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1. Beenenue. I1. CtpykrypHas opranusanus 6eixko Lsm. [II. ®yHk-
LMOHaJIbHAs posib OeKoB cemeiictBa Lsm. I'V. 3akmouenue.

I.LBBEJAEHUE

Sm u Sm-nono6usIe (Like-Sm, Lsm) Genku npuHaanexar K 00IbIIoMy
ceMelicTBY OETIKOB, KOTOpbIe yyacTBYIOT B Metabomu3me PHK. I1pexcra-
BUTEIHN JJAHHOTO ceMeicTBa ACHTH(PHUIIMPOBAHBI BO BCEX TPEX JOMEHAX
JKU3HH: OaKTEepHsIX, apXesiX U dykapuoTrax. Bee oHun comepskar Sm gomMeH,
COCTOSIIINI U3 IByX KOHCEPBATUBHBIX MOTHBOB Sm1 11 Sm2, pa3aeneHHbIx
BapuabeNbHBIM 110 JAJIMHE U aMUHOKUCIIOTHOMY COCTaBy y4acTKoM [ 1, 2].

DyKapuOTHYECKUE NPEAICTABUTEIN JaHHOTO CeMelcTBa — Sm Oelky,
OBUTH OTKPBITHI [TPU U3YYSHUH ay TOMMMYHHOTO 3a00JI€BaHusI — CHCTEMHOM
KpacHoW BoiuaHku (Smith antigen, BnepBble aHTHI'CH ObLT OOHAPYKEH
y nauueHTku no gamunuu Cmut). B xome Oone3HH yenoBedecKUi
OpraHu3M BbIpa0aTBHIBAET AHTUTENIa MPOTHUB COOCTBEHHBIX OEIKOBBIX
AQHTUT'€HOB, KOTOPBIE, KaK MO3IHEE BBISICHUIOCH, BXOAST B COCTaB CILIAi-
COCOMBI U (popMHUPYIOT KOMILIEKCHI ¢ ManbiMu siaepHbiva PHK [3]. Ha
CETOAHSLIHUHI IeHb B TEHOMAaX 3yKapHOT 0OHApYKEeHO, 110 KpaiiHel Mepe,
18 paznuunbix Sm u Lsm 0eiKoB, KOTOpbie 00pa3yloT He MeHee 6 pas-
JUYHBIX TETePOTENTAMEPHBIX KOMILIEKCOB [4]. DTH OeNKH y4acTBYIOT
B MPOIECCUHTE MPEAIIECTBEHHUKOB MaibiX sApbiikoBbix PHK, pPHK,
TPHK, crimaiicuare MPHK, co3peBannu ructonoB, nerpamganui MPHK [2].

Tpunamuie cokpawenus: Sm — Smith antigen (BriepBble aHTUT€H ObLT OOHAPYXKEH
y narueHTkd no ¢pamumaun Cmut), Lsm 6enku — Like-Sm (Sm-niono0OHbIe Genkn),
SmAP — Sm Archaeal Proteins (apxeiinsie Sm 6enkn), Hfq — Host factor Q-beta
replicase (Host factor I, npuHIMaromuii yuactie B peruukanun oakrepuodara Qp),
MaPHK — mansie ssnepusie PHK, mpPHK — mansie perynsitopusie PHK, maPHIT —
MaJible sJIepHbIe PUOOHYKIICOIPOTEHIBL.
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BakrepuanbHbIi IpeicTaBUTENb ceMelicTBa Lsm — BEICOKO KOHCEpBa-
THBHBINA Oermok Hfq, oOHapykeHHBIN BO MHOTHX TeHOMax [5]. XoTs 1o
aMUHOKHCJIOTHOH TTocieoBareIbHocTh 0emok Hfq He oOmanaet Bricokoi
CTETEeHBIO TOMOJIOTHH C IPYTHMH TMPEACTABUTEISIMU CEMENHCTBA, OH
MOPA3UTENBHO CXOK C HUMH T10 TPOCTPAHCTBEHHOU cTpyKType [6]. Hfq
CBsI3BIBACT aJieHUH/ypuauH-oorareie yuactku PHK B Tpex caiitax Ha
MOBEPXHOCTH 00pa3yemMoro um rekcamepa [7]. OH siBisieTcs r1o0anbHBIM
PETYAATOPOM TPAHCKPUIILIUHU U TpaHCIAIMH, a Takke PHK-maneponowm,
CIOCOOCTBYIOIIUM B3aMMOJICHCTBUIO MaJibiX perynsitopHeix PHK u nx
ueneBsix MPHK [8].

HexoTtopsie apxeu (npeacraButens pofa Pyrococcus v ranouibHbe
apxen) KOAMPYIOT TOJNbKO oAMH TreH Oenka (Lsml), Torga xak apyrue
cozxepskar aBa rena OenkoB Lsm1 u Lsm2 [9]. Y kpenapxeot oOHapyskeH
JIOTIOJIHUTEIIBHBIN TIPE/ICTABUTEIb ceMeicTBa, 0enok Lsm3. B nocineanem
citydae Sm JIOMEH COeJMHEH C €IIe OHUM, J0OaBOUHBIM, JOMEHOM THOKUM
mHkepoM [10]. HecMoTps Ha TO, 4TO EPBEIE CTPYKTYPHI apXeHHbIX Lsm
OenkoB ObLTH OTKPBITHI Ooiiee 20 et Hazal, uX QYHKIMH HCCIIeIOBAHbI
oueHs crabo [ 11, 12]. Mi3Bectro, 4T0 apxeiiHble Lsm Oeiku CBS3bIBAIOT YPHIH-
oorarpie yyactku Manbix PHK u TPHK, a Taxoke B3anMoneicTBy OT ¢ psiioM
0EITKOB, YUaCTBYIOIINX B PETYISIUN TpaHCIsIwy 1 MeTadormsme PHK [1, 13].

Iockompky cemeiicTBo Lsm OerrkoB BKITFOYAET B ce0sI ITpeACTaBUTENEH,
HCTOPUYECKU OTKPBITBIX HE3aBHCHUMO APYT OT Apyra, TO B JIUTEPAType
Lsm Oenxu pa3HbIX IOMEHOB XM3HM MMEIOT pa3Hble HAUMEHOBAHUS:
bakxrepuanbubie — Hfq (Host factor Q-beta replicase); BXOIAIIHE B COCTaB
CIUIAaiCOCOMBI 3yKapHOTHYECKHE OSJIKH HAa3bIBAIOTCS SM, UX IapaJIoTy —
Lsm (Like-Sm); apxeiiapie O6enkn Takke HaszbBaroTcs Lsm mwm SmAP
(Sm Archaeal Proteins) [1].

B mpencraBnenHoM 0030pe OYIyT pacCMOTPEHBI CTPYKTYPHBIE 0CO-
OeHHOCTH OeIKOB ceMeiicTBa Lsm 13 pa3HBIX JOMEHOB JKU3HH, a TAKXKe
BIIMSIHUE CTPYKTYPBI Ha BHITTOTHEHUE WX KIIETOYHBIX (DYHKIIHH.

II. CTPYKTYPHASA OPTAHU3ALIUA BEJIKOB LSM

[lepBBIMU cTpyKTYpamMu Sm OEITKOB, MTOJTy9€HHBIMU C TIOMOIIBIO PEHTTe-
HOCTPYKTYPHOTO aHaJIN3a, ObLTH KOMIUIEKCHI ABYX reTepoaumepos D1-D2
n D3-B u3 xierok genoseka [14]. HemHOTHM T03Ke OBLTH OTIPEICIICHBI
roMorentaMepHsIe CTpyKTypbl SmAP u3 apxeit Methanobacterium thermau-
totrophicum [11], Pyrobaculum aerophilum [15] n Archeoglobus fulgidus
[12]. Bckope OB TOTYYeHBI MPOCTPAHCTBEHHBIE CTPYKTYPHI OETIKOB
Staphylococcus aureus Hfq [16], Escherichia coli Hfq [17] u Pseudo-
monas aeruginosa Hfq [18], kotopsie (pOpMUPYIOT TOMOTEKCAMEPHYIO
YETBEPTHUHYIO CTPYKTYPY.
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Puc.1. IIpocTpaHCTBEHHBIE CTPYKTYpPBI psiia Sm- U Sm-N0A00HbBIX OEIKOB.

(a) Jlentounas mozmenb MoHoMepa Sm-0Oenka. (6) Koposeiid gjomen Ul maroro
saepHoro pubonykieonporena yesnoseka (PDB 3CW1). I'ereporentamep cocTout
u3 Sm-6enkos B, D1, D2, F, E, G u D3. (8) [omorekcamep 6enka Hfq P. aeruginosa
(PDB 1U1S). (r) T'omorenTtamep 6enka Sm1 Archaeoglobus fulgidus (PDB 114K).

B nannoM n TIOCIICAYIOIUX PUCYHKaX COCECTHUEC MOHOMEPHBI BBIACIICHBI CBETIIO-
CCPBIM U TEMHO-CEPBIM OTTCHKAMU.

W3 ananmu3a cTpykryp OenkoB cemeiicTBa Lsm ciemyer, 4To mpakTu-
YECKH BCE MPEACTABUTENH apXeiHHBIX OerkoB SmAP ¢popmupyror romorer-
Ttamepsl (puc. 1r), sykapuorndeckue Sm/Lsm Oenku — rereporentaMepsl
(puc. 10), a 6enxu Hfq — romorekcamepsr (puc. 18) [13]. OgHako umMeroTcst
uckiroueHus. Hanpumep, SmAP2 u3 apxen Archeoglobus fulgidus dop-
MHUpYyeT TU00 TeKcaMephl, JIN00 TenTaMepsl B 3aBUCHMOCTH OT HAJIWYHS
PHK B pactBope u pH cpemsl. ['ekcamepsl hopMUPYIOTCS B KUCIIOH cperie
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npu orcytctBun PHK, a no6asnenne ypuaun-6oraroit PHK npruBonuT x
¢dbopmupoBanuto rentamepos [19]. Kpome Toro, BCTpeuaroTcsi TpUMEPhI
(N-koHn1eBoit pparmeHT Oenka Lsm4 u3 apoxoxeit Schizosaccharomyces
pombe) [20], nentamepst (Lsm nuanodara) [21], okramepsr (Lsm3 u3
Saccharomyces cerevisiae) [22].

benku cemelictBa Lsm uUMEOT 0JMHAKOBYI IPOCTPAHCTBEHHYIO
YKJIAJKy JIEMEHTOB BTOPUYHOU CTPYKTYPHI (POiT) B BUIE S-TSHKEBOTO
aHTUIIAPaJUICIILHOTO B-TIHCTAa, KaK MPaBHIIO, COSTUHEHHOTO ¢ N-KOHIIeBOH
a-criupaibio (puc. la). N-koHIeBas o-CIMpalib HE SBISETCS HEOOXOAMMON
JUTSL COXPAHEHUS CTPYKTYpPbl MOHOMEPA U MOXKET OTCYTCTBOBATh y HEKO-
TOPBIX IpeacTaBUTeNeH cemeiicTBa. Tak, y Sm-nogoOHoro Gernka, moiy-
YEHHOTO M3 MOPCKOTO METareHoMa U BeJyIee CBOE MPOUCXOXKACHHE
NPEATOIOKUTEIBHO OT IMaHodara, o-Crupas pacnonoxena Ha C-KoHIIe
[21]. MonoMepbI Lsm 0e1KoB caMOOpPraHUu3yTCS B CTAOUIBHYIO TOPOH-
JNATbHY0 YETBEPTUUHYIO CTPYKTYPY, IPUYEM (-CIIHPATd MOHOMEPOB
OKa3bIBAIOTCS 110 OJJHY CTOPOHY MYIIBTHMEpa. DTy CTOPOHY B JIUTEPATYPE
Ha3bIBAIOT CIIPOKCHMAITLHO, & TPOTUBOIIOJIOKHYIO CTOPOHY TOPA — «JINC-
TasbHOU» [1].

Monomeps! 0enKa WCKIIOYUTENFHO MHOTO(YHKIIMOHATBHBI: OHA
yacth Sm onna (Sm2, Tsoxu B4 u fS) noxaepkuBaeT MeKCyObeTMHUYHBIE
KOHTAKTEHI, TOTMa Kak Apyras (Sm1, Tsoku B1, B2 u f3) yaactByeT B hopmu-
poBaHnH HecKombkux PHK-cBs3BIBaromux caiiToB (CalT CBA3BIBAHUS
OITHOIICTIOUCYHBIX ypuanH-0orateix PHK, 00HapykeHHBIN ¥ BCeX OCITKOB;
non(A) PHK-cBsi3piBatomuii caiit n 6oxoBoit PHK-cBs3pIBarommii cait
y 6enxoB Hfq) [1].

Crnemyer OTMETHUTD, UTO IPECTAaBUTENN ceMeiicTBa Lsm, oTHOCSIIHeCs
K pa3HbIM JOMEHAM KU3HU, UIMCIOT CBOM XapaKTePHBIE YepThl (puc. 2).
BonbimacTBO OakTepualbHbIX OekoB Hfq nMeroT npoTskeHHBIN HeyTio-
psaaoueHHblil C-KoHel, KOpOTKyIo netnio L4, coennHsIoNnyt0 MOTUBbI

Puc. 2. CpaBHeHHE aMHHOKHCIIOTHBIX ITOCIIEI0BATENbHOCTEH OeTkoB cemeiicTBa Lsm
n3 OaKTepui, apxel U dyKapHoT.

[MocnenoBatenbHOCTH: OakTepHanbHble — Escherichia coli (Eco Hfq), Staphylo-
coccus aureus (Sau Hfq), Bacillus subtilis (Bsu Hfq); apxeitabie — Methanococcus
Jannaschii (Mja SmAP), Methanococcus vannielii (Mva SmAP1), Sulfolobus aci-
docaldarius (Sac SmAP2); sykapuorndeckue — 6enku Lsm4 u Lsm7 u3 npoxokeit
(Yeast Lsm4 u Yeast Lsm7) u 6enox SmB uenoseka (Human SmB).

Hywmepanus Hax O10KaMu COOTBETCTBYET MOCIENOBATENFHOCTIM OenkoB Eco
Hfq, Mva SmAP1 u Yeast Lsm7, coorBercTBeHHO. KOHCepBaTHBHBIE Cpelu BCEX
IIPUBE/ICHHBIX MOCIIEA0BATEILHOCTEH aMUHOKHUCIIOTHBIE OCTAaTKH BbIJICJICHbI YePHBIM
[[BETOM, KOHCEpBaTUBHbBIC HE MeHee yeM cpeiu 80% OeJIKOB — TEMHO-CEPBIM I[BETOM,
HE MEHee 4eM B IOJIOBHHE OEeNIKOB — CBEeTIO-cepbiM. CHH3Y 0003Ha4YeHBl 00MacTu
KOHCEPBaTHBHBIX MOTUBOB Sm1 u Sm2. (cm. puc Ha ci. cmp. —>)
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Sml u Sm2, u koncencyc [Y/FJKHAI Sm2-motuBa, sBISIOIIHICS
yactbto PHK-cBs3bIBalOIIETO CcailTa HA MPOKCUMAJILHON MOBEPXHOCTHU
MyJIBTUMEpA. Y apXEeWHBIX MPEJCTaBUTENEH OTCYTCTBYET YIJIMHEHHBIN
C-KOHEIl, OHA UMEIOT IITUHHYIO TIeTio L4 Mexay motuBamu Sml u Sm2,
a KOHCEHCyC Sm2-MOTHBA MPEACTaBIsIeT cOO0H MOCIe0BaTeIbHOCTD
RGXX, rne X — mobast 3apsbkeHHass aMUHOKHCIIOTA. DYKapUOTHICCKUE
Sm/Lsm 6enku, kak u 6akrepuansubie Hfq umerot yanmuaennsiii C-koHer,
HO JUuTMHHYIO neTio L4 u koncencyc RGXX Sm2-moTuBa, Kak apxeiHble
SmAP [13, 23]. [lokazano, yro netnu L4 y sykapuoTHueckux OEIKOB
SmD2 u SmB, ¢popmupyromux MssPHIT U1, 00pa3yrot caiiT cBs3bIBaHUs
PHK u crabunusupytor mmunbky MaPHK [24].

III. ?YHKHUOHAJIBHASI POJIb BEJIKOB
CEMEUNCTBA LSM

Sm/Lsm 06enku 1 ux O6akTepualibHble TOMOJIOTH aKTHBHO y4YacTBYIOT B
ouoreneze PHK, a taxke Bo B3aumoneticteuu mosniekyn PHK co cBoumu
naptaepamu [25]. Tak, 6enok Hfq B E. coli Bnusier Ha pacnax MPHK,
uHTHONpys 3'-5'-5K30HYKIJI€a3HYI0 aKTUBHOCTh puOOHYyKIeas [26], a
TaKKe CrocoOCTBYIOT B3aMMOACUCTBUIO MabIX perynaropusix PHK
¢ uenesbiMu MPHK, Biusist Ha addexruBHOCTS UX TpaHcuauuu [27].
DyKkapuoTudeckue OeJIKH 3TOTO ceMeHcTBa (GOPMHUPYIOT LENbIH psij
MssPHII, kotopbie HeoOXomuMBI Jisi TipolieccuHra u co3peBanust PHK
B kietkax [28]. O0 apxeitHpix Lsm Oenkax W3BECTHO JIUIIH TO, YTO OHU
B3aMMOAEHCTBYIOT ¢ nonuHykiaeotuapocdopunaszoit P u ypuaun-oora-
TeIMU HIOcnenoBaresibHocTsIMU PHK, 1, BO3MOXXHO, yuacTBYIOT B IipoLiec-
cunre TPHK [1].

OYHKINU DYKAPUOTUYECKUX BEJIKOB SM/LSM

DyKapuOTHYECKUE Sm OCIKH SBISIOTCS YacThIO crutaiicocoMHbIX MsiPHIT
(Marple siIepHble pUOOHYKIICONIPOTEH/IBI ) U CBS3BIBAIOTCS C YPUINH-O0Ta-
ThIMH TTocieoBatebHocTIMI MIPHK, BMecTe ¢ koTopbiMu popMupytoT
reTeporentaMepHbiec Sm-KOMITIEKCH [29]. IMeeTcst embIid psix TOMOJIO-
TUYHBIX (POPMHUPYIOIINX TeTepOrenTaMepHble KOMITIEKCH Lsm OenKoB.
HawnbGomnee n3ydeHsl 3 HUX KOMIUIEKCH Lsm 1-7 u Lsm 2-8, koTopsIe
HaXOJIATCS B IUTOTIA3ME U B SJPE, COOTBETCTBEHHO.

Cnunaiicocoma — 310 MHOTOKOMIIOHEHTHBIH PHIT KoMITieke, cocTost-
i 13 HeckonbkuxX MsIPHK (deTsipe ocHOBHBIX 13 st — 310 MAPHK
U1, U2, U4 u US), KoTopsIe CBA3BIBAIOTCS ¢ uepeaoir Sm OenkoB. [locie
skcriopta MiPHK Ul, U2, U4 u U5 B uutonnasmy, Oelku, COMPOBOXK-
naeMble komruiekcom SMN (survival motor neuron, BBDKHBaHUSI MOTOP-
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Puc. 3. (a) CrpykTypa rereporentamepHoro komruiekca Lsm?2-8 u3 apoxokeii B KOMII-
nexce ¢ MiPHK U6 (PDB 4M7A). (6) CtpykTypa rereporenTaMepHoOro KOMIIeKca
Lsm1-7 u3 agpoxcokeit (PDB 4C92).

HBIX HEHPOHOB), COOMPAIOTCS BOKPYT y4dacTKa OHOIEMOYEUHOH YpH-
nuH-0oraToil mocaenoBarenbHocTd MIPHK, HaseiBaemoli caiitom Sm,
¢ obOpazoBannem kopoBoro nomeHa MsPHII. B komruiekc BKiIrFOUaroTcst
oenku-poromepsl SmE, SmG, SmD3, SmB/B', SmD1, SmD2 u SmF
(mepeunciiens B mopsiake B3anmoseiictsust ¢ PHK ot 5' k 3' konty) (puc.
16). Kaxxprit mpoToMep CBS3BIBAaET OHO OCHOBaHME B cBoeM PHK-cBs3bI-
BaroteM caiite [23]. @opmupoBanue kopoBoro nomeHa MaPHK sBiseTcs
MPEANOCHUIKON JIJIi UMITIOPTA B 11po, riae 3ti MsiPHII co3peBatoT mytem
00aBIIEHNS OCITKOB, CTISITA(UIHBIX TSI KAKI0TO PHOOHYKIICOTIPOTEH A,
¢ (hopMHUpOBAHUEM CIUTACOCOMBI [24].

B otnmume or Sm komruiekcoB, komiiekc Lsm 2-8 cobupaercs B
orcyrctBue PHK, a 3arem crenmpuyeckn cBs3piBaeTcs ¢ 3'-KOHIIOM
crutaiicocomuoit MaPHK U6, xotopast conepXuT nsaTh ypuanHos u 2'-3'
nukiaodocdar BMecto 3'-rugpokcuiibHOM rpymis (puc. 3a) [30, 31]. Io
BCEH BUAMMOCTH, IJIMHA YPUIUHOBOTO YIACTKA BaXKHA IS CBSI3BIBAHUS
Lsm. Pactymas U6 MaPHK conepxxut Tonpko 4 ypunuHa Ha 3'-KOHIIE,
YTO MO3BOJISIECT €1 CBsI3bIBATh Oesiok La [32]. BriociencTBruu 3TOT y4acToK
YBEIMUUBACTCS TEPMUHATIBHOM ypUAMITPaHC(epa3o, a 3aTeM o0pe3aeTcs
sk30oHykieazoit MPN1 [33]. B xone co3peBanus 6emok Lsm BeITECHSIET
La u 3ammmaer U6 MaPHK ot sx3onykneasnoro ykopauuBanus [30],
TaKkuM 00pa3oM Biusis Ha cTaOWIbHOCTH TpaHckpunTa [34]. Bo3amoxHo,
STH IHKJIbI YBEJIMUYEHUS U O0PE3KH HEOOXOAUMBI JIIsl TOro, yTodnl U6
MsiPHK ocTaBanack Hen3MeHHOM mociie KaXI0T0 UKIIa crutaiicuara [25].
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CpaBHeHHEe aMHHOKHCIIOTHBIX TIOCenoBaTenbHoCTel Lsm mporomepos
(Lsm5, Lsm7, Lsm4, Lsm8, Lsm2, Lsm3 u Lsm6) u Sm mpoTromMepoB
(SmE, SmG, SmD3, SmBB', SmD1, SmD2 u SmF) nmoka3zano BrICOKYIO
CTEeIeHb TOMOJIOTUH MEXKITy COOTBETCTBYIOIIMMH CyOheauHUIIaMu [35].

[uTomnazmaTrraeckuii Komruieke Lsm1-7 BoBjeueH B mpoiiecc erpa-
naruu MPHK [36]. On y3naer MPHK ¢ xopotkumu nonun(A) 3'-koHuamu
(<10 aneHnHOB), KOTOpBIE 00PA3YIOTCS B pe3yJbTare JeHCTBUS 1eaICHU-
na3 CCR4/NOT wmnu PARN [37]. Xots GpyHKimu Lsm OenkoB B mporecce
nerpanauuu MPHK erie He coBceM sICHBI, CyIIECTBYIOT JiBa SIBHBIX IOC-
JIEICTBUS JJAaHHOTO CBsi3bIBaHUsA: nepBoe — 3'-koHeny MPHK 3ammumen or
9K30HYKJIea3, Bropoe — Lsm1-7 cBs3bIBaeT GpakTopbl, HEOOXOAUMBIE IS
nexanuposanus 5'-koHna MPHK, uro yckopsier e€ nerpamaunmro [38].
Lsm1-7 cBsa3piBaer u 3amumaet 3'-KoHLBI AeaneHmnnpoBaHHeIx MPHK
Y MHULOUUPYET UX JEK3IUPOBAaHUE, Yallle BCEro, IIyTEM CBSA3BIBAHUS
C-koHI1IeBOr0 JI0OMEHa akTuBaropa aek>nuposanust Patl [39]. CymecTtByeT
npennoiiokeHne, 4to Lsm1-7 BbI3pIBaeT AEKIMUPOBAHNE TPOMEKYTOUHBIX
MPOAYKTOB pacnaza onuroageHuanposanueix MPHK, kotopsle nosisisttoTcst
B pesynbrare aeaneHunupoBanus MPHK kommnexkcamu PAN2-PAN3 u
CCR4-NOT [37]. Pe3ynbrarsl, MOIy4YEHHBIE in Vitro, TOBOPST O TOM, YTO
9TH UHTEPMEANATHI HAMPSMYIO Y3HAI0TCs KoMIutekcoMm Lsm1-7/Patl [38].

CtpykTypHO KoMIiekc Lsm1-7 odeHb moxok Ha koMmrIuieke Lsm2-8
(puc. 36) [40], oOpazys ayry n3 6 HyKICOTHIA-CBI3BIBAIONTNX KAPMaHOB,
HaunHatomuxcsa Ha Lsm7 u 3akanumBaromuxcs Ha Lsm6 [23]. O6a
koMriekca Lsm1-7 u Lsm2-8 B3auMOAEHCTBYIOT ¢ ypHUIUH-OOTaTHIMU
nocnenosareasHocTsiMu PHK, ognako Lsm1-7 cszeiBaer US PHK B 100
pa3 ciabee, ueM komrieke Lsm2-8 [40]. [IpuunHa CHUKEHUS CPOJICTBA
Lsm1-7 k ypuaun-6orarsim PHK mMoxeT 3akimodaTsbest B Cy:KEHHH TTOPbI
rentamepa Lsm1-7 u3-3a amuaHON C-KOHIIEBOH 0-CITUpad MPOTOMEpa
Lsml, xotopast mpoxoauT BAOIb BCEH MOPHI U IOCTUTaeT OBEPXHOCTH
Lsm6. Crienyer noguepKkHyTh, YTO AKTUBHYIO POJIb B TIOBBILICHUH CYOCT-
parHoi# cneunduunocty Lsm1-7 k PHK urpaer eme onns 6enok — 6emnox
Patl, koTopsblii cBsi3bIBacTes ¢ cyobenuaunamu Lsm2 u Lsm3 kommiexca
Lsm1-7, u taxxe B3aumonerictsyer ¢ PHK [41].

HenaBuue nccnenosanus nokasanu, 4ro Lsm1-7 MoxeT no-HOBoMy
BBITIOJIHSITH CBOIO (DYHKLIMIO B IUTOIIa3MaTHYEeCKUX MyTsiX pactiaga MPHK:
yepe3 npouecc onuroypuaunupoanus 3'-konna MPHK. bonsmmuacTBoO
uuromiamarnuecknx MPHK B kieTkax S. cerevisiae nerpagupyoT 1o myTa
JlealcHUIIMPOBAHNS, KOTOPBIM COXpaHseTCs Y BBICIIMX OpraHu3MoB [37].
OnHako UMEI0TCsl yOoequTeNIbHbIE JOKa3aTeIbCTBA JOMOJIHUTEILHOTO Ty TH
Jerpagaunu y rpu0oB u pactenuil. Hanpumep, y Schizosaccharomyces
pombe 3nauntensHas gonst MPHK pacniagaercs o myty, He TpeOyroiiero
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JicaICHUINPOBaHUsL. DTOT aJIbTEPHATUBHBIN ITyTh TAKXKe TPEOYET B3aUMO-
neiicrBus Lsm Oeinkos ¢ 3'-kontiom PHK. B nanHOM npotiecce npuHumaer
ydacThe TepMHUHajIbHas ypuanHTpancdepasza Cidl [42]. Ona cnocoOHa
JI00ABJISITH OJIMH WM JIBa YpUIMHA HAa A-Oorarblii 3'-KOHEI] HEKOTOPBIX
TPAHCKPHUIITOB, 4YTO BEJCT K JekdnupoBanuto MPHK B 00xon neanenu-
JIUpOBaHUs, HO TpeOyer yuactuss Lsml-7 U acCOIMUPOBAHHBIX C HUM
nexsnupyronux (akropos. [Toxoxkuid MexaHu3M oOHapykeH y rpuda
Aspergillus nidulans, y xotoporo Bce MPHK nipuoOperaror Mogudurkanmto
3'-CUCU nocne yxopouenus monu(A)-xBocra g0 15 ocTaTkoB. DTa MOIu-
¢dukamus ocymiecTBiseTcss HykieoTuauirpancdepazamu CutA u CutB,
poacteennbivu Cidl S. pombe [43]. Xotst Oenku Lsm u3 Aspergillus ve
OBUIH OXapaKTepU30BaHbI, [0 BCEH BUIUMOCTU, OHU BOBJICYCHHI B JIaH-
HBII MexaHu3M pacrnaaa. [logo0HbIi myTh Takxke HabmronaeTcs y Arabi-
dopsis, tae Ha nonu(A) 3'-xonnax MPHK oOHapyxuBaroTcst oquH UiIu
JIBA TUpUMUMHA (Yaie Bcero, ypunuusl) [44]. Jlo cux mop He SCHO,
COXpaHseTCs I 3TOT MyTh pacraga MPHK B kireTkax MIeKOMUTAIOMINX,
XOTsI OH OYEHb IMMOXOXK Ha MEXaHH3M, OOHAPYKEHHBIN IPH JIerpajanun
HeaJeHWIHpoBaHHBIX THCTOHOBBIX MPHK y MuexonuTaromux [25].

OYHKIMNW BAKTEPUAJIBHBIX BEJIKOB HFQ

benox Hfq Opu1 ommcan Gonee 50 neT Ha3aa Kak KIETOYHBIH OEOK
E. coli HF-1 (Host factor 1), mpuHUMaronmumii ygyacTue B perIuKalun
baxrepuodara Qf [45]. OnHako ero MpUHAAIIEKHOCTH K ceMeiicTBy Lsm
1 Hasmgyre Sm ¢oiaa ObUTH MPUITHCAHBI TOPA3/I0 MO3XKe W3-3a TOTO, YTO
nocienosarenbHocTh PHK-cBsi3pIBaOIIETO caiiTa, XapakTepHas JJis
TOMOJIOTHYHEIX OenkoB apxeit u sykapuot, y Hfq apyras [1]. IlepBsie
Kpuctauiorpaguieckne cTpykTypbl Hfq mokasanm mpuHanIeKHOCTH
9THX 0enkoB kK cemenicTBy Lsm. Kaxxaprit MoHOMeEp Genka Takke COCTOUT
13 N-KOHIIEBOU O-CTIHPANIH, TATH [-TSHKEH M HECTPYKTYPHPOBAHHOTO
C-KOHIa, OJIHAKO OHM (hOPMHPYIOT TeKcaMep ¢ JuameTpoM ~65A, a e
rentamep [46].

Hfq BeImonHAET QYHKIMIO PEryIsATOpa DKCIPECCHH MHOTHX TEHOB,
cBs3bIBast Masible peryistopabie PHK (MpPHK) 1 ciocoOcTBys nx B3aumo-
nerictuio ¢ nenessiMu MPHK, uTO BeieT K M3MEHEHMIO UX CTA0OMILHOCTH
W/WIIN ypOBHS TpaHCISIIMU. Y OaKTepUaNbHBIX IITAMMOB C JeleueH
reHa /ifq HabnromaroTes ieHoTponHbie Y3QQeKThl, BKIIOYAIONIIE YyBCT-
BUTEJBHOCTH K CTPECCY U CHUKEHHYIO BUPYJIEHTHOCTD [27].

Cunraercs, uto Hfq nmeer uetsipe PHK-cBsi3pIBaromux ydactka:
MPOKCUMAJIbHBIN CalT (CO CTOPOHBI (-CTIMpajiel BceX CyObeJMHUIL OeTIKa),
JMCTAJIBHBIA CAiT (TPOTUBOMOJIOKHAS IPOKCHMAIILHOM TOBEPXHOCTH TeK-
camepa), 0O0KOBOI1 caliT Ha BHEIIHEH MOBEpXHOCTH Topa 1 C-koHLEeBOi [47].
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Puc. 4. (a) Komruiekce 6enka Hfq u3 S. aureus ¢ onuro(U) PHK (PDB 1KQ?2). (6) [Tosno-
JKeHHUE ypuIiHa Ha moBepxHocTH Oenka SauHfq. (B) Komrieke 6enka Hfq u3 E. coli ¢
noiu(A) PHK (PDB 3GIB). (r) [TonoxxeHue ajeHrHa Ha noBepxHoctu 6enka EcoHfq.

COCC,HHI/IC MOHOMCEPBI BBIACICHBI CBCTIIO-CEPHIM U TEMHO-CEPBIM OTTCHKAMM.
HOMepa AMHHOKHCJIIOTHBIX OCTAaTKOB CO 3BE3J0YKaAMU U 0e3 3BE310YCK OTHOCATCA K
COCCAHUM MOHOMEpaM. Ha manensix 6 u r 6eabiM IOBCTOM BBIACJICHBI aTOMEI a30Ta,
TEMHO-CCPBIM — aTOMBI KUCJIOpOJa.

BaxxnocTh mpokcumanbHOTO caiita Hfq, xoTopslil cnennduyeckn
CBSI3bIBACT ypuaAnH-Oorareie mocnenoBarensHoctd PHK, noareepxnena
MHOTUMHU HccienoBanusaMu [48]. IIpocTpaHCTBEHHbIE CTPYKTYPhI KOMII-
nekcoB Hfq u3 E. coli [49], Salmonella typhimurium [50] u Staphylococcus
aureus [16] ¢ onmuro(U) PHK moka3bIBaroT, 4T0 CTPYKTYPbI CANTOB CXOKH
MEXIy coOOM, a ypUIMHBI B KOMIUIEKCAX 00pasyloT CTIKHMHI-B3aHMO-
JeicTBus ¢ peHuIaTaHnHAMK Kaskaoro MoHomepa (puc. 4 a,0). HMccie-
JOBaHMsI, HalpaBiIeHHbIe Ha n3ydeHue perymaunun MPHK nmocpenctsom
MpPHK B mrammax E. coli, TpogymupyrOmuX pa3iudHbIe MyTaHTHbIC
¢opmbr Hfq, mokas3piBaloT, 4TO 3aMEHBl KOHCEPBATHBHBIX OCTATKOB
npokcumanbHoro caiita GIn8Ala, Phe42Ala u Lys56Ala Bnusitor Ha
B3anMOJIeHCTBHE Oenka ¢ MHOTUMU U3 HUX [51]. Takke oOHapyKeHO, 4TO
aMUHOKHCIOTHBIE ocTaTku Asp9, Glul8 u Glu37 Baxus! st cnenmuduy-
HocTH cBsa3bpiBanus MpPHK Genxom Hfq. 3amMeHBI 3THX 0CTaTKOB IIPHBO-
IIU K morepe crenuduanocty cBs3piBanus PHK, a taxke cHmwkanmm
addexruBHOCTH OoTRUTa MpPHK-MPHK [52].
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IIpocTpancTBeHHas cTpykTypa komruiekca Hfq u3 E. coli ¢ momm(A)
PHK mokasaia 0coOCHHOCTH yY3HABAHUS TPUIUICTOB aICHUHOB B IPYTOM,
nuctanbHoM PHK-cBs3piBaromenm caiite 6enka (puc. 48,r) [53]. B atom
yuactke Hfq cBszeiBaer PHK ¢ mosropsrommmces motuBoM (AAN)n,
rne A — agenuH, a N — mo00i HYKJICOTHI, HE UMEIONINN KOHTAKTOB C
MOBEPXHOCTHIO O€JIKa U BBIMOIHSIOMIUN POJib CIeiicepa B TPUILICTAX.
[Mo3xe ObLI1a MoTy4eHa cTpyKTypa komiuiekca Hfq u3 rpammonoxuTens-
Hoit Oakrepuu Bacillus subtillis ¢ (AG)3A PHK [54]. Hfq u3 B. subtilis
obnasaet MeHbIIMM cpoicTBoM K onn(A) PHK no cpaBaenwmto ¢ 6enkamu
rpaMOTpHUIATENbHBIX OaKTepHid, HO crienuduuecku cBszbiBaeT AG-0Oora-
tyto PHK. CrpyxTypa xommnekca nokaszana, yto Hfq u3 B. subtillis
CBSI3BIBAET MOTHB, B KOTOPOM C OEJIKOM CBSI3BIBAETCS! KaXKIBIH BTOPOM
HYKJICOTH]| (aJJeHHH), a TYaHUH BBIMOJHACT poiib crieiicepa [47]. Takum
o0pazom ObLIO MTOKa3aHo, uto 6enku Hfq n3 rpamoTpunaTenbHbIX U rpam-
MOJIOKUTEIBHBIX OaKTepuil y3HatOT pazHble MOTHUBEI o(A) PHK.

Eme oquH, 6oxoBoii PHK-cBa3bBatomuii caiit Hfq u3 E. coli conep-
JKUT KJIACTEP TMOJOXKHUTEIBHO 3apsSIKEHHBIX OCTATKOB (aprUHUHBI 16,
17 u 19), 9TO TO3BOJIAET €My CBSI3bIBATh YPUIUH/aJ€HUH-00OTAThIC
nocnenoBarenbHoctd PHK [55]. DkcniepuMeHTsl in vitro nokasaiu, 4To
3aMeHa 3TUX aprUHUHOB B O€JIKe NMPUBOAUT K 3HAYHUTEILHOMY OCIa0-
nennto ces3eiBanus MpPHK RybB, a 6emox Hfq maukoro tuma, B cBOIO
ouepenb, He criocoOeH cBsazbiBath MpPHK RybB n SgrS npu 3amenax Hyk-
JICOTHUIOB B yPUINH/aICHUH-00TaThIX ydacTKax [56]. B 6enkax Hfq rpam-
TIOJIOKUTETBHBIX Oaktepuii (Harpumep, Bacillus anthracis n S. aureus)
TaKOM KJ1acTep IOJIOKUTEIbHBIX OCTAaTKOB Ha OOKOBOM IOBEPXHOCTH
orcytcTByeT, onHako PHK cBs3piBaeTcs ¢ 6ekom 3a cHeT IpyTrux aMHuHO-
KHCIIOTHBIX OCTaTKOB [57].

C-xoH1ieBoii yaacTtok 6enxoB Hfq 3HaunTenpHO BappupyeTcs 1Mo JUIHE
Y TIOCJIEIOBAaTEIbHOCTH OT BU/1a K BUY. M3-3a cBOE# HECTPYKTypHpOBaH-
HOCTH OH HE BHJIEH B KapTax 3JIeKTPOHHOU TuioTHOCTH. MccnenoBanus
(YHKIMOHATLHOM 3HAYMMOCTH 3TOTO Y4acTKa Oelika IONroe BpeMsi IaBajin
MPOTUBOpEUnBbIe pe3yasrarsl [57]. OnHako HeJaBHHUE JaHHBIE CBHJIE-
TEJIbCTBYIOT O TOM, 4TO C-KOHEIl HCKITFOUMTEIHHO BaXKeH ISl CBA3BIBAHUS
oenxa Hfq ¢ nexoropeimu MpPHK. Bruto mokasano in vivo, 4To Bpems
nonyxus3nu RydC mpPHK ymenbmaercs npu nenenyu C-konna Hfq u3
E. coli [58]. AnanornuHast nenenus CHIXKaeT cpoAcTBo Oenka kK MpPHK
Qrr u3 Vibrio cholera, a 3kciepUMEHTBI 10 TyHIEHUIO (ITyOpECLEHIIUH TPHII-
to(ana rmokasanu, uro C-koner criocodeH cBszbiBath MPHK /4ifg [59, 60].

o Tuny B3aumonetricteus c Hfq MpPHK u3 E. coli MoxHO pa3nenuTts Ha
JiBa OOJIBIINX KJIAcCa C HEKOTOPBIMU HCKITtoueHusMH [55]. [ kimacc, Han6o-
nee obmupHeIiA, BkitodaeT MpPHK, cBs3biBarommecs B mpOKCHMaIbHOM
1 OOKOBOM caifTtax, a ux 1eneBble MPHK cBSI3bIBarOTCS B AUCTaIBHOM
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yuactke. II kimacc cocrasiadaror MpPHK, xoTtopele B3auMoneiicTBy0T
C IIPOKCHUMaJbHBIM U JHCTalibHbIM caiiTamu, a MPHK cBsizbiBaercs B
6oxoBoM caiite rekcamepa. MpPHK [ kmacca ncrnonbs3yroT ypuanH-
Ooraryio mociaenoBarelbHOCTh Tho-HE3aBUCHMOTO TEPMHHATOPA IS
CBSI3bIBaHMSI C TIPOKCUMaIbHBIM caiitom Hfq 1 ypunnn/anenun-oorareie
ITOCJIEA0BATEILHOCTH JIJIS B3AaUMOIECHCTBUSA ¢ OOKOBEIM caiitom. MPHK,
perynupyemsbie 3TuM kraccom MpPHK, B3aumMoaeiicTBy10T ¢ TucTaibHbIM
caiirom Hfq A-OorareiMu yuactkamu. Bzaumoneiicteue MpPHK I kiiacca
u ee nenesoid MPHK ¢ Hfq mpuBoaut x hopmMupoBanrio HOBOTO AyIieKca
u nocnexyromeit aerpaganuu PHK. Bropoit knacc MpPHK ucnonssyer
YpUAUH-00TaTyo0 MOCIe10BaTeIbHOCTh Tho-HE3aBUCMMOTO TEpMHHATOPA
JUTSL CBSI3BIBAHUSI C MPOKCUMMaJIbHBIM caiiToM Hfq n anenun-6oraryro noc-
JIeZI0BATENbHOCTD ISl CBA3BIBAHMS ¢ AUCTANIbHBIM caiftom. MPHK, pery-
mupyemblie 3tuM kiaccom MpPHK, conmepxkar ypunun/anennH-0orarsie
YYaCTKH, KOTOPBIE MTO3BOJISIFOT UM B3aUMOJICHCTBOBATh C OOKOBBIM CaliTOM
Hfq. CeszeiBanmne MpPHK 11 kmacca u cootBerctByromeit um MPHK ¢ Hfq
MIPUBOAUT K (POPMHUPOBAHUIO HOBOTO JYILIEKCA C TOCIEIYFOIIEH perys-
1uel SKCIpeccuy, Ho He 00s13aTenbHo K nerpaganuu PHK [55].

Crnemyet OTMETHUTS, 4To y Oenka Hfq crimcoxk cyOGcTparoB qoctaTtodno
obmmpen. Tak, HapuMep, OBIIO IMOKa3aHo, uto Hfq cBsI3bIBacT CTPYKTYP-
HeIe eMenTsl TPHK (D-nietiro u T-ie o) B mpokcuMaibHOM caiite [61].
B skcnepuMeHTax 1Mo MMMYHONPEIUIUTALIMY ¢ ucnofib3oBanueM PHK-
YUMoB OBITO ycTaHOBIEHO, yTo Hfq mpeanodyrnTenbHO coocaxmaeTcs ¢
TPHK-nipenmecTBennnkamu, a He co 3pensiMu TPHK [62]. BepositHo,
oenox Hfq mpunumaet yuactue B cospesannu TPHK — nporieccunre u/mwmu
Monudukaruu TPHK.

Ipubnusurensro 20% Genka Hfq B kiteTke 00pasyer komrieke ¢ JIHK
[63]. [Tokasano, uto Hfq siBisieTcst HyKII€OMI-aCCOIMMPOBAHHBIM OCIIKOM
Y IPUHUMAET y4acTHe B IPOCTPAHCTBEHHON OpraHu3aluy OaKTepHaIbHOMN
xpomocomsl [63]. 3a kommnakTu3zanuio JJHK oreedaer C-konen Hfq [64].

B nomnonHeHne K ciocoOHOCTH CBS3BIBATH HYKJIEHHOBBIE KUCIIOTHI,
Hfq Taxoke B3aumoaeiictByet ¢ 6enkamu. bouto nokazano, uro Hfq coBbI-
Jensiercst ¢ nmonmuykieorunadocdopunasoit [65] u PHKaszoii E [66]. Hfq
perynupyer OMOCHHTETHUYECKYIO aKTUBHOCTH MoJH(A) monumepassl PAP
[ [67], siBsieTcst BcmoMoTraTeIbHbIM OeJIKOM Mpu (POpMUPOBAHUH MYJIb-
TUCYOBbeAMHNYHOTO sipa koMiutekca PHK-nmomumepassr [68]. Hfq cBs3bI-
BAETCs C TEPMUHATOPOM TpaHCKpuIuu Rho v BuseT Ha ero akTHBHOCTD,
uHrnoupys runponus AT®, pazBopaunBanue ayruiekca u Rho-3aBucumyro
TEPMUHALUIO TPAHCKPUIIIH [69].

Ilocnennue nccnenoBanus yKa3plBaloT Ha HOBYIO poiib Hfq B kieTke —
poib akTopa 6uorenesa pudocom [70]. B 2018 rogy AHapaze ¢ coaBTo-
paMu MoKasajH, 9To ITaMM, TeeKTHBIN 1o TeHy Oenka Hfq nmen xomomo-
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qyBCTBUTENBHBIN ()EHOTHIT: HOKAYT I'eHa /ifq IPUBOIII K 3aMeJJIEHHIO pOCTa
KIIeToK E. coli mpu nonmkenHoH Temmneparype (16°C) u k HaKOIIICHUIO
HemnporteccupoBanHoro npeamectsenanka 16S pPHK — 17S pPHK, kax
U B CJIy4ae ¢ IPyTMMHU U3BECTHBIMHU OCJIKOBBIMU (PaKTOPAMU CO3PEBAHMUS
pubocom: RbfA, Era, RsgA, RimM [71]. Benok Hfq cneunduuecku
CBsI3BIBACTCS € 5'- 1 3'-KoHIIEBRIME TTOCTE0BaTenpHOCTIMU 17S pPHK 1
COBBIJICTISIETCSI TOIBKO ¢ He3penbivu 30S cyOuactrnamu. B kinetkax E. coli
¢ aenenuei reHa Aifg conepxanue 70S pubOCOM 3HAUUTEILHO CHIKAJIOCH,
a cuHTe3 pekomOuHaHTHOTrO Oenika Hfq in trans (c mmasmusl) BoccTa-
HaBIIUBAJ cofepkaHue prudOOCOM J10 ypoBHS AuKoro Tuna. Kpome toro, B
TakoM mTamMme E. coli Takke 3HaUUTEIbHO YMEHBIIATNCH KaK 3 QEeKTHUB-
HOCTB TPAHCISIIMHU, TAK U €€ TOYHOCTH: YBEJIMUMBAIACH YACTOTa C/ABUTA
PaMKU CUUTHIBAHUSI, THUIMAIIMN TPAHCIIAINN Ha AlIbTEPHATUBHBIX CTAPT-
KOZIOHAX U NIPEKAECBPEMEHHOM TEPMHUHALIMU. DTO COOTBETCTBYET JAHHBIM,
coracHo koTopeiM Hfq B3anmozelictByer ¢ pubocoMubiM Oesikom S12
[72], xoTOpBIiA UTpaET KIOUYEBYIO POJIb B TOUHOCTH TPAHCIISIIUH, pacioia-
rasich B paiioHe nekoaupytoulero nenrpa psaom ¢ MPHK-cBsi3biBarommm
KaHaJIOM MaJIOH pruOOCOMHOI cyOdacTuIlbl moBepx crimpaim H44 16S pPHK
[73, 74]. lo-Buanmomy, Hfq nokanmsyercss BOmm3m Oenka S12 u cro-
coOCTBYET ()OPMHPOBAHUIO IMTPOAYKTUBHON CTPYKTYPHI KOHIIEBBIX MTOCIIE-
noBarensHOCTel 17S pPHK, obecrieunBas ux maapHEHIIHIA TPOIIECCHHT
PHKazamu. AHzpajie ¢ coaBTOpaMM Takke MOKa3ajiu, YTO TOJIBKO OJIUH
n3 Tpex PHK-cBsa3pIBaronuiii caiToB Oenka (IUCTambHBIN CalT) SABISETCS
KPUTHIECCKU BXHBIM 171 ydacTus Hfq B Onorenese pubocom: MyTaIiu B
JTUCTATBHOM YaCTH OeJTKa IMPUBOIMIIN K TIOSBIICHHIO PHOOCOMHOTO TIPOQIIS,
ONTU3KOTO K TOMY, UTO HaOMIOaIcs B mTaMMax, aumeHHsix Hfq [71].

®YHKILINU APXEWHBIX IIPEJCTABUTEJIEN CEMEUCTBA LSM

Apxeiinpie Lsm Oenkn (SmAP) Bniepsbie o6HapyskeHs! B 1999 romy B xone
CHCTEMHOTO aHaJIM3a TEHOMOB 3yKapuoT U apxeil. Pe3ynbrarel ananmsa
MOKA3aJIH, YTO B apXesIX 3aKOAMPOBAHBI T€HBI OJTHOTO MJIH JIBYX SM-110/100-
HBIX OCNTKOB, KOTOPhIE OTHOCATCSI K JIBYM IOJICEMEHCTBaM, Ha3BaHHBIX
Sml u Sm2 (mo3xe — SmAP1 u SmAP2) [9]. [locnenoBarensHOCTH
OenkoB cemeiictBa SMAP1 13 pa3HBIX OPraHU3MOB CXOKH MEKIY cO00M
He MeHee ueM Ha 60%, B TO BpeMsl Kak mocienoBareabHoCTH SmAP] u
SmAP2 GenkoB 0IHOTO OpraHu3Ma MOT'YT OTJIIMYAThCS JAPYT OT Jpyra Oojee
gyem Ha 70% [19].

[IpocTpaHCcTBEHHBIE CTPYKTYPBI apXEHHBIX OeTIKOB cemericTBa SmAP1
u3 Methanobacterium thermoautotrophicum [11], Pyrobaculum aerophi-
lum [15] u Archaeoglobus fulgidus [12] moka3anu, 4To BCe UCCIEMyE-
Mble OenKH (OPMHUPYIOT TOMOTENTaMEPBl C MEXKCYObEIMHUYHBIMH
KOHTAaKTaMH, aHAJOTMYHBIMUA TaKOBBIM B JHMEpax JyKapUOTHYECKUX
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Puc. 5. (a) [Ipoctpancreennas crpykrypa SmAP1 uz M. thermautotrophicum (PDB
1181). (6) Ctpyxrypa Oenka SmAP1 u3 4. fulgidus B xommuiekce ¢ onuro(U) PHK
(PDB 1I5L).

Sm u B rekcamepax OakrepuainbHbIX OesnkoB Hfq. DT0o mo3Bonmiio
KOHCTAaTHPOBaTh KOHCEPBATUBHOCThL CTPYKTYp OelkoB cemericTBa Lsm B
nporiecce 3Bomoruu (puc. 5a) [13]. B 2002 romy Opu10 TIOKa3aHO, YTO
SmAP2 Archaeoglobus fulgidus moxeT GhopMUpPOBaTh KaK reKCaMephl,
TaK M remntamMepsl, B 3aBucumoctu ot pH pactBopa u npucyrcteust PHK
[19, 34]. Ananu3 kpuctamnueckoir ctpykrypsl AfuSmAP1 B xomr-
nekce ¢ onuro(U) PHK mokasan, 4To ypuanHbl B3aUMOJEHCTBYIOT C
KOHCEPBATUBHBIMH aMHHOKUCIOTHBIMH OCTaTKaM{ B IOpPE remntamepa
myTeM 00pa3oBaHus CieUPUIECKIX BOJOPOIHBIX cBs3el (puc. 50). Ota
CTPYKTYypa MOATBEpANIIa CIEUU(PUIHOCTD apXEHHBIX U YKaPUOTHIECKUX
npeAcTaBUTENeH ceMeicTBa Sm-oJOOHBIX OCJIKOB K YPUIAHH-O00raTbiM
nocieaoBarTesibHOCTIM [19].

B 2007 6112 onpenenena crpykrypa 6enka SmAP u3 Methanococcus
Jjannaschii, koTopas IoKa3asa, YTo JaHHbIH 0eJI0K GOPMUPYET ITeKCaMephbl
(puc. 6a) [75]. ABTOpHI 1axke UIMEHYIOT ATOT 0eok Kak «Hfq u3 M. janna-
schii». CpaBaenue ctpykryp MjaSmAP, Hfq u3 Escherichia coli w u3 Sta-
phylococcus aureus TOATBEPANIIO KOHCEPBAaTUBHOCTB LICHTPAJILHON YacTH
oemkoB. Tem He MeHee, MjaSmAP nMeeT MeHbITYIO [UTHHY N-KOHIIEBOI
0-CIMPAJIM U MOJHOCTBIO JEJIETHPOBAHHYIO HEYHOpsiodeHHY0 C-KOoH-
IIEBYIO YacTh 10 cpaBHeHHIO ¢ 6enkamu Hfq (puc. 2). JIpyrum BaxXHBIM
OTIMYMEM CTajla OTPULATENIBHO 3apsKEHHAas! TUCTajIbHAsl IIOBEPXHOCTD
MjaSmAP (B EcoHfq aTa 06:1acTh IMEET MOTOKUTEIIBHBIN TTOTSHITAA),
YTO MO3BOJMIIO MPEIIOIOKUTh OTCYTCTBHE XapPaKTEPHOTO JUISI MHOTHX
OakTepuaNbHBIX TpencTaBuTeNeH MoH(A)-CBI3BIBAIOIETO CaliTa Ha
aTol ctopoHe rekcamepa [1]. B 2017 roxy Obutr MpoBEIEHBI CTPYKTYPHO-
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Puc. 6. (a) O6mmii Bux cTpykrypsl 6enka MjaSmAP (PDB 4X9C). (6) Crpykrypa
6enka MjaSmAP B komruiekce ¢ ypuauamonopocdaramu (PDB 4X9D). Benok
CBSI3BIBACT HYKJICOTU/IBI B IPOKCUMAIILHOM CaiTe.

¢dbyHKIIMOHANTBHBIE HechenoBanns PHK-cBsI3pBatonnx CBORCTB TaHHOTO
Oenka [76]. CpaBHerne cTpykTypsl MjaSmAP co crpykrypoii EcoHfq
nokazano, 4ro MjaSmAP coxpanser npoxcumansubiii PHK-cBs3pIBaro-
W CalT, KOTOPBINA CrieupUUeH K YpPUINH-OOTaThIM MOCIIEI0BaTEh-
voctsiM PHK, a nucranbHblil aneHuH-CBsA3bIBaomi 1 0okoBoii PHK-
CBSI3BIBAIOIINE CAWTHI MPETEPNEBAIOT 3HAUUTEIbHBIE CTPYKTYpPHBIC
u3Menenus (puc. 60). [IpupoaHble aMUHOKUCIOTHBIE 3aMEHBI B 3THUX
00JIaCTSX MPHUBOJIAT K MOTEpE CIOCOOHOCTH CBs3bIBaTh OcHOBaHMsI PHK
W3-32 OTCYTCTBHS IMOJISIPHBIX OCHOBaHHI, KOTOPbIE MOTIU ObI B3aHMO-
JIEHCTBOBAaTh C HyKJieoTuoM. Tem He MmeHee, MjaSmAP oGnanaer cpos-
ctBoM K ionu (A) PHK, xotopasi, mo-BuauMomy, CBSI3bIBAETCSI C HECTPYK-
TYPHPOBAHHBIM MOJIOKUTENBHO 3apsKeHHBIM N-KoHIIOM Oefka [76].

Hecmotpst Ha TO, UTO IIepBBIE CTPYKTYPBI apXeHHbIX SmAP Ob11 nomy-
4yeHsl Oosee 20 sieT Ha3aa, 00 uX QYHKIHSIX 10 CUX ITOP U3BECTHO OYCHb
Mano. Ha cerogHsmHuil 1eHb UMEIOTCS pPe3ybTaThl JIMIIb HECKOJIBKNUX
HKCIIEPUMEHTOB, HAIIPABJICHHBIX HA MCCIeA0BaHNEe (QYHKUINH apXeHHBIX
SmAP OenkoB B kxnerke. [y oboux napanoroB SmAP u3 A. fulgidus
METOJIOM KO-MMMYHONPEUHUIHUTALUN yJaJ0Ch OOHAPYXKUTHh B3aUMO-
nevictBust ¢ PHKaszoii P (mponieccupyer 5'-kontpl B ipe-TPHK) 1 ¢ e€ nmn-
HBIM IIPEKYPCOPOM, UTO IPeIoaracT yqacTie 0ejka B CO3pEBaHuH 3TOTO
BakHOTO prdo3uMa [ 12]. B marHO# paboTe Tarxke oKa3aHo, YTO aHTHTENA,
creun(pUyUHbIE 151 OMHOTO OeJKa, MOI'YT COOCAXIAThCs ¢ APYIMM apa-
JIOTOM; 3TO MOKET TOBOPHUTH O NOTEHIIMATIbHOM B3aUMOJACHCTBUM OEJIKOB
in vivo [1].
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AmnanornyHas padora Obla nponenana st SmAP GenkoB kpeHapxen
Sulfolobus solfataricus. Ilokazano, uto Sso SmAP1 u Sso SmAP2 oun-
HIAI0TCSl COBMECTHO C OenkamH, yyacTByromuMe B poueccunre PHK, a
TakKe ¢ OeJIKaMu PK30COMBI, yyacTByrotel B 3'-5' nerpananuu PHK [77].
B yacTHOCTH, TAKMM OEIIKOM DK30COMBI SIBISCTCS TOJH(A )-CBSI3bIBAIOIIAS
(momonuuTenbHast) cyobeanHuna DnaG, KoTopast HanpsIMyTO CBS3bIBACTCS
¢ SmAP. IloBeimenue ypoBHs dkcripeccun oooux 0enkoB (DnaG u SmAP)
NPUBOJMT K YBEJIIMYECHUIO PACTBOPUMOHN (DpaKLIMU 3K30COM, UTO TPE.-
nojiaraet BiusiHue SMAP Ha CyOKIETOYHYIO JTIOKAJIM3aIHI0 9K30COMBI B
kJeTke. [IoBbIIIeHHAs pacTBOPUMOCTB HK30COMBI COIPOBOXK/1AJ1aCh YBEIIU-
yerneM ypoBHs PHK ¢ ynnmaerHbIME Tonn(A)-xBoctamu. [lomydennble
JaHHBIE MOTYT YKa3bIBaTh Ha 10 CHX IIOP HEM3BECTHYIO QyHKIMIO SMAP
OenkoB B apxesix [77].

DTUMU Ke aBTOpamu ObLTO TIOKa3aHo, uTo Oenkn Sso SmAP1 u Sso
SmAP2 moryT cBs3siBaTh Kak oguHakoBble PHK, Tak u cneruduueckne
cyoctpartsl [78]. Sso SmAP1 coocaxmaercs B O0IbIIeH CTeTIEH!N C UHTPOH-
coneprkanmmvu TPHK, uto mpeanomnaraet ero yuactue B nporieccuare TPHK
u pPHK. Sso SmAP2, o Bcelt BUAMMOCTH, 0071a1aeT CEIA(GUIHOCTHIO
k MPHK u, cnegoBaresibHO, MOXKET y4acTBOBATh B PETYJISIIIUN UX TpaHC-
nsun. Takyro crienmupuIHOCTh aBTOPHI OOBSICHIIOT HEKOTOPBIMHU CTPYK-
TypHbIMU pasnuuusiMu B PHK-cBs3piBaromux caitax O€NKOB, a Takke
OTIINYHSAMH JIEKTPOCTATUIECKUX TOTEHIINAIOB TOBEPXHOCTH Sso SmAP1
u Sso SmAP2 [78].

HUccnenoBanus o moucky naptaepoB SmAP y ranopuibpHo#H dyapxenn
Haloferax volcanii BeisiBrim cponctBo SmAP Genka k onmro(U) PHK, TPHK
U K myay Manbeix peryiastopasix PHK [79]. Ko-umMyHonmpenumuTays
FLAG-tagged SmAP c knerounsimu PHK, peanuzoBanunas in vivo,
MOATBEpAMIIa, YTO OEJIOK cBA3bIBaeT Masble peryastopusie PHK [79]. B
pabote OblIa mokazaHa crocobHocTh SMAP hopmMupoBaTh KOMIIIEKCHI
C LETBIM PsZIOM OEJIKOB HECKOJIBKUX OTIMYAIOIIMXCs KiaccoB. CrenaHo
NPEAINONIOKEHUE, YTO B KOMILJIEKCE € TUMU Oesikamu SmAP Moxet y4act-
BOBaTh B Pa3IMYHBIX KJIETOUHBIX Mpoleccax. Taxke B AJaHHOH padote
OBLIIO TIOKA3aHO, YTO eIMHCTBEHHBIH SMAP Oesiok 3Toit apxen HeoOX0IUM
Ut pocTa KieTok. Kak u B ciryuae 6axrepuansHoro Hfq, nnakruBanus rena
OeJKa BeAeT K MIICHOTPOITHBIM (eHOTHUIIaM U JIe(eKTaM POCTa, KOTOphIe
MPOSBIISIIOTCS B 3aBUCUMOCTH OT yCJIOBUI pocTa. TeM He MeHee, My TaHThI
H. volcanii ¢ nenermet SmAP sBRs0OTCS )KH3HECTIOCOOHBIMHE ¥ HIX (DEHO-
THUTI CXOK C MyTaHTaMH E. coli, HOKayTHPOBaHHBIMH T10 TeHY /ifq [79].

B 2020 romy Obr oTIpeiesieHbI CTPYKTYPHI ellie AByX OenkoB — SmAP1
u3 Methanococcus vannielii n SmAP2 w3 Sulfolobus acidocaldarius [80].
O1H OeTTKN Takke (POPMUPYIOT TOMOTENTAMEPHI U COXPAHSIOT YPHIHH-CBSI-
3pIBarOIINii caiiT. OHAKO Bapuanuy B aMUHOKHCIIOTHOM COCTABE YPUANH-
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CBSI3BIBAIOIINX CAUTOB ATUX SMAP TPUBOAAT K pa3HUIE B CPOACTBE
6enxoB k omuro(U) PHK. Ilo Bceit Bumumocty, ux (yHKIUN B KIETKE
OTIMYArOTCs BBUAY pa3zHoro cpojactsa k PHK. MoxHO npeanoaoxKuTs, 4To
HekoTopeiM SMAP (Hanpumep, SmAP2 u3 S. acidocaldarius n SmAP2
u3 S. solfataricus) He0OX0AUMA ITOMOIIIb IPYTHX OCIIKOB JIJIsl CBS3BIBAHMUSI
PHK. Kpome Toro, 3KCIepUMEHTHI ¢ MOJIEKYJISIPHBIM MasikoM IOKa3aju,
yto SmAP Genku u3 M. vannielii u S. acidocaldarius ciocoOHBI CBS3bIBATh
mmvteunsle PHK u oOecrieunBars MX B3aUMOIEUCTBHE C KOMILJIEMEH-
tapusiMu PHK, ognako mexanusm ux B3aumozeiictsusi ¢ PHK, mo Bceit
BUJIUMOCTH, oTiindaetcs ot OenkoB Hfq. Tak, oy, B oTiinuue oT OSNKOB
Hfq, moryt camocrostenbHo mnaButh ctpykrypy PHK B orcyrcTBue
xommiementapHoir PHK npu neGonbiiom u3obiTke Oenka [80].

IV. BAKVIIOYEHUE

Bce 6enku cemerictBa Lsm 00bequHseT Hamuuue Sm-Qosija, a TaKkxke Cro-
coOHOCTB 00pa30BbIBaTH KOMIUTEKCHI ¢ onuro(U) mociaeoBarebHOCTIMU
PHK. benxu csssiBator onuro(U) PHK Bo BHyTpeHHel nonocTu onu-
romMepa co CTOPOHBI Gi-CIHpanell MOHOMEPOB (IPOKCUMAIbHBINA CalT).
B ominume 0T cBOMX 3YKapHOTHYECKUX M apXEHHBIX FOMOJIOTOB, OaKTe-
puanbubie Oenku Hfq nmeror nomonnurensusie PHK-cBs3biBaromme
CalThl, PacIONIOKeHHBIE Ha OOKOBOM MOBEPXHOCTH (JIaTepasibHBIN CalT)
W TUCTAIBHOM CTOpOHE rekcamepa (aneHuH-criermmduaeckuii PHK-cBs-
3BIBAFOIIMH CANT).

Oykapuornueckue Sm OeJKU BXOISAT B COCTaB CIUIACOCOMBI U
BBINOJHSIOT (DYHKLHUIO KapKacHbIX OenkoB, a Lsm Oelku y4acTBYIOT B
nporieccuare u aerpaganmun PHK. @yaknms apxeiieix SmAP Genkos
[0 CUX IIOp AETAJIBHO HE SICHA, NOCKOJbKY HE MMEETCs NaHHBIX O BO-
BIICYEHHOCTH OelkoB SMAP B peryasnuio TpaHCISAIHH, a Pa3BUTOH
CHCTEMBI CIIafiCHHTa B apxesx HeT. bakrepuanbHble roMOIOTH — OeNKu
Hfq sBnstroTcst mo6anbHBIMU PEryISTOPaMU SKCIIPECCUN MHOTHX T€HOB,
CImocoOCTBYsI B3aUMOJIEHCTBHIO MaJbIX peryisTopasix PHK ¢ ux meme-
Beimu MPHK. Kpome Toro, mociegnue uccliieloBaHus yKa3bIBalOT Ha
HOBYI0 poib Hfq B kieTke — poib dakropa Ouoreneza pubocom. benok
crocoOCTByeT (POPMUPOBAHHUIO ITPOTYKTUBHON CTPYKTYPBI KOHIIEBBIX TTOC-
nenosarensHocTel 17S pPHK, oGecrieunBas nx ganpHENUIINN IPOLIECCHHT
PHKazamu.

Aemopvi 3aa6nq10m 06 OMcymcmeu KOHPIUKIMA UHMEPECOs.
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