] n B. stearothermophilus [60], GakTepuii,
dumoreHeTMYECKM yaajeHHbIX oT E. coli. UHTepec-
HO, UTO CTPYKTYpPUPOBaHHbIEC OIlepaTOPHbIC yUYaCTKU
B 5'-HTO rpsO-MPHK B 3THX ciy4asx He oOpa3yioT
TICEBIOY3€e, a IIPEACTaBIISIIOT COO0M KOMOMHALIMIO TPEX
IIITIJTEIHBIX CTPYKTYp [59, 60]. Kak n 'y E. coli, 6emok
S15 mcrmonb3yeT IJis CBSI3BIBAHMSI OllepaTopa TOT XKe
PHK-cBs3pIBafoOlMii  CaliT, YTO M JUIST y3HaBaHMS
16S pPHK B nporecce c6opku 30S cyouacTuiibl. Takum
00pa3oM, ayToreHHasl peryysiiust cuHre3a S15 xapakre-
PpU3yeTCsI BBLICOKOM CTeTIEHBIO KOHCEPBATUBHOCTHU B 3BO-
JIFOLIMKM, HO TOHKWE MOJIEKYJIIPHBIE MEXaHU3MBI 3TOTO
Mpoliecca MOTYT pa3indaThbcsl Y pa3HbIX (pUJIOreHeTUYe-
CKUX I'pyII — B KieTkax F. coli paboTaeT MexaHU3M “J10-
BYILIKK”, & B IPYTHX CydasiX — MEXaHU3M KOHKYPEHIIUN
(competition), korna cBsizbiBaHue penpeccopa ¢ MPHK
3arperaeT CBI3bIBaHEe pruOOCOMBI [60)].

S16. benok S16 xx13HeHHO HEOOXOIUM TSI COOPKU
akTuBHBIX 30S cyOuacTuil y OaKTepuii, TaK KaK IIpU €ro
csseiBanuy B 16S pPHK mpoucxomar kondopmarm-
OHHBIE UBMEHEHMSI, CTAOMJIM3UPYIOIINE “TICEBIOY3€ea”
B JekoaupyioieM LeHTpe [61]. Ien 6enka S16 Bxonut B
cocCTaB orepoHa frm D, KOTOpbIi KpoMe TEHOB P-0€JIKOB
(S16 1 L19) comepXuT TeHbI, OTBEYAIOIINe 3a CO3peBa-
Hue 30S cybuactuul (rimM) u moaudukanuio TPHK
(trmD) [62]. O peryasuum onepoHa p-0eaKamMu cBele-
Huii HeT. Y S16 obHapyxeHa JIHK-cBsaswiBaromas u
JIe30KCUPUOOHYKJIea3Hasl aKTMBHOCTb: OEJIOK CIOCOo-
OeH y3HaBaTbh Kpectoodpa3Hble KoHdopMaunu JHK u
MPOM3BOANTH TOYCUYHBIC Ccrieln(pUIecKrue pa3pbiBEI B
OITHOM M3 IIeTIeit, B YacTHOCTH, B obiactu oriC E. coli
MPEUMYILIECTBEHHO I10CJIe afeHUHA B I10CIeI0BaTE b~
Hoctu 5'-AGTT-3' [63]. Buonornyeckoe 3Ha4YeHUE
JHKa3Hoit aktuBHOCTA S16 HE SICHO, BO3MOXKHO, 3TO
pymuMeHT. Tak Kak S16 He OTHOCUTCST K YHUBEPCaTb-
HBIM p-0esikam [1, 3], MOXHO IIpeaIIoIoKUTh, YTO Ha
OOHOM M3 3TAIlOB 3BOJIOLNN PUOOCOM OaKTepuii OH
OBLT 3aMMCTBOBAH U3 IPOIIECCOB, CBSI3aHHBIX C META00-
nuzmoM JTHK.
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S20. S20 — nepBUYHBIIi O€JIOK IIpU COOpKE DaKTEpU-
anpbHOIt 30S cyOuacTuibl. OH CBSI3bIBA€T, KAK MMHM-
MyM, 1Ba caiita Ha 16S pPHK, uto mpuBogur K comam-
KEHMIO 3'-MUHOPHOIO U 5'-10MeHOB [64]. X0oTd KOau-
pytoumidc S20 reH rpsT MOXeT OBITh MOIBEPTHYT
“HokayTy” 0e3 MoTepu KJIETKON >KU3HECITOCOOHOCTU
[4], aTO MPUBOINT K CMJILHOMY 3aMeIJICHUIO POCTa, Tak
KaK pruOOCOMBI CTAHOBSITCS 1e(DeKTHBIMU T1O CBSI3bIBA-
nuto MPHK u accoumaniuu cyosenuuuil [65]. Ten rpsT
MPEICTaBISIET COOOM OTIEIbHBIN ONEPOH, OH COMEPXKUT
JIBa TPOMOTOpa U TepMUHATOp (pUCyHOK). MMeroTcs
JaHHBIE O TOM, YTO CBOOOHHBIN Oeyok S20 sIBiIsIeTCS
ayTOTeHHBIM PETyJIITOPOM 3KCIIpeccuM rps1 Ha cTaguu
VHULMALAY TPAHCIISILIMNA 1 MOKET KOHKYpHUpoBath ¢ 30S
cybuacTulieil prdoCcoM 3a CBSI3bIBAHVE MHULIMATOPHOTO
y4dactka Ha rps T-MPHK, HO TO/IBKO B ITpHUCYTCTBUAM IIPU-
poxHoro “peakoro” craprosoro komona UUG [66].

BHEPUBOCOMHBIE ®YHKIINU BEJIKOB 50S
CYBYACTUILL BAKTEPUAJIBHBIX PUBOCOM

L1. YuusepcanbHblii p-6eiok L1 (L10a y BbICIINX
aykapuort) BzanmoneicTeyeT ¢ 23S pPHK ¢ odpa3oBa-
HHeM O0okoBoro BeIcTyna 50S cyOyacTWIIBI, Ha3bIBae-
Moro L1-Beictyniom (L1-stalk). DTa moaBrkHast CTpyK-
Typa ynpasjsieT nprxkeHrueM TPHK depes pubocomy B
Mpolecce TPAaHCISIIUM W OTBEYaeT 3a OCBOOOXKICHME
neatymnpoanHoit TPHK u3 E-caiita [67]. PHK-cBsi-
3bIBaIOIAsl CIIOCOOHOCTh L1 J1eXKUT B OCHOBE €ro Ou-
(byHKIMOHAJIBHOCTH Y GakTepuii v apxeii [68, 69]. L1 —
TPAHCJISILIMOHHBIN ayTOT€HHbIN PENpeccop, B KJIETKaX
F. coli on koHTpOoympyeT cuHTe3 L11 1 cBOI cCOOCTBEH-
HBII (PUCYHOK), ay apxeit —cuHTe3 L11, L1, L10mm L12
(st 0630pa cM. [69]). Bo Beex caydasix Komruieke L1 ¢
MPHK menee cradbuieH, yem ¢ 23S pPHK, nostomy,
KaK TOJIBKO B KJIeTKe nosBisieTcst cBodbomHas pPHK, L1
cBsI3bIBaeTCs ¢ Heit, mokumass MPHK, u Tpancisims
Bo300OHOBIsIETCs [69]. Kak 3T0 ciieayer M3 aHanuza
KPUCTAJUIMIECKUX CTPYKTYp KoMiuieKcoB L1 ¢ omepa-
TOopHBIM Y9acTKoM MPHK 11 ¢ dparmenTom 23S pPHK,
¢ KotopbiM L1 B3auMoneiicTByeT B cocTaBe 50S cybua-
ctuuibl, Mexny nByMs: PHK-muinensmu Habmomaercs
CTPYKTYpHOE cXoacTBo [68]. OnHako yyacTok 23S pPHK
0oJiee CJTIOXKHO YCTPOEH, BO B3aMMOJICICTBIE BOBJICUEHBI
JIONOJIHUTEJIbHBIE KOHTAKThI € L1, 4TO mprUBOIUT K O0JIb-
e crabmibHOCTH KomImiekca ¢ pPHK 1 obecnieunBaet
TIPEAITOYTUTEIBHOCTD CBSI3bIBAHUS, KOTOPAsI 1 JIEXKUT B
ocHoBe L1-3aBrcumoii perymsium [69].

L2. KoHcepBatuBHBIi1 p-6enok L2 (L8 y BhICIINX
aykapuoT, cM. [3]) pacronoxeH B 50S cyOuactuiie
BOm3M I1TL 1 HeoOxomuM ISl TPAHCISIIUMOHHON aK-
TUBHOCTH prbocoM. 50S cy0uacTUIIBI, peKOHCTPYUPO-
BaHHBKIC in Vitro B OTCYTCTBUE L2, He CITIOCOOHEBI K acCo-
muanmu ¢ 30S cybuacTHiieit 13-3a yrepy KOHTAKTOB C P-
oenkom S20, ¢ kotopeiM L2 0Opa3yeT ouyeHb CTaOWIb-
HbI KoMruiekc [70]. bosee Toro, L2 BoBie4YeH B CBSI3bI-
BaHue TPHK ¢ A- u P-caiitamu, 1 MmyTanust KOHCEpBa-
tuBHoro His229 napyiiaer padoty IITL [70]. Cno-
cobHocTh L2 K oOpasoBaHMIO (PYyHKIIMOHAIBLHBIX
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KOMIIJIEKCOB BHE pUOOCOMBI OTKPBLIM COBCEM HEIaB-
Ho [71, 72]. C 1eJibIo BBISIBJICHHS TOTEHIIMAIBHBIX MO-
JIYJIITOPOB TPAHCKPUITLIAM ITPOBEICH MOMCK OSIKOBBIX
napTHepoB o.-cyorenuansl PHK -rmomivepasser E. coli,
1 Cpeayr B3aMMOJACHCTBYIOIIMX OEIKOB OOHapyxxeH L2
[71]. Tak kaK p-6eJKH B CUJTY CBOE BICOKOI KOHIIEH-
Tpaouy B KJIETKE YaCTO COCTABJISIIOT Hecmelnumguae-
CKUi1 GOH B GYHKIIMOHATBHOU IMTPOTEOMMKE, IS IOKAa-
3aTEILCTBA OMOJIOTMUYECKOM 3HAYMMOCTU 3TOT'O pe3yJib-
Tara ObUIM IIPOBENCHBI HE3aBUCHUMEBIE TECTHI in Vivo 1
in vitro. IlokazaHo, yro L2 neiictBUTeIbHO crieliiur-
YeCKU B3aMMOJIEHCTBYET C Ol-CyObeIUHULICH U, Oojiee
TOr0, 3TO B3aMMOMAEHCTBME CIIOCOOHO M30MPATESIBHO
MOBBIIIATh AKTUBHOCTHL IIpomoTopa Pl omepoHOB
pPHK. Ipyrue p-6enxu (L1, L3, L20 u L27) He obGna-
JaJI1 CIIOCOOHOCTBIO MOMY/IMPOBATh TPAHCKPHUIILIMIO.
Taxkum obpazom, L2 — 3T0 HE TOJIBKO KM3HEHHO BaXK-
HBIi KOMIIOHEHT puOOCOM, HO M aKTUBAaTOp TpaH-
ckpunuuu onepoHoB pPHK, KoTopblii BHOCUT CBOI
BKJIAJI B PETY/ISLIMIO COAJIAHCUPOBAHHOIO CUHTE3a KOM-
MOHEHTOB pr1OOCOMBI [71].

L2 Takke 00pa3yeT KOMILIEKC C OEJTKOBBIM IIarepo-
HoM HtpG, ananorom sykapuorundeckoro Hsp90, u ak-
TUBHPYET €r0 CITOCOOHOCTh K Tuapomn3y ATP Ooree
yeM Ha mopsimok [72]. dusnonornyeckoe 3HayeHUe
3TOTO B3aMMOJIEMCTBUS OCTAETCsI TTIOKA HESICHBIM.

L4. YHuBepcaibHbIi p-6eiok 14 BakeH 111 cOopku
M aKTUBHOCTH OOJIBIIION CyOYaCTHUIIEI pOOCOM y BCEX
opranu3moB [3]. ITtoOynsipHBI foMeH L4 pacrioioxkeH
Ha noBepXHOCTH 50S cyGUacTUIIBI, a IPOTSKEHHAs He-
CTPYKTypMpOBaHHAas neTis (“Irynanblie”) IpOHUKAET
B CEPALICBUHY, TAe 00pa3yeT MHOXECTBEHHbIC KOHTAK-
TbI ¢ 23S pPHK B6mm3u I1TLI B camoii y3Koii odiiactu
BBIXOJHOTO TYHHENS [IJISI CUHTE3MPYEeMOro IenTuaa
(cM. [3] a1t cchUTOK Mo TeMe). Dta obnacTb S0S cydua-
CTHUILIBI CJIY>KMT MECTOM CBSI3bIBAaHUSI SpUTPOMULIMHA U
JIPYIrUX MaKpOJUAHBIX aHTUOMOTUKOB, U MYTallMU B
netie L4 mpuBoasaT K yCTOMYMBOCTH K 3TUM aHTHUOMO-
TiKaM. [TpsiMOro KOHTaKTa MeXIy SPUTPOMULIMHOM U
L4, KaK mojaraoT, HeT, a YCTOMYMBOCTh OOYCIOBJIeHA
neprypoanmssmu B cTpykType 23S pPHK, BeI3BaHHBEIMUI
myTanusimu [73].

B cBobonHoM Bune L4 saBasieTcss cnelnduyecKum
PEeTYIATOPOM BKCIIPECCUH CBOETO orepoHa, S 10 (pucy-
HOK), TpUYEM YHUKATbHBIM, TaK KaK B OTJIMYME OT JIpY-
IrMx p-O0eJIKOB-peryisitTopoB 14 criocobeH peryaipo-
BaTb HE TOJBKO TPAHCISILIMIO, HO Y TPAHCKPUIILIUIO
S10-MPHK, BeI3BIBas €€ TIpeKneBpeMEHHYIO TepMITHA-
uuto [8]. CesizeiBaHue L4-pernpeccopa B 000UX CTydasix
MPOUCXOIUT B TIpefesiax MPOTSKEHHON CTPYKTYpUPO-
BanHoi 5'-HTO MPHK, npuyeM ydacTKu, BOBJIEUYEH-
HbIE B PETY/ISILIMIO TPAHCSLIMUA U TPAHCKPUIILIMU, Ya-
CTUYHO TiepekpbiBatoTcsl [8]. B TepMuHaiuu TpaH-
CKpuIuM B pesyisrate cBsasbiBaHmsa 14 ¢ MPHK-
JIMAEPOM, KaK MoJiaratoT, ydacTByeT (pakTop NUusA, XoTst
J1s1 cBsizbiBaHMST L4 NusA He TpeOyeTcs [8, 74]. B otu-
Yyue OT BbICOKOI KOHCepBaTUBHOCTU camoro L4, cTpyk-
Typa ornepatopHoro ydactka MPHK u 3aBucumeie ot

ACEEB, bBOHU

Hee MeXaHU3Mbl ayTOT€HHOW penpeccuu MposiBISIOT
JINIIb OTPaHUYECHHYIO (DUJIOTEHETUYECKYI0 KOHCEP-
BaTUBHOCTb B IOAKJACCE Y-NMPOTEO0AKTEPHUil, 4TO
YKa3bIBa€T Ha WX CPaBHUTEJbHO HelaBHeE MPOUC-
xoxnaeHue B aBosouu [75]. @parment 23S pPHK,
COOTBETCTBYIOIIUI Y4aCTKy TE€PBUYHOIO CBSI3bIBA-
Hua L4, cmocobeH cHMXXaTh aKTUBHOCTH 1.4 B pery-
g S10-mPHK, 4dro mpexarosiaraeT KOHKYpeH-
uuo Mexnay 3tTuMu Asymst PHK -muinensimu. Asanus
CTPYKTYPbl MMHUMAaJIbHBIX YUaCTKOB CBsI3bIBaHUs L4
¢ 23S pPHK u 5'-HTO S70-mPHK noaTBep:xnaeT ux
CTPYKTYPHOE CXOICTBO [74].

ITomumo PHK-cBSI3BIBAIOIIMX YYaCTKOB, BOBJIE-
geHHbIX Bo B3aumozeiictBue ¢ pPHK 1 MPHK, L4 co-
JIEP>KUT 00JIACTh, MOTEHLMAIBHO CIIOCOOHYIO K B3au-
MOJIEMCTBUSIM ¢ Ipyrumu Geskamu [76]. HegaBHo 310
MpearoaoXKeH e Halllto noarsepxaeHue [77, 78]. To-
KazaHo, uyTo .4 Ha pubocome koHntaktupyet ¢ PHK-xe-
JmKaszoi SrmB, ygacTBytonieit B coopke S0S cyouacTuiy
in vivo |77]. Bae pubocomsl L4 cBsizbiBaetcst ¢ C-KOH-
neBbiM gomMeHoM PHKasbl E, nHrubupys ee aktuB-
HOCTB ITO OTHOIIIEHUIO K onpeaeaeHHbIM BumaM MPHK,
MOBBIIIEHHAsI KCIPECCUsi KOTOPBIX HEoOXonnuMa Tpu
pasmuHbIX BUgax crpecca [78]. Ilomararot, yTo Momy-
s aktuBHoct PHKaszer E Genkom L4 sBasiercs
YacThlO CTpaTerMy KJIETKU, 0OeCIIeurBaOIIE BbIKM-
BaHME B HEOJIaroNpUsITHBIX YCIOBUSIX [78].

L10 u L7/12. benok L12 (L7/12) npeacrapisier co-
0011 UCKJTIOUeHWE 13 OOIIEro MpaBujia SKBUMOJISIPHO-
CTH pUOOCOMHBIX KOMITOHEHTOB, TaK KakK B cocTaB 50S
cybJacTuIl y OOJIBIIMHCTBA OaKTepUil BXOAST 1Ba TUME-
pa aroro 6enka, a'y Thermotoga maritima — tpu [79].
Humepsr L.7/12 BzaumoneiicTByroT ¢ 6ekoMm L10 ¢ 00-
pa3oBaHMEM TTPOYHOTO KOMILJIEKCa, KOTOPHIiA B CTPYK-
Type 50S cyouacTuiibl cBsi3aH ¢ 6enkom L11 1 ygactkom
23S pPHK. Bce BMecTe 3T KOMITOHEHTHI 0Opa3yioT
BBITSIHYTBIA BBICTYN, pUOOCOMHBIN “‘stalk”, KOTOpbIit
BBIMOJIHSIET BaXKHENIIYIO (PyHKIIMOHAIBHYIO POJib, pe-
kpyrupyst GTP-cBsa3piBaroniye (hakTopbl TPaHCIISILINA
(IF2, EF-Tu, EF-G u RF3), craOuim3upysl ux akTUB-
Hyl0 KOoH(popMaluioo U ctumyiaupys ruaponaus GTP
(cm. [80] mnst cchutok mo TeMe). PYyHKIMOHATbHBIE
aHayioru L7/12 npucyTcTBYIOT B puOOCOMax BCEX Opra-
HU3MOB [ 3].

benku L10 u L7/12 E. coli konupytoTcsi reHaMU Ofl-
Horo ornepoHa rpl/LrpoBC (pucyHok). [TeHTamMepHbIii
komruteke L10(L7/12), B cBOGOIHOM Buie (hyHKIIMO-
HUPYET KakK OoMepoH-chelndUIHBINA perpeccop TpaHc-
JISILIUU, YYACTOK CBSI3bIBAHUSI KOTOPOTO PaCMOJIOXKEH B
npotsckeHHoit 5'-HTO MPHK mepen xomupyrommm
L10 muctponowm rplJ [8, 81]. B cocraB omepoHa BXOOSAT
Takke reHbl cyobenuHul 3 u 3’ PHK-nonuMepasbt
rpoB n rpoC (41O M majio Ha3BaHME ONEPOHY — 7if, TaK
KakK MyTallMy B 9TUX FeHax OINpPeAesIsioT YCTOMUUBOCTh
K prudaMIuLIMHY), HO 9KcIpeccus rpoB u rpoC peryiu-
pyeTcsl HE3aBUCUMO OT TPAHC/SILIMOHHOW PeryJssiuu
komrutiekcom L10(L7/12), [8]. KitoueByto posib B y3Ha-
BaHUM omnepaTtopHoro yyactka MPHK wurpaer L10, xo-
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TOPBII PaCIIO3HAET TOT XK€ CTPYKTYPHbIit MOTUB (“kink-
turn”), yto u B yuactke 23S pPHK, ¢ koTopbsIM B3auuMo-
JIEMCTBYeT B cocTaBe pubocombl [81]. Beckum aprymeH-
TOM B TI0JIb3y BTOTO CTAlO OAMHAKOBOE BO3JEHCTBUE
MyTallMii B aHAJOTMYHBIX IMO3ULMSIX MoTuBa “kink-
turn” B8 pPHK 1 MPHK Ha PHK-6enkoBEIe B3anuMo-
neiictBusa [81]. Takum obpazom, ctpykrypa MPHK B
paiioHe CBA3BIBAHUSI PEMPECCOPHOrO KOMILIEKCA KakK
Obl MMUTHUPYET CaWT TOCaaKM KoMIUlekca Ha 23S
pPHK. Onmnako cneumpuyueckuii MexaHU3M MHTUOM-
pOBaHUSl TPAHC/SILIMUA B pe3yjbraTe MPUCOEIUHEHMS
L10(L7/12), x MPHK Bce enie He pacKphIT, TaK Kak
cailT mocanku penpeccopa yaaieH oT RBS u npsimas
KOHKYPEHIIMS ¢ puOOCOMOI MaJIOBEPOSITHA.

L14. O cneuududeckoii GyHKIIMU YHUBEPCATLHOTO
oenka .14 (sykapuoruyeckuii 1.23) B TpaHCISILIUY CBE-
JIEHUI HeT, HO B TIEpBOM 0030pe 0 BHEPUOOCOMHBIM
(YHKIMSIM p-0€IKOB OH YITOMMHAETCSI KaK BEPOSITHBIN
KaHauaaT Ha ydactue B perummkanuu JHK [6]. [Tokaza-
Ho, uTo L14 B 40 pa3 ycunuBaeT akTUBHOCTb AT P-3aBu-
cumoit JIHK -xemka3ser Rep, ¢pepmenta E. coli, BoBie-
YEeHHOTO B PEeTUIMKAIINIO KileTouHoU n (paroserx JJHK
[82]. benok LL14 crioco6eH cBs3biBaTh Kak PHK, Tak u
JHK. Ilpenmonaraaock, 4To B CTUMYJISILNIO Rep Bo-
piedeHsl MMeHHO JIHK -cBs3pIBatomnme cpoiictsa. I1o-
CKOJIbKY poJib Rep B Kj1eTKe He Obuia sicHa, TO U OUOJIo-
rmyeckasl 3Ha4yMMocCTh L14-omocpemoBaHHONM CTUMY-
sy Rep-akTMBHOCTM OCTaBajlaCh MO BOIIPOCOM.
JIv1b HeTaBHO KOMIUIEKCHOE UCCIIEIOBAHNE iM ViVo Xe-
muka3 Rep, DinG u UvrD nposnuio cBeT Ha ux pyHK-
mim [83]. IlokazaHo, 4TO coyeTaHMe KaK MWUHUMYM
JIBYX X€JIMKa3 >KM3HEHHO HEOOXOAMMO JIJIsI pa3pelleHUs
KOH(JIMKTAa MEXAy peruiMKaluveil U TpaHCKPUITLUEH
P IIPOXOXICHUN PEIUIMKATUBHON BWIKM Yepe3 MH-
TEHCUBHO TPaHCKPUOUpPYEMbIE pPaiOHbl XPOMOCOMBI
[83]. Ilporpecc B M3ydyeHUM OMOJIOTMYSCKOM pPOJIA
JIHK-xenvka3 no3BosseT HaaesIThCs, YTO U POJIb CTU-
MYJIUpPYIOIINX (PaKTOPOB, TAKMX Kak p-0enok .14, cra-
HET COo BpeMeHeM 0oJiee SICHOM.

L20. L.20 abconoTHO HEOOXOAUM Ha paHHUX dTarax
cOopku bakTepraibHbIX S0S cyOuacTuil, 1 AejIeus re-
Ha rplT, xomupytomero 1.20, neransHa [84]. B E. coli
L20 cay:XuT ayTOreHHBIM PerpeccOpOM TPaHCIISIIIMHA
cBoero onepoHa rpmI-rplT[85]. Ilepen reHom rpm i pac-
MoJioXeH reH infC, Konupytoluii (pakTop MHULIMALIMT
tpaHcasiuuun 1F3 (pucyHOK), OmMHAKO €ro aKCIIpeccus
He perynupyercs L20, a konTponupyercs: camuM [1F3, k
ToMy ke y E. coli TpoMOTOp TpaHCKPUITLMU ONepoHa
rpomI-rplT pacnionoxeH B Komupymoleit oomactu infC.
Cas3biBasich ¢ onepaTopHbiM ydyactkoM MPHK niepen
muctpoHoM rpmli, 120 mpsiMo penpeccupyeT CHUHTE3
L35, 9To IpMBOIUT K MTHTMOMPOBAHMIO 1 €TO COOCTBEH-
HOTO CMHTe3a U3-3a HapyIIeHUSI TPAHCISILIMOHHOTO CO-
nipsckeHns [85, 86]. IpoTsokeHHbI (450 H.) omeparop
111 L20-penpeccopa ycTpoeH JOBOJIBHO CIOXKHO: B3an-
MOIECHCTBYE MEXIY yOaJeHHbIMU 00JIaCTSIMU (pOpMU-
pyeT CTpyKTypy Tumia “riceBmoyses”’. B kauecTBe pe-
npeccopa .20 B3auMomeiicTByeT ¢ AByMSI y9aCTKaMM B
oriepaTope, IpuyeM oda BaxkHbI 11 PENIPECCUU il VIVo
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1 00a TIPOSIBIISIIOT CTPYKTYPHOE CXOACTBO C MECTOM ITO-
canku Ha 23S pPHK [85]. Ilpennonaraercst, YTo MHIA-
OMpoBaHME TPAHCIISILUM MPOMCXOOUT MO MEXaHU3MY
KOHKYPEHIIMM, TaK KaK pubocoMa TOXKe MPearouTH-
TEJILHO CBS3BIBAETCS ¢ “IiceBHOy3IoM” [86].

HurepecHo, uto rensl infC-rpll-rplT B. subtilis obpa-
3YI0T OTIEPOH, TPAHCKPUITLIMSI KOTOPOTO HAIpaBIsieTCst
IIPOMOTOPOM, PaCIIOIOKeHHBIM nepen reHoM infC [87].
BOTOT OMnepoH Takke KoHTpoaupyercs L.20, HO B oTiin-
yue oT E. coli perynupyercst He TpaHCSLMs, a TpaH-
ckpunuus. B mumepnoit o6iactu MPHK nepen crap-
TOM WHULIMAIIMY TpaHCIIIuH infC BOZMOXHO (hOpMU-
poBaHUE NBYX aJIbTepHATUBHBIX CTPYKTYp, OAHA U3
KOTOPbIX — TEPMUHATOP TpaHCKpuniuu. CBsi3bIBaHUE
1.20 mpoBonmpyeT oOpazoBaHe MMEHHO TEPMITHATOP-
HO CTPYKTYpbl. XOTSI MEXaHU3MBI PETYJISILIMU OeJIKOM
L20y E. coli n B. subtilis npyHIUNAAIBLHO Pa3InYHEL, B
00oMx ciyyasix B OCHOBE JIEXUT CXOJCTBO CTPYKTYP
yuyacTKoB cBsi3biBaHus Ha MPHK 1 23S pPHK [87].

Pubocomnblie O6eqku-maneponsl. Hekoropbie p-6eri-
Ku criocobcTBy0T yKinanke PHK, nmpenoTrspaiiast oopa-
30BaHUE HEMPaBWIbHBIX, (PYHKIIMOHAJIBHO HEaKTUB-
HBIX CTPYKTYp, T.€. sSIBJIsIIoTC 1nanepoHamu mist PHK.
OTa aKTUBHOCTb p-0eJIKOB He TpedyeT ruaposmsa ATP;
TeOpETUYECKM OHA MOXKET ObITh BOBJIeUeHa Kak B MPO-
11iecc cOOpKU pruboCcoM, Tak U B (hOpMUPOBAHUE AaKTUB-
Hol koH(hopmalmu HepubocoMHbix PHK. M3 6enkoB
30S cybuacTun Hamboiiee BeipakeHHy0o PHK-miame-
POHHYIO aKTUBHOCTH miposiBiisieT S12 [88]. He obnanmas
creUIHOCThIO K HYKJIEOTUAHON TOCe10BaTeb-
HOCTH, S12 MMeeT CPOACTBO K HECTPYKTYPHUPOBaHHbBIM
PHK. IMoka3zanHo, uTo in vitro S12 crioco0CTBYeT cruraii-
CUHTY UHTPOHOB rpytiibl I 6akTepuodara T4, npuuem
OH He y4JacTBYeT B CIUTAlCMHIe Kak TAKOBOM, a HY>KeH
TOJIBLKO JIJIS1 IPUAAHUS ONITUMAJIBHOM CTPYKTYPbI MOJIe-
kyie PHK, Tak Kak MOXeT ObITh yajieH MpOTEeOIUTU-
yeckuMu ¢epMeHTaMu [0 WHULMALUM peakuu
crnavicnara gooasiienneM GTP [87]. Ananormunbie
dynkimu PHK-1marnmepoHoB MOryT BBITIOJHSITh OKOJIO
onHoit Tpetu 6enkoB 50S cyduacTuilsl [89], pu 3TOM
HaMBHICIIIAsI aKTUBHOCTH oTMeueHa y L1. boiee Toro,
0Kazajoch, YTO 3Ta CHOCOOHOCTh (DMJIIOTEHETUYECKU
KOHCepBaTMBHa U CBOMCTBeHHa L1-roMosioraM m3 Bcex
TpeX LIapCTB, XOTs uMetoTcs 1 uckinoueHus [90]. benxku
L15, L16, L18 u L19 cnyxar maneponamu u mist PHK,
U J1J1s1 OeJIKOB, TIPUYEM UX IIariepOHHAst aKTUBHOCTb MO
OTHOIIEHMUIO K OeJIKaM CpaBHMMA C aKTUBHOCTbIO Kj1ac-
cuueckoro mariepoHa Hsp90 [91]. Drta ¢yHKIMS p-
OEJTKOB MOXET OBbITh BOCTPEOOBAaHA B YCIIOBUSIX pa3Iiy-
HBIX TUTIOB CTpecca, KOoraa JUIIb MaJiasi 1015 pudocoM
WUCIIONB3YETCs ISl CUHTE3a HEOOXOMMBIX CTPECCOBBIX
OeJIKOB, a “JuIlHKEe” p-0eaKu 6epyT Ha ceOst poJIb 11a-
TMEePOHOB ISl TIOAJEPXKAHUSI UX aKTUBHOM CTPYKTYDHI,
CIOCOOCTBYS BBKMBA€MOCTU KJIETOK.

3AKJIIOYEHUE

INpuBeneHHBIE B 0030pe JaHHBIE HATJISITHO MOKA3bI-
BalOT, YTO pMOOCOMHBIE OSIKM CIOCOOHBI (PYHKIIMOHM -
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poBaTh BHE pUOOCOMBI 1 CIIYXKUTb MOMYJIATOpaMU pas-
JIMYHBIX KJIETOYHBIX ITPO1IECCOB (B TOM YUCIIe U (parocre-
LM(PUUECKUX): TPAaHCISILIMU (P-O€JTKU KakK ayTOreHHbIe
TPaHCJSIIMOHHBIE Perpeccopbl), TpaHckpummu (S10,
S4, S1, L2, L4), peryasituu ctadbuinsHoctu MPHK (L4,
S1), penapauuu-peruukauuu JJHK (S9, L14), pernu-
kKamuu ¢daroBeix PHK (S1). Ot momoaHuTEIbHBIE
GYHKIMU p-0€JIKM OCYILECTBIISIIOT Onaromapst Uux
PHK/IHK-cBs13bIBalOIIMM CBOMCTBaM, a TakxKe CIo-
COOHOCTH K B3aMMOIEUCTBUIO C IPYTMMU KJIIETOYHBIMU
oenkamu. Hekoroprble 6e1K1 6aKTepraIbHBIX puOOCOM
CMOCOOHBI BBIMOJIHATh HECKOJBKO JIOTOTHUTETbHBIX
(YHKIMIA, SIBIISIICH TTOUCTHUHE MOJIM(PYHKIIMOHAIBHBI-
MU KoMIToHeHTaMu KieTtka — S1, S4, L4. Ectb Bce oc-
HOBaHMSI TMoJjlaraTb, YTO CIIMCOK BHEPHOOCOMHBIX
(GyHKIMIT p-OeIKOB JajieKo He II0JIOH, 1 II0 Mepe COo-
30aHUS TI00ATBHONM KapTUHBI B3aMMONEHCTBUI KIle-
TOYHBIX KOMITOHEHTOB, OMMCAaHNE KOTOPBIX U COCTaB-
JISIET 1eJIb “MHTEPAKTOMMKHN’, OyIyT OTKPbIBATHCS HO-
Bble, B TOM 4YHWCJIE€ W HEOXHWIAHHbIC, AKTUBHOCTU
CTPYKTYPHBIX KOMIIOHEHTOB PUOOCOM.

ABTOpPBI BBIpaXaloT OmaromapHocTh Poccuiickomy
doHay (pyHIAMEHTAJIbHBIX WCCISIOBaHMI 3a (pMHAH-
coByio noanep:kky (06-04-48353a u 09-04-01014a).
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