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HUpeHTUQUKAUSA U aHAJIHW3 ITOBTOPAIOIINXCA 3JIEMEHTOB (MOTHBOB) B MakpoMoJiekysnaax JHK, PHK
U 6eJIKOB SBJIsIeTCS Ba’KHBIM 3TallOM H3y4eHHS CTPYKTYPhl U QYHKIIMH 3THX OHOIIOJIMMepOB. B Ha-
cTosled paboTe uccaegoBasachk QyHKIIMOHaAbHas poab NA-BSE (oT aHr. non-adjacent base-stacking
element), MIUPOKO pacIpoCTPaHEHHOT0 MOTHUBA B TPeTHUYHOU CTPYKType pasHoobpasHbix PHK, B
PHK-PHK-B3anMO/JIeiCTBUSAX Ha PasJMYHBIX 3Tallax paboTel puOOCOMEBI B XOZe TPaHCJIALIUN T'eHeTH-
Jeckor mHPopManuu. OnrcaHbl MOTHUBEL 3TOTO THIIA, 06paTUMO GOPMHUPYIOIIHeECS IIPU TeKOTUPOoBa-
Huu MPHK, IlepemellieHUHU Cy6'befUHUL] PU60COM APYTr OTHOCHTEJNBbHO ApYyra, NpoaBmKeHnu MPHK u
TPHK 110 pu6ocoMe B IIpoliecce TpaHCJOKanuu. OThebHO paccMoTpeHo EF-G-3aBucuMoe obpasoBaHUe
NA-BSE ¢ yyacTueM HYKJIEOTUZHBIX ocTaTKoB 5S pPHK u 23S pPHK.
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BBEJAEHHE

Pu6oHyKIeMHOBBIe KUCAOTH! (PHK) BBIIOIHSIOT
B KJIeTKe pasHooOpasHble QYHKIIMHU: MAaTpPUYHEIE,
peryJaTOpHBIe U pepMeHTaTUBHBIE. PYHKITMOHUPYS
IIPEUMYIIIeCTBEHHO B BHZle KOMILJIEKCOB C 6esIKaMH,
PHK coCTaB/IAT CTPYKTYPHYI0O OCHOBY 3THX KOM-
IIJIEKCOB, MPOSIBJLSA IIPU 3TOM SPKO BBIPa’KeHHYIO
CII0COOHOCTE K 0OpaTHUMBIM KOHGOpPMAIIMOHHBIM
npeBpalleHusIM [1, 2]. PaHee B X0/ie aHaIHW3a MeXX-
IIJIOCKOCTHBIX (CT3KMHI) B3aMMOJEMCTBUU IeTepoliy-
KJIMYeCKUX OCHOBAaHUU HYKJIEOTHOB, He SBJIIOIIHNX-
Cs cocelsIMH B HYKJIEOTHJHOM II0CJIel0BAaTEJIbHOCTH
caMbIX pasHoo6pasHeix PHK [3, 4], MBI IIOKa3samiy,

4TO C UX IIOMOIIBI0 06pasyeTcss MOTHUB, IIIUPOKO pac-
IIPOCTPaHEHHBIM B TpeTUYHOU CTpyKType PHK. OH
6511 0603HauYeH KakK NA-BSE (oT aHmI. non-adjacent
base-stacking element). Posib 3THX 3/1eMEHTOB B 06pa-
30BaHUU U IToffepskaHUU 3D CTPYKTYpP pasaIHYHBIX
PHK 6plTa HaMH HeJaBHO AOCTATOYHO IIOAPOOHO
oxapakTepusoBaHa [4]. B HacTos1el paboTe paccMo-
TpeHa poJib NA-BSE B ¢pyHKmoHupoBanuu PHK. Ilpu
3TOM 00BEKTOM Halllero aHajik3a Oblla pub0oCOMHas
PHK (pPHK) B coctaBe pubocoM (T.e. B KOMILIEKCe
¢ pubocomHbIMU 6esikamu, TPHK, MPHK u ¢axkTopa-
MU TPaAHCJIALUH), ITOCKOJIBKY 00BEM HMHPOpPMAIUU
0 IIPOCTPAHCTBEHHOMN CTPYKTYype 3TUX Ba’KHEMIIUX
MaKpOMOJIEKYJIIPHBIX KOMIIJIEKCOB B PasJIHMYHBIX

I[IpuHATHIEe COKpAIleHUs: H.0. — HYKJIeOoTHUHbIe ocTaTKH; BIE — base-intercalated element; NA-BSE — non-adjacent
base-stacking element; PDB - Protein Data Bank, 6aHK JaHHBIX TPEXMEPHBIX CTPYKTYpP OeJIKOB M HYKJIEHMHOBBIX

KHCJIOT.

# Tekymui agpec — UHCTUTYT MOJIEKYJISIPHOM U KJIETOYHOM 6HoJIoTHH B BapiaBe, 02-109 BapiaBa, IlosbIma.

* AZpecaT JIJIT KOPPeCIIOHIeHITHH.
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(OYHKIIMOHAJIBHBIX COCTOSHUSX B 6aHKaX CTPYKTYp-
HBIX JTaHHBIX (mpexge Bcero B RCSB PDB) cyie-
CTBEHHO IIpeBbIIIaeT TAaKOBOM JJI BCeX OCTAaJIbHBIX
PHK BMecTe B34TBHIX. Ba’KHO Tak’Ke, UTO [0JII HYK-
JIEOTUAHBIX OCTaTKOB (H.0.), o6pasyrinux NA-BSE,
B caMux pPHK pmocTaTOYHO BeJaHKa U IpHUOJIMKA-
eTca K 20% [3, 4].

KondopMalnoHHEIe IIpeBpallleHUus pubocoM,
IPOUCXOJAIINEe B XOJe OHMOCHHTe3a 0ejiKa, MOXX-
HO IO/pasfie/IMTh Ha [Be TPYIIBL IJI06aJIbHBIE U
JIOKaJIbHBle. B IlepBOM ciydae Masass U 6oJjblias
CybbeIMHUIIBI PUOOCOMBI Ha Ka)k[[OM Illare CHHTe3a
TIOJIUIIEIITUTHOH IIellu 6esiKa COBEPIIAIOT 06paTUMoe
IepeMellleHHe [pPyI OTHOCHUTEJNBHO Jpyra. Kpome
TOTO, IIPH 3TOM IIPOUCXOAUT 0OpaTHMOe CMellleHHe
IPYyr OTHOCHUTEJBbHO Jpyra KPYIIHBIX /[OMEHOB, W3
KOTOPBIX COCTOAT CyOBbeSUHUIIBI pubOCOMEL [5, 6].
I3THU r706ajJbHble IlepeMellleHUs] KPYIIHBIX CerMeH-
TOB PHUOOCOMBI COIIPOBOKIAIOTCSA 0OpPAaTUMBIMU JIO-
KaJIbHBIMH CIIeITUGUUECKUMHU IIepecTPOMKaMU KakK
KOHTaKTOB Mexay H.0. B caMux pPHK, Tak u ux
KoHTakKToB ¢ TPHK um MPHK. B HacTosel paboTe
paccMmaTtpuBaeTca y4yacTue NA-BSE B 3THX CTPYK-
TYPHBIX IIpeBpallleHUdx. Ilpeprosaraercs, dYTO
Io/lo6Hble CTPYKTYpHBIe IIpeBpallleHUs JieXXaT B
OCHOBe MeXaHH3MOB Ilepefayd (YHKIMOHAJIbHBIX
CUTHaJIOB KaK B caMoH paboTarlled pubocoMme,
Tak ¥ B PHK npyrux kxsaccoB [7, 8].

MATEPHAJIBI 1 METO/IbI

Kak u B Halled npepwifyinedl padore [4], MBI
omnpepenuau NA-BSE KaKk MaKCHUMaJIbHBIM Habop U3
k pubonykseoTunoB Ny, ..., Nk, TAKOM, UTO IS KaXK-
moro i <k ocHOBaHHSI HeCMEXXHBIX OCTaTKOB Ni H
Ni1 06pasyroT HeKaHOHHUYEeCKOe CTIKUHT-B3auMOJleli-
CTBHe OCHOBaHMM. /I IIOCTpPOeHUsI Habopa NaHHBIX
NA-BSE MBI HCIIOJIB30BaJIM JaHHBIE II0 CTPYKType
pubocomM, BHecéHHEIe B Protein Data Bank (PDB) [9],
IIoJIyUeHHBIe ¢ paspemrenueM Jyumte 3,0 A. /s ato-
0 MBI 0TOOpPAJIM 3allKCH, IIOMeYeHHble KJII0YeBbIM
cioBoM «LSU» (Large SUbunit) B kJylaccax sKBUBa-
JIEHTHOCTHU pellpe3eHTaTUBHOTO Habopa RNA3DHub
(Bepcust 3.347, paspemrenue g0 3,0 A) [10]. Bei6pan-
HBIM Habop BK/IOYas 677 3anuced PDB. /Il aHHOTH-
poBaHuga NA-BSE mcriosib3oBaJiach Iporpamma DSSR
(Bepcusa 2.0 [11]), asleMeHTHl BTOPUYHON CTPYKTYPBI
PHK aHHOTHpOBaIU € IIOMOIIbI0 Python-6ubimorexku
urslib2 [12], a 3aTeM NA-BSE aHHOTHpOBaJJIU C IIOMO-
IILI0 II0JIb30BAaTeJIbCKUX CKpUIITOB Python. Pe3syib-
TUPYIOIUY Habop JaHHBIX BKJIIOYaa TOJAbK0 NA-BSE
us neneit PHK qyuHOR > 25 HYKJIEOTHUIOB, IIPU 3TOM
YUUTBIBAJIUCH TOJBKO CTIKHHI-B3aUMOJENCTBUSA OC-
HOBaHMWM, HMeIHe yroJ OCHOBaHHe-OCHOBaHUeE
< 30° ¥ pacCcTogHUE MeXJy OJMMDKaUIIUMU aTOMaMU
IBYX OCHOBaHHI < 4,0 A,
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Ba3pl JaHHBIX U CTaTHCTHKa. IloslydyeHHas 6a3a
JaHHBIX BK/IIOUaeT B ce6s1 362 543 NA-BSE pasimuHbIX
pasMepoB, 06pa30BaHHBIX 3a CUET CTIKHUHT-B3aHUMO-
LeMCTBUU MeXIy IeTepOolUKINYeCKUMU OCHOBaHUA-
MHu 816 186 H.0., He ABJIAIOIMMUCA HEII0CpeCTBeH-
HBIMHM COCEIIMH B IIOJIMHYKJIEOTHUAHEIX Ilengx PHK
(Tabs. 111 IIpunoxxkeHus). 81,2% (294 342) NA-BSE
COCTOHUT U3 JBYX HYKJIeOTHI0B, 13,6% (49 281) — us
TPEX HYKJIEOTUIOB, 4,2% (15 225) — 13 4YeTHIpEX HYK-
JIeO0THUI0B B 1% BKJIIOYAET OATh UM 60Jiee 0CTaTKOB
(3417 - mate, 273 — 1IeCTh, YeThIpe — CeMb U OJUH
NA-BSE - BoceMBb 0oCTaTKoB). 58,2% NA-BSE ObLIH
MOTHBAMH, COCTOAIIUMH TOJBKO M3 IIYPHUHOB, 35,3%
BKJIIOUAJIN KaK IIYyPHUHBI, TAK U INHUPUMHUIUHEBL, 5%
6bp1IM 00pa3oBaHbl NUpUMUAUHAMU U 1,5% NA-BSE
BKJIIOYAJIHM MOZUPUITMPOBaHHbBIE OCHOBAaHUI. TOJIBKO
1,3% (4577 u3 362 543) NA-BSE BKJ/IIoyaJ Il Me>KMoJIe-
KyJsIpHBIe B3auMOJeHcTBUA (TabJut. [12 IIpuIoKeHUs).
NA-BSE Tumna I, o6pasoBaHHbIE UCKJIHYUTEIBHO OC-
HOBAHUSAMHU OJHOTO y4acCTKa ILlelld BHYTPU 3JIeMeH-
Ta BTOPUYHOU CTPYKTypsl PHK (cTebss1 wau meTin),
coctaBuan 28% Habopa pmaHHBIX. NA-BSE Ttuma II,
obpa3oBaHHBIE Pa3sHBIMHU y4aCTKaMU I[eIId OJHOH U
TOM Ke IIeTIM WM CTe6JId, COCTaBUIM IIOYTHU II0JIO-
BUHY BCeX MOTHUBOB (46,8%), a NA-BSE, BKiIIO4ar-
e fajbHOAeNCTByIomMe (long-range) B3auMogeH-
CTBHUS MEXAY PasJMYHBIMU 3JIeMeHTaMH BTOPUYHOMN
cTpykTypsl PHK (Tun LR), coctaBuinu 15,9% Habopa
IaHHBIX. OcTanbHble 9,3% NA-BSE BrIHOUaiu cMech
Pas/IMYHBIX THUIIOB CTIKHWHI-B3aWMOJENCTBUN OCHO-
BaHUU. 6,6% Bcex NA-BSE BK/IIOUa/I MOTHUBEI, paHee
Ha3BaHHBIe HaMu MoTtuBaMu BIE (base-intercalated
element) u BWE (base-wedged element) [3], mpuuém
BIE BcTpedasica B 4eThIpe pasa yae. IlouTu Bce
MOTHUBHI (98,3%) OBLIN JOIIOJHUTEJIbHO CTaOHJIHN3U-
POBaHBI B3aUMOJEMUCTBUAMHU MeJKIy OCHOBAHUEM U
docdatom [13]. 24% NA-BSE 6pUTH CTabHIU3UPOBAHBI
B3aMMOJIeICTBHEM OJHOTO H.0. ¢ O4-aToMoM pubo-
3bl pyroro H.0. [14]. BoJsiee 1osioBUHEI (56,2%) Bcex
NA-BSE BkJIOUa/JIX KaHOHHUYeECKHe (CMe’KHble) CT3-
KUHT-B3aUMOJIeICTBUS OCHOBaHUM, 00pa3oBaHHBIE
GIIaHKUPYIOIIUMU 0CTaTKaMU C IBYX CTOPOH, a 35,3%
MOTHBOB BKJIIOUAJIHM KaHOHUYECKUU CT3KHUHI OCHOBAa-
HHUY, 00pa3oBaHHBIN TOJBKO C OJHOM CTOPOHEI, 6e3
IpeAIlouTeHUS KaKOM-Tu60 U3 CTOPOH. 92,3% Bcex
NA-BSE o6pa3oBeIBasiu KaHOHUYecKHe (35,6% Bcex
Iap OCHOBAHUI) U HeKaHOHUYecKUe (64,4%) mmapsl
OCHOBaHHWM C JAPYTHMH OCTaTKaMu. IHTepecHO, 4YTo
70% HeKaHOHHWYEeCKUX IIap OCHOBAHUU HaXOIUJINUCH
B MpAaHC-OpUeHTaIlWH, COIJIaCHO HOMeEHKJaType
JleonTHCa-BecTxoda [15], ogHAKO MBI He HabJIHOMA-
JIA CYLLIeCTBEHHOIO IIPEAIIOYTeHUs HHA OQHOM U3 TPEex
«I'paHel» OCHOBAaHUH («IrpaHb» YoTcoHa-KpmHka, Xyr-
CTeHa WJIH OCTaTKa pub03bl) HU Cpelu IIap OCHOBAa-
HUU B MPAHC-, HA B UUC-TIOJI0KEHUH.
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Oo6pasoBanue NA-BSE c yuactuem TPHK, MPHK
u pPHK B JeKoaupyrIieM IIeHTpe pHGOCOMBI U B
mpoIlecce TpaHCJIOKaIlMH. B xofe IIpoljecca TpaHC-
Jokanuu T.H. A-TPHK, noctynuBmas B A-caliT pu6o-
COMBI B aMHHOAIJWJIMPOBAHHON dopMe, II0CJIe 3aBep-
meHud nentupuiaTrpaHcbepasHod peakuuu (IITP)
IepeMelaeTcsa U3 3TOr0 carra B P-caiT yxe B BHUJe
nentuauia-TPHK. OHa 3aMmelljaeT B 3TOM CaWTe [ea-
nuiaupoBaHHyK0 P-TPHK (koTopas 10 okoHuaHus IITP
HecJa Ha cebe CUHTE3UPYIOIIUICS IIENITH]), BBITEC-
HAda eé B E-caut. IIpu sTom HaxopguBiuascd B E-caii-
Te peanuiaupoBaHHad TPHK mokupmaeT pubocomy, a
TPHK, paHee pacnosiarasiiascsad B P-caiiTe, 3aHMMas
eé MmecTo, obpasyeT ¢ E-caliTOM HECKOJIbKO CIIeIId-
¢uueckux TPHK-pPHK-KOHTaKTOB. JTOT IIpOIeCC
corpoBoXkgaercsa nepemertieHueM MPHK B MPHK-cBsI-
3pIBalOIlleM KaHajle MaJoH CyO'beqUHUIEI pUOOCOMBI
CTPOr0 Ha OAWH KOLOH. OTMETHM, YTO KarK[bIH IIar
TaKHUX IlepeMellleHHUH IIPOXOJUT 4yepes OfHO HIHU He-
CKOJIBKO IIPOMEXYTOYHEIX COCTOSIHUI. He BraBasiCh B
JeTajyd MeXaHH3Ma pPaboThl pUO0COMBI KaK MOJIEKY-
JIIPHOM MAIlIMHBI, IIOJUYEpPKHEM elllé pas K/IHYeBYI0
posib MexxHyKiIeoTUHbIX PHK-PHK-B3auMomeiCTBUNA
BO BCeX 3THX IIpoIleccax.

NA-BSE e dekodupyrouiem ueHmpe pu6ocomowl.
IIpamoe yuyactue pPHK B neKOgMpPOBaHUM TeHETH-
4yecKOM MHPOpMAaIlMM H3y4yeHO BO MHOIHUX [eTa-
Jasx [16-21]. B dyacTHOCTH, yb6eqUTeNbHO I0Ka3aHO,
YTO OCHOBAaHUA TPEX H.0. pPHK Masiol cy6beJUHUITBI
pubocomsbl, G530, A1492 u A1493, cTaGUIU3HUPYIOT
BBI60p pubocomoii Tod TPHK, KoTOpasi COOTBETCTBY-
eT KogoHy MPHK, HaxongieMycsl B A-caiiTe (34eCk U
BesJle B TeKCTe CTaTbH, eC/IH CIIeI[HaJIbHO He OrOBO-

METEJIEB u fip.

peHo, yKasaHa HyMepalys HYKJIEOTH/0B, IIPUHATAS
i pPHK pu6ocomsl Escherichia coli) [16]. 3To ocy-
I1I[eCTBJIIETCS C IIOMOIIBI0 A-MHUHOPHBIX B3aUMOJeH-
CTBHUH 3TUX H.0. C MaJIBIM >KeJIOOKOM KOJI0OH-aHTHKO-
LOHOBOU criupasu (puc. 1, a). IIpu sToM aZleHUHOBBIE
OCHOBaHUA H.0. A1492 1 A1493 HaX0oAdATCHI B CTIKHUHIE
IpyT C Ipyrom, a IosokeHue G530, Kak cienyeT U3
aHam3a, IPOBeJEHHOTO B 3TOM paboTe, cTabHIN3U-
poBaHO ero BkIrUeHHeM B NA-BSE, cocTosamui us
TPEX HYKIeOoTUAO0B G529-C518-G530 (puc. 1).
OpHako B cBobomHou oT TPHK pubocome miam
B pubocome, B A-caliTe KOTOPOM OTCYTCTBYeT «IIpa-
BuibHasg» TPHK, A1492 TepseT KOHTakT c A1493,
IepeK/IKYasich Ha o6pasoBaHue NA-BSE ¢ ageHHHOM
H.0. A1913 pPHK 60JbIII0M CY6beJUHUITEI pHOOCOMBI
(puc. 1, 6). 3TOT BHOBb 00pa3oBaHHBI NA-BSE cTa-
HOBUTCS 3JIEMEHTOM «MOCTa» MeXKJy Masou U 60JIb-
mIof cyobefUHHULIAMU PUOOCOMEI (cM. HIDKe). G530
HaxXOJUTCSA B TaKOM CBOOOLHOM pubocoMe B Syn-KOH-
dbopMany, B TO BpeMs KakK IIPHU B3aUMOJENCTBHUHU
C KOJOH-aHTHUKOJOHOBBIM KOMILJIEKCOM ero KOHQOp-
Manus — anti. SIcHo, 4To IIpu IepeMelneHuu TPHK
us A-caiita B P-caiiT, T.e. IIpHU paspylLIeHUU OLHOIO
KO/IOH-aHTHKOJJOHOBOTO KOMILJIEKCA U B IIPeAIBEpUU
06pasoBaHUsI HOBOTO, HCXOHAsl CTPYKTypa JBYX pac-
CMOTpeHHBIX BhIle NA-BSE mo/pDKHa BOCCTaHaBJIH-
BaTbcs. TakuM 06pasoM, IpHUBeEHHBIE 371eCh JaHHbIe
OTYETIUBO [EeMOHCTPHUPYIOT CIIOCOOHOCTH aHaJH-
3UpyeMBIX B 3TOH paboTe MOTHBOB paspyllaTbCd U
00pa30BBIBaThC BHOBB (QJIYKTyHpPOBaTh) B OTBET Ha
usMeHeHUe QYHKIIMOHAIBHOIO COCTOSTHUS PUOOCOMEL.
Jpyroe Ba’kHOe HaOJIIO[leHHUE, KOTOPOe CJefyeT
U3 aHajIu3a IIPUBEJEHHBIX BbIIIE JaHHBIX, 3aKJIIO-

Puc. 1. O6pa3oBanue NA-BSE B fexomupyromieM IieHTpe pubocomsl E. coli. a — B KOJOH-aHTUKO/JOHOBBIE B3aU-
MOJIeMICTBUSA BOBJIeUEHHl KaK A-, Tak U P-cafiTel pu6ocomsl (PDB ID: 5UYM); 6 — A-caliT pub6ocoMbl cBO6OJIeH
(PDB ID: 5UYK) (mopo6HOCTH — B TeKcTe). IlocTpoeHHe IIPOCTPpaHCTBEHHBIX CTPYKTyp PHK, uxX aHa/IM3 U co3faHue
BCeX WIJIICTpAUi OBIJIO OCYI[eCTBJIEHO C IIOMOIIBI0 ITporpaMMEl Discovery Studio Visualizer v.21.1.0.20298
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16S pPHK

Puc. 2. O6pa3oBaHue cTonKoobpasHoro NA-BSE c yuactuem G530 16S pPHK um A3 cron-kozmoHa MPHK, pacmoJio-
KeHHOTO B A-camite pubocomsl (PDB ID: 4V67, a). VHuBepcanbHBIN criocob ¢ukcanmu TPHK B P-catiTe puboco-
MBI IIyTéM ob6pasoBaHus NA-BSE u3 C34 TPHK u C1400 16S pPHK, sKCIHOHHPOBAaHHOIO U3 eé IIOJMHYKJIEeOTHAHOHN
ey BeiefcTBHe o6pasoBaHUs NA-BSE C1399-G1401 (PDB ID: 7KO00, 6)

4aeTcs B TOM, UTO I'eTepPOIIUKINYECKOe OCHOBaHUE B
NA-BSE (B ma"HHOM ciaydae TyaHUH B G530) cIIoco6HO
COBEPIIUTH IIOBOPOT BOKPYI IVIMKOSHIHOHN CBSSH
daxkTuuecku Ha 180° U BHOBb 00pa3oBaTh CTIKUHI-
KOHTaKT CO CBOMM IIpeKHHUM cocefoM (cp. KOHOp-
manmu G530 Ha puc. 1, a u 6).

Bojiee Toro, 6BLI0 ITOKa3aHO [22, 23], UTO KoTAa
B A-caliTe pu60COMBI HAaXOJUTCS CTOI-KOZOH, T.e.
HacTynaeT CTagusd TepMHHAIIMM TpaHcaanuu, G530
BCTYyIIaeT B CTIKUHI-B3aWMOJEMUCTBHE C H.0. A3 3TO-
ro KojgoHa u obpasyeT ¢ HUM NA-BSE. 3To, B CBOIO
oyepenb, IIPUBOJUT K BpeMeHHOMY 06pa3soBaHHUIO
«CTOIIKH», COCTOAIeN U3 UeTBHIPEX HYKJIEOTHO0B (U,
COOTBETCTBEHHO, U3 Tpéx NA-BSE), XxapaKTepHu3yIo-
Iieiicd CU/IBHBIM IlepeKphIBaHHEM IIJIOCKOCTEH reTe-
POLIMK/INYECKUX OCHOBaHUU (pHuc. 2, a).

TakuMm 06pasoM, 3/1eCb IPOHCXOAUT PUKCcAIUI
MPHK, KoTOpas IpoJo/DKaeTcs N0 TeX IIop, II0Ka He
IIPOM30HAYT BCe COOBITHS, COCTABJIAIOIIME IIPOIlecc
TepMHHAIIUU TPAHCJIAIUU.

U, HaKoHerL], elllé 0MH KOHCepBaTUBHLIN NA-BSE,
GYHKITUSI KOTOPOTO COCTOUT B CTAOMIM3aIlMU KOIOH-
aHTHUKOJOHOBBEIX B3aWMOJEeHCTBUH, o6pasyeTcs C
IIOMOIIBI0 CTIKUHI-KOHTaKTa Mexnay C1400 pPHK
MaJIoH CyO'beIlMHUITHI PUO0OCOMBI U 5'-KOHIIEBOTO HYK-
JeoTHUsa B aHTHUKO[oHe P-TPHK (Hampumep, Kak 3TO
II0Ka3aHo Ha puc. 2, 6, ¢ C34 GopMHUIMETHOHUHOBOU
TPHK E. coli) [24]. Heo6X0UMO 3aMeTHTb, UTO [JIS
TOT0, YTOOBI 3TOT KOHTAKT MOT PeaJru30BaThCs, H.O.
C1400 mo/mKeH OBITH BEITECHEH U3 IIOJMHYKJIEOTH[-
HoU 1enu 16S pPHK mykiaeorugamu C1399 u G1401,
B CBOI0 OYepelb, TakKe obpasyroimumMu NA-BSE [24]
(puc. 2, 6).

Konmaxkmut pPHK ¢ MPHK 8He deKodupyrouiezo
ueHmpa pué6ocomwl, oopasoeaHHble NA-BSE. PaHee
IIpU aHaJIM3e CTPYKTYPHBIX MOTUBOB B PHK, 0603Ha-
4YeHHBIX HaMHU Kak BIE u BWE [3], KoTOpble BXOJAAT
B paccMaTpuBaeMoe 37ecb Oosiee OOIIIHMPHOE CeMel-
cTBO NA-BSE [4], MBI oIlHCcaau MOTHB, 06pa3yeMbIi
H.0. A1503 pPHK Maiol cy6beIUHUIIBI PHUO0COMBI
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¢ H.0. -1 u -2 MPHK. OH 651 obHapy>XeH 6oJjee
necatu jeT Hasaz Noller et al. [25]. ABTOpHI BBICKa-
3aJId TIPeJIIOJI0KeHHe O TOM, YTO 3TOT KOHTAaKT
Heo0X0IUM [UJI IIOAep>KaHUs IIPaBUJILHOM paMKH
cuuthlBaHUsI MPHK pubocoMoM B IIpoliecce TpaHC-
JIoKanuu. HeaBHO B TOM JKe JIabOpaTOPHHU y[aIoCh
TI0JIYYUTH ybequTeIbHOe [0Ka3aTeJIbCTBO 9TOM THUIIO0-
Te3bl: B MyTaHTHBIX pubocomax E. coli, B 16S pPHK
KOTOPBIX OTCYTCTBOBAJIO aZleHUHOBOe (M KakKoe-THu60
Ipyroe) OCHOBaHMeE B II0JIOKeHUHU 1503, cABUT paMKU
cuutbiBaHUA MPHK Haburofajics IpUMEPHO BBOE
4alre, 9yeM B pubocoMax AUKOro Tuma [26]. Berio 11o-
Ka3aHO TakyKe, 4TO TOYHOE pacIIOJIO’KeHHe canTa
cBa3pIBaHUA octaTka A1503 16S pPHK ¢ MPHK 3aBu-
CUT OT QYHKITMOHAJIBHOTO COCTOSHUSA PUOOCOMEI (Cp.,
Hanpumep, ¢aiiasl ¢ PDB ID: 4V9K u 4V8D).

ITo-BUAMMOMY, aHAJIOTUYHYI0 POJIb BBIIIOJIHSIOT
B IIponiecce TpaHciaoKanuu NA-BSE, obpasyeMble HyK-
aeotumsaMu MPHK u KoHcepBaTHBHBIMHU H.0. C1397,
U1196 u G926 pPHK MasbiX Cy6beJUHUI] pUOOCOM,
OpUBeNEHHBIMU B TabJ. I12.

NA-BSE 6 cocmaege «MoCmuKo8», COeOUHSIOUWLUX
Maayrw u 60abuwyro cyoseouHuubl pudocomsl. M1s-
BEeCTHO, UTO CyObeJUHUIILI pUO0COMBI CBSI3aHBI APYT
C IPyTOM IIpU IIOMOIIU T.H. «MOCTOB», KOTOpEIEe 06-
pasyroTcsa 3a CY4ET 6es0K-6eKOBBIX, PHK-6€/IKOBBIX
u PHK-PHK-B3aumogencTBUii. KosuyecTBO TaKUX
«MOCTOB» BapbupyeT oT 12 mo 17 y pubocoMm pas-
JIMYHBIX OpPraHU3MOB (A1 0630pa cMm. paboty Liu u
Fredrick [27]). MexcyOo'beJUHUYHbIE KOHTaKTHI, 00-
pasyeMmble B «MOCTHKax» TOJbKO H.0. pPHK, mmoxmep-
JKUBAIOTCA B GOJIBIIIMHCTBE CJIy4daeB CBSI3SIMH MeXAY
2'-TUIPOKCHIJIOM pu603bl U PocPaTHBIMU TPYIIIAMU
(c yqacTHeM HOHOB MarHus), a TakKKe C IIOMOIIBIO
A-MUHOPHBEIX MOTHBOB. OZHAKO B [ABYX CJIy4Yasax
KJIFOYEBYIO POJIb B 00pa3s0OBaHUM TaKUX «MOCTOB» MI-
paroT NE-BSE.

MeXCcy6beJUHUUHBIN KOHTaKT A1492-A1913,
00pasyooniuncs, Korga A-caliT pub0COMEBI CBOOOJEH,
paccMoTpeH HaMmu BeIle (puc. 1, 6). OH o603HadaeTcs
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Puc. 3. O6pasoBanue (PDB ID: 7SS9, a) u paspyurenue (PDB ID: 7SSL, 6) «MmocTa» B7 Mexay cy6beUHUIIAMHU PH-

6ocomsl E. coli

TPHK

” AKIENTOPHBII
KOHEIL

AHTHKOJIOH

A-caliT

23S pPHK

AKLENTOPHBIIT
KOHEIL

A2432

AHTHUKO/IOH

E-cauiT

Puc. 4. NA-BSE, o6pa3syromuecs B mpoiecce TpaHcaokaruu TPHK mo pubocome B eé A- u E-caliTax

Kak «MoCT» B2a/d. SIpko BeIpakeHHas OTHOCHUTEJIb-
Has IIOABMPKHOCTEL 00PasyIOIUX ero OCTaTKOB a/leHH-
JIOBBIX KHCJIOT OCOOEHHO OTYETIMBO AEMOHCTPHUPYET
3aBHCHUMOCTH 06pasoBaHUs TAKUX «MOCTOB» OT QYHK-
IIMOHAJBbHOTO COCTOSIHHUS PHOOCOMBI.

Kak moxasplBaeT aHa/IU3 NAHHBIX, CYMMHUPOBaH-
HBIX B TabJul. I12, BTOpOH «MOCT», 0603Ha4aeMBbIM KaK
B7 u moctpoeHHbIN U3 NA-BSE A702-A1848, coxpa-
HfeTCs B IIpoliecce TPAHCJIOKAIlUM U B OOJIBIITHH-
CTBe IIPOMEXYTOUYHBIX QYHKIIMOHAJIBbHBIX COCTOS-
HUI pu60COMBI M paspyllaeTcs JIMIIb TOIZA, KOIZa
BeJIMYMHA yIJIa II0BOPOTa CyO'belMHUI] IPyT OTHOCH-
TeJBbHO Jpyra JOCTUTraeT MaKCUMaJbHOU BeJIHUYHUHBI
(cp., HaIpuMep, OTHOCHUTEJIbHOE PaCIIOJIO’KeHHe 3THX

HYKJIEOTHIOB B CTpyKTypax ¢ PDB ID: 7SS9 u 7SSL
(puc. 3)).

Poab NA-BSE 6 opeaHusauuu KOHmMakKmos me-
acdy mPHK u pPHK 60abuwoil cy6seduHuubl pubo-
combl. 31ecs MBI paccMOoTpuM NA-BSE, KoToOpkeie
BpeMeHHO BO3SHHKAIOT 38 CYET CTIKMHI-KOHTAaKTOB
HYKJIeOTHUAHBIX ocHoBaHUU pPHK u TPHK B Xome
epeMelleHHus IIOCAeSHEN W3 OFHOro carTa puboco-
MBI B IPYIOH, T.e. B IIpoliecce TpaHciaoKanuu. TPHK
B [IByX U3 TPEX OCHOBHBIX COCTOSHUH, A U E, corpo-
BOXXJAIOIUX eé IepeMellleHHe 110 pubocoMe, IIOKa-
3aHa Ha puc. 4.

NA-BSE, BosHuKarmuii B P-catite TPHK-pru6ocoM-
HOTO KOMILJIEKCa, MBI pacCMOTpeJIH BHIIIe (pHUC. 2, 6).

BUOXMUMHUA Tom 89 BmII 12 2024
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Puc. 5. NA-BSE, o6pasyroiimecs IIpH CBsI3bIBaHUS 3-KOHIIA AeanuaupoBaHHoU TPHK c E-caiitom pu6ocomsl E. coli.
a - «KapMaH» JJI1 CBS3bIBaHMS aKIeNITOPHOTo KoHIa TPHK B BakaHTHOM pub6ocome (PDB ID: 6PJ6); 6 — NA-BSE
G2421-A76-C2422, neanmiupoBaHHasg TPHK HaxoxuTca B pubocome B nmpomexyTouHoM P/E-coctosinum (PDB ID:
8SYL); 8 — o6pa3zoBaHUe ILIOCKOM KoHPopMaruu C75-A76 u ctonkoob6pasHoro NA-BSE c yuactueM octatka C75 TPHK

nepeq, pucconuanueir TPHK u3s pubdocomsr (PDB ID: 7K00)

OKa3aJIoCh, UTO KaK B A-, Tak U B E-caliTe Takue MOTH-
BEI 00pa3yloTcd C y4yacTHeM [ABYX BaKHBIX QYHKIIHO-
HaJbHBIX 3j1eMeHTOB TPHK: T.H. «JIOKTS» U 3'-KOHIIe-
BOH aKIeITOPHOU obJsiacTH. B Makpomosekyse TPHK
asleMeHT eé 3D CTPYKTyphl, HasbIBaeMbIil «JIOKTEM»,
dopMmupyeTcs 3a CUET psifja CrIelTuUIeCKUX MEKHYK-
JIEOTUAHBIX B3aUMOJeNUCTBUMN T- U D-TIeT/IeBBIX OFHO-
[eII0YeYHbIX yJacTKOB. Kak MBI IoKasanu paHee [3],
NA-BSE Taxke y4aCTBYHOT B QOpPMHPOBAHUU 3TOTO
¢yHKIIMOHaNbHOrO eHTpa TPHK. IIpy 3TOM IIJIOCKO-
CTH IBYX IeTEPOLUKINUYECKHUX OCHOBAHUHU (B 00JIb-
IIMHCTBe cay4daeB G19 u C56) okKas3pIBarTCA COJIU-
JKeHHBIMU U 3KCIIOHMPOBAaHHBIMHU B pacTBOp. OHU
3a/leliCTBOBaHEI IpaKTU4YeCKU BO Bcex PHK-6e/IKOBBIX
u PHK-PHK-KoMILIeKcaX, KOTOpble MOKHO Hab/Ir0aTh
B Iiponecce pyHKImoHupoBaHud TPHK B kieTke [28].

Korga TPHK HaxoguTcsi B A-caliTe pUOOCOMEL,
OTHO U3 3THX OCHOBAaHUM, a UMeHHO G19, o6pasyer
CT9KUHT-KOHTaKT ¢ A896 pPHK 6osbpmioi cybbemu-
HUIBI pubocoMsl [19] (puc. 4).

KpoMme Toro, B O0JIBIIMHCTBE QYHKIIMOHATIbHBIX
KOMILIEKCOB pubocoMsbl H.0. C74 TPHK, pacrioyioxeH-
HBIM II0O COCEeLCTBY C eé 3-aKLeITOPHBIM KOHIIOM,
obpasyeT NA-BSE ¢ U2555 pPHK 60JbII0M Cy6Benu-
HUIBI pubocoMsl (puc. 4). Hykieotun U2555 BXOOUT
B COCTaB T.H. A-lieTsiu 3101 pPHK — omHOTO M3 KOM-
IOHEHTOB IeNTUAMITpaHcPepasHoro reHTpa (IITIT)
pubocomsbl. Ero samMeHa Ha IIypUHOBBIE HYKJIEOTHIBI
CKa3bIBaeTCsd Ha TOYHOCTU paboThl pubocombl [29].
B To0 >xe Bpemsa myTarug U2555C IIPUBOSUT K IIOBBI-
LIEHUI0 TepMOCTabuIbHOCTH pubocoM E. coli [30].

ITpu nepememenuu nentuguia-TPHK us A-cadita
B P-carit o6a NA-BSE paspymarTcs. IIpu aToM «JIo-
kKoTb» TPHK B HOBBIX PHK-PHK-B3auMOZ[€eICTBUSAX HE
y4dacTByeT (OH B3aMMOJEHNCTBYeT IVIaBHBIM 00pa3soM
¢ 6esxoM L5), a TPHK u pPHK 06pasyrT JIUIIb pac-
CMOTpeHHBbINM HaMu paHee NA-BSE C34-C1400 (cwM.
puc. 2, 6).

TpaHciaokarusa TPHK us P-caiita B E-caliT (1rpo-
HUCXOJAINast, KaK MBI yoKe oTMedasIH, II0CJIe 3aBeplile-

BUOXMMMUS Tom 89 BeII 12 2024

Hud IITP) conpoBoXKjaeTcs 06pasoBaHUEM Haub0JIb-
mero yuciaa NA-BSE. Bo-llepBBIX, B IIPOMEXYTOUYHOM
COCTOSIHMH 3TOIO IIepexo/ia, KOIja KOZOH-aHTHUKOJ0-
HOBBIM KOMILIEKC B P-caiiTe elé coxpaHseTcs, aje-
HUHOBOe OCHOBaHHe 3'-KOHIeBoro ocrarka TPHK
(B8 6osmpmuHCcTBe TPHK 3TO A76) pasmelnaeTcsd B
CIlelajJbHOM «KapMaHe» ¢ 06pasoBaHHEM, II0 CyTHU
Iesa, nBoriHOro NA-BSE. IIpu sTom A76 He HUHTep-
KaJIMpyeT MeXKIy OCHOBaHUSIMH CocefHMX H.0. pPHK
(kak B ciaydae BIE), a pasMmelaeTca B «KapMaHe»
(II0J10CTH), KOTOPBIM y>Ke IIpefCyILIecTBYeT B PHU-
6ocome (puc. 5).

Ero Mo>XHO 06HapYy>XUTh ¥ B BaKaHTHOM, He CBs-
3aHHOU ¢ TPHK U He QYHKIIMOHUPYIOIIEH pUOOCOME,
BBIZIeJIeHHOM U3 JIF060T0 OpraHusMa, a TakXe U3 MU-
TOXOHJPUMN U XJIOPOILIacToB (pHc. 5, a). IloysoxeHue
0oCTaTKOB G2421 u C2422 (HeIloCpe[CTBEHHBIX COCe-
Ileli B HYKJIeOTULHOU IocjaenoBaTesbHocTH pPHK, c
OCHOBaHMUIMH Ka’K[IOI0 M3 KOTOPBIX aJleHUH B A76
HaxXO[UTCAd B CTIKUHTe) B eé 3D CTPyKType CTaOWIH-
3UpPOBaHO 00pasoBaHHEM YOTCOH-KPHUKOBCKOH IIapbl
G2421-C2395 1 HeKaHOHHWYeCKOU Ilapel C2422-U2393
COOTBETCTBEHHO. MeXXy 3STUMH ITapaMH B IIPOTHBO-
nosiokHoM nenu pPHK Haxoputcs H.0. C2394. IToJio-
KeHHUe A76, KpoMe CTIKHUHI-B3aUMOJEUCTBUU, CTa-
OMJIM3UPOBAHO TpeMs IOJHOIleHHBIMU H-CBA3IMHU C
ocHoBaHHeM (2394 u caxapo-¢pochaTHEIM OCTOBOM,
Takke (GOPMUPYIOIIUMU «KapMaH» (puc. 5, 6, 8).
VHTepecHO, 4TO obpa3oBaHUe 3TOTO0 NA-BSE MO0O>XHO
HabJII0ZaTh He TOJBKO B CIydae IIOJIHOPasMepHOM
TPHK, HO U HCIOJB3ys CPaBHUTEJIbHO KOPOTKHUU
«aKIenTOpHbIN» ¢parmeHT TPHK [31].

Ha ciepyroiieM IPOMeXYTOYHOM 3Talle IIepe-
MellleHUs TeanuiaupoBaHHoM TPHK us P- B E-caliT
B UTIpy BCTyIIaeT eIlé ofWH Ba)XHBIM PHK-6esko-
BBIM JOMeH OOJIBIIION Cy6BheJUHUIIBI PUOOCOMEL, T.H.
«L1-BBICTYII», B OpraHU3aIluyl KOTOporo 6esiok L1 wur-
paeT xiroueByr0 poJib [32]. IlepBoHauanbHO NA-BSE
obpasyeTcs 3a CUET CTIKUHI-B3auMozencTBUsI G19
TPHK ¢ G2112 23S pPHK (puc. 6, a; PDB ID: 7ST6).



2126

METEJIEB u fip.

G2112

Puc. 6. OTHOCUTEJIEHOE paciioyoykeHue ocTaTKoB G19 u C56 «iokTsa» TPHK 1 G2112 1 G2168 «L1-BeicTyma» 23S pPHK,
a — Ha HadaJIbHOM 3Tarne nepemeinenus TPHK us P-caiita B E-caliT pu6ocomsl (PDB ID: 7ST6); 6 — Ipu IIOJIHOM IIepe-
merneHun TPHK B E-caiiT (PDB ID: 7SSN); 6 — Ha HauaJbHOM 3Ttalie guccormanuu TPHK us E-caiita (PDB ID: 7ST2)

g

)
C
D-netas

SAC-GAY
A-U
C-G
G-C
G-U
C-G
G-C H39
G-C
G-U
U-G

G C

C A
@A 235 pPHK

‘ o

Puc. 7. NA-BSE, o6pa3oBaHHBIN HYKJEOTHIHBIMHU ocTaTKaMu D-mtesi 5S pPHK u T.H. «mein 960», 3aMbIKaroIIei
crimpasb H39 23S pPHK B pu6ocome E. coli (PDB ID: 5MDV)

Korpa >xe TPHK IIOJTHOCTBIO IlepexoauT B E-cairT,
OHa 3aKpeIgeTcd B HeM ellé ogHUM NA-BSE, 06-
pasyemeiMm octatkaMu C56 TPHK u G2168 pPHK
(puc. 6, 6; PDB ID: 7SSN). U, HaKOHeIl, 3TH KOHTAKThI
«IOKTSI» C «L1-BBICTYIIOM» PaspyllIaTCA IIepef TeM,
kxak TPHK nokuHeT pubocomy (puc. 6, 8; PDB ID: 7ST2).

YTo ’Ke KacaeTcsa akKLelTopHoro xkoHma TPHK,
TO B ciaydae pubocoM sybaKTepHU B palioHe «Kap-
MaHa» 60JIBLION CyObeqUHUIIEI 06pa3syeTca NA-BSE
us ocratkoB C75 TPHK u A2432 pPHK, KOTOpHIH, B
CBOI0 O4Yepe[b, sBIdeTCd QIAaHKUPYIOUIUM HYKJIEOo-
THUJIOM CTOIIKOOOpasHoro NA-BSE A2433-A199-A2434.
JTOT NOCJIeJHUN MOTHB BBIIIOJHSIET B pubOCOMe
POJIB COEQUHAIONIET0 3BeHa MeXKAy CHUJIBHO y[aléH-
HBIMH JPYT OT ApyTa 3jIeMeHTaMHU BTOPUYHOM CTPYK-
Typb!l pPHK. IIpu atoM H.0. A76 u C75 TPHK, pacro-
JIoKeHHOH B E-caiiTe pubocoM 6aKTepHi, 06pasyroT
BeCbMa HeOOBIUYHYI0 CTPYKTYpPy, B KOTOPOH reTepo-

[UKJIMYeCKHe OCHOBAHHUA JIe)KaT B OJHOM IIJIOCKO-
ctu (puc. 5, 6). IHTepeCcHO, 4YTO KOHTAKT aKIIeIITop-
Horo koHIIa TPHK c 23S pPHK, 06pa3oBaHHBIN JBYMS
NA-BSE, okasepiBaeTCd HAaCTOJbKO IIPOYHBIM, UTO €€
IUIoCKasA 3'-KOHIIeBas CTPYKTypa COXpaHseTcsd, Korza
BCA OCTaJIbHag 4acTb MakKpoMoJieKyyabl TPHK moxu-
naeT pubocomy [24] (puc. 5, 8).

3aMeTHM, 4TO 06pasoBaHHEe CTIKHMHI-KOHTAKTa
mexny C75 u A2432 U, COOTBETCTBEHHO, ILJIOCKOM
CTPYKTyphl C75-A76 B pubocoMax apxel, a TakKe B
IIUTOIIJIA3SMaTUYeCKUX U MUTOXOH/IPHaIbHBIX PHOO-
coMax 3yKapHOT HeBO3MOXKHO BCJIe[CTBHE CTepHUYe-
CKUX IIPeIITCTBUH, CO3/laBaeMbIX ONHUM H3 OeJIKOB,
pacIoyIo’KeHHBIX B 9TOM palioHe PHUOOCOMEI.

B3aumodeiicmeue D-nemau 58S pPHK c pPHK
60abwoll cy6oeduHuUubl pubocomul. Cpefu MOTHU-
BOB, BpeMeHHO BO3HUKAKIIUX B IIpollecce TPaHCIIO-
Kallu¥, MBI X0TeJIu OBl 60JIee IOAPOGHO PacCMOTpPeTh
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U89

Puc. 8. B3auMHOe pacrosio’KeHre HyKJIeoTHAHBIX ocTaTkoB U89 TPHK u U958 23S pPHK, a - B npucytcTtBuu (PDB ID:
7SSL) u 6 - B orcyrcTBUH (PDB ID: 7SSW) asoHranuoHHoro ¢akropa EF-G B pubocome E. coli

NA-BSE, 06pasyomuica B psijie TPeTUYHBIX CTPYKTYP
pubocom E. coli (tabu. I12) u3 H.0. U89 D-meTnu 5S
pPHK u U958 «reTsiin 960» 23S pPHK (puc. 7).

B03MO>XHOCTB 711 ero 06pa3soBaHUs OTKPhIBAeT-
cs1 G6sarofapsd HaJIW4YUI0 B MakKpoMoJiekysue 5S pPHK
3TUX pUOOCOM JPYyTOTO, HO y>Ke IOCTOSIHHOro NA-BSE,
cocrosiero u3 G86 u C88, CTIKMHI-B3aUMO/IENUCTBUE
OCHOBaHHU KOTOPBIX IPUBOJUT K 3KCIIOHHUPOBAHUIO
U3 D-TleT/i ABYX OCTAaTKOB YPHUAMIOBOM KHCJIOTHI —
U87 u U89.

Hanuure HeNIoCpeACTBEHHOIO KOHTAaKTa ABYX
OCTAaTKOB YPHUIHJIOBOM KHCJIOTHI, IIOKa3saHHBIX Ha
puc. 8, XOpOIIIO CoIJacyeTcs C IOJy4eHHBIMH paHee
3KCIIepUMEHTaJbHBIMU JAaHHBIMH. Bo-IIepBEHIX, pac-
CMaTpUBaeMble 3[eChb OJHOIleIIOYeYHBble YYacCTKH
IByX pasHbeiXx pPHK B pu6ocome E. coli MOTYT OBITH
KOBaJIEHTHO CBSI3aHBl peareHTaMH, H30MpaTebHO
CIIMBAKOIMMHA OCHOBaHUS PSILOM PacCIIOI0KeHHBIX
H.0. PHK [33]. BO-BTOpPBIX, MyTallUU B «IIeTje 960»
23S pPHK npuBOIAT K HM3MEHEHHUI0 PeaKIMOHHOU
crocobHOCTH cocemHero ¢ U89 ocratka C90 D-meTyiu
5S pPHK [34].

IloueMy >Ke 3TOT MOTHUB IIP€/[CTABJIsIeT OCOOBIH
uHTepec? M3BecTHO, 4TO 5S pPHK sBisieTca 06s13a-
TeJIbHBIM KOMIIOHEHTOM ITUTOITIa3MaTHYeCKUX pubo-
COM BCeX IIPO- U 3YKapHOT. PU6OCOMBI 3THX KJIacCOB
IIOJTHOCTBIO JIMIIIEHBI CIIOCOOHOCTH CHHTE3HpPOBAaTh
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6esiky, ecau 5S pPHK-6e/IKOBBIM KOMILIEKC B HHUX II0
KaKHM-TO IIPUYUHAM OTCYTCTByeT. CerofHs, KOIZa
IOCTYIIHBIMHU CTaju coTHU 3D cTpykTyp 5S pPHK
B cOoCTaBe pHUOOCOM, IIOJIydeHHble C aTOMHBIM HJIH
6JIM3KMM K aTOMHOMY paspellleHueM, IIpobeMy IIpo-
CTPaHCTBEHHOH CTPYKTYpPHI 5S pPHK M0’XHO cUHTaTh
IOJTHOCTBI0 PelIEHHOM. B TO ke BpeMsda OTBeT Ha BO-
npoc 0 QyHKIMOHaJIbHOU posu 5S pPHK B pubocome
0CTaéTCsd OTKPBITHIM.

B smmTepaType OBIJIM BBICKA3aHBI [Be He IIPO-
THUBOpeYallyie APyT APYyry THIIOTe3bl, COIJIaCHO KOTO-
pEIM, BO-iepBEIX, 5§ pPHK u crenuduyHble K Hel
pubocoMHEBIe 6€JIKH BBIIIOJHSAIT POJIb CUTHAJI-IIepe-
Laruiero sseHa Mexxay GTPasHeIM 1ieHTpoM u IITIT
pubocomsl [33-36] u, BO-BTOpPEIX, 5S pPHK obecre-
YMBalOT NPAaBUJIBHYI0 COOPKY OOJBIIHX Cybbenu-
HUI pubocoM B Ipolecce ux buoreHesa [37-39].
SIcHO, YTO [JIg IIPOBEPKU JII0O60M M3 3THUX THUIIOTES,
a TakXke [UIA [aJIbHEMIIero BBIACHEHUsS [eTalleid
MexaHHU3Ma QyHKIMOHUpoBaHUS 5S pPHK B pu6o-
coMe Heo6xXofuMMa HaléXHasi HHPoOpMaLus O eé
KOHTaKTax ¢ gpyrumMu PHK pu60COMHOI0 KOMILIEK-
ca. C Ipyrod CTOpPOHBI, B OOJBIIHUHCTBE [OCTYIIHBIX
Ha CerojHd TPeTHUYHBIX CTPyKTyp 70S pmbocom
E. coli H.0. U89 D-metsiz 5S pPHK u U985 «i1eT-
au 960» 23S pPHK CTIKHHI-CTPYKTYp He 06pasyioT,
XOTs OHHM M PacIIOJIOKeHBbl BOJIMSH IPYyT OT Jpyra.
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Puc. 9. Konrakt B Buje NA-BSE nmpumbikarmeii K D-rietsie gBotiHou cnupanu IV 5S pPHK u H.0. A1124 gBOIHOM

netiu 23S pPHK pu6ocoMm Haloarcula marismortui

Bo3HUKaeT ecTeCTBEHHOe IIPeJII0JIO’KEHHEe O TOM, YTO
D-nietsig 5S pPHK u «metsig 960» 23S pPHK B pub6o-
coMax 6aKTepH¥ TOJBKO BPEMEHHO KOHTaKTHPYIOT
Ipyr ¢ apyroM mocpenctBoM NA-BSE, 1mogo6HO MHO-
TUM APYTHM PacCMOTPeHHBIM HaMH BBIIle MOTHBAaM
3TOr0 THIIA, HeCYIUM QYHKIIMOHAJIbHYI0 HarpyskKy.
IIpu 3TOM TaKOM KOHTAKT CYIeCTBYeT JIMIIbL B OIIpe-
IeqéHHOM QYHKIIMOHAJIBHOM COCTOSHHUU PHUOOCOMBEI.
JTO IIpeAIIoJIOKeHHe TOCTATOUYHO ybeqUTelbHO II0J-
TBepyKaeTcsd IIpUMepoM, II0Ka3aHHEIM Ha puc. 8 [40]:
B pubocoMe, KOTOpas B IIpollecce TPaHCIOKAI[UU CBS-
3aHa ¢ EF-G (puc. 8, a), obpasyercsa NA-BSE U89-U985.
JTOT MOTHB paspyllaeTrcs II0CJIe TOro, Kak GpakKTop
3JIOHTallUU ITOKHAaeT pubocomy (puc. 8, 6).

W [elicTBUTEILHO, B 6a3axX JaHHbBIX, KOTOPble MbI
HCIIOJIB30BaIN B HacTodled pa6ote (Tabsr. II1 u I12),
NA-BSE U89-U985 Hab/r0[1al0TCSI TOJIHbKO B KOMILIEK-
cax pubocoMsl ¢ pakTopaMu TpaHCIAnuU. Kak mpa-
BUJIO, mostokeHUe EF-G Ha pubocoMe B HUX OBLIO
«3aMOpOKeHO» HHrubutopaMu GTPasHOU aKTHUB-
HocTH ¢akTopa ¢ nmoMomb GMP-PCP wiau ¢ycumo-
BOM KHUCJIOTHL (CM., HAIIlpuMep, CTPYKTyps! ¢ PDB ID:
4V90 u 5MDV). Kak BUIHO U3 pHUC. 8, IPIMOU KOH-
TakT Mexay ¢akTtopom asoHrarmuu EF-G m 5S pPHK
B pubocome OTCyTCTByeT. Takum obpasoMm, EF-G kara-
JusupyeT obpasoBaHue NA-BSE U89-U985 ajutocTe-
pUYeCKH.

YTo >xe KacaeTcsl NA-BSE, o6pasoBaHHe KOTOPO-
ro IOKa3aHO Ha pHUcC. 7, ToO OH dopMUpyeTcsa Ha pubo-
coMe E. coli B IpucyTcTBUH QaKTopa TepMUHAIIUU
TpaHcaanuu RF2, KoTopelii Taxke sgBisieTcsa GTPason
(PDB ID: 5MDV).

OTMeTHM, YTO 3KCIIOHHUPOBAHHBIE OCTaTKH YpH-
IUJIOBOM KHCJIOTHI civpasnu IV, paciiosoXeHHbIe psi-
oM ¢ D-tieTsiést 5S pPHK pu60ocoM HEKOTOPHIX apXew,
a Taxk)Ke BCeX HM3IINX M BBICIIMX 3yKapHOT (cBefe-
HUS 0 KOTOPBIX cofieprkaTcsd B 6ase maHHBIX I11) 06-
pasyroT mocrostHHbIe NA-BSE-KOHTaKTHI C OJHUM U3
OCTaTKOB afileHWHa OO0JIBIIION IeTJ/IH, COeTUHSIONeH
cripanu H41 u H42 pPHK 60Jb1I0M Cy6BeIUHUIIBI
pubocoM Tak, KaK 3TO II0Ka3aHO Ha IIpuMepe pubo-
coM Haloarcula marismortui (puc. 9).

K coxxayleHHIO, 11 pUO0OCOM 3THX OpPraHHU3MOB
B JIMTepaType HeT JaHHBIX, KOTOPHIE II03BOJIMIN OBI
CPaBHUTH B3aHMHOEe DPACIIOJIO’KeHHe 3THX HYKJIeOTH-
IOB B IIPUCYTCTBUHU HJIK OTCYTCTBHUM O€JIKOBBIX Qak-
TOPOB TPAHCIAIMH, O6JafaroIux GTPasHOM aKTUB-
HOCTBIO.

3AKJITIOYEHHE

B Hacrosmenn paboTe MBI pacCMOTpeJH CpaB-
HUTeJbHO He6osblnyio rpynny NA-BSE, BecbMa
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pacupocrpaHéHHoro MmotruBa B 3D crpykrype PHK.
B sTol rpyIlle IIpefAcTaBJIeHBl MOTHUBBI, KOTOPBIE
obpasyroTca B nporecce GyHKIIMOHUPOBAHUSA pUO0-
COMBI Ha BCeX 3TallaX CHHTe3a IOJIUIIeIITUJHOMN [1elIx
6eJIKOB (3a UCK/II0UeHHeM MOTHBOB, PacIlI0JI0KeHHBIX
B IITI] pub0oCcoMBI, KOTOpPbIe OBLIM pacCMOTpPeHbl HaMU
pasee [3]). 3Ty rpymIly COCTaBJ/SAIOT JUIIL MeHee 1%
NA-BSE, y4yacTBYOIIUX B QOPMUPOBaHUU TPEeTUYHOU
CcTpyKTyphl pPHK (cp. Tabu. II1 u I12). OcobeHHOCTH
9THUX MOTHBOB COCTOHUT B TOM, YTO OHH 00pasyrTCs
BPeMeHHO Ha OIIpe/leIEHHOM 3Talle QYHKIIMOHUPO-
BaHUS pUO0OCOMBI U JAUCCOIIUUPYIOT IIPH IIepexojie K
caepyrolieMy 3Tamy. Mo)XHO AyMaTh, YTO CUTHaJIaMH
JUCCOLTMAIIAM CJIYKAT elllé HeJoCTaTOUYHO U3y4YeHHEIe
baKTOopBI, yIIpaBJIgOIIKe PaboToN pUO0COMBI KaK MO-
JIEKYJIIPHOM MaIIWHEL Pgp H.0. ¥ UX KOMOMHAIUH,
U3 KOTOPBIX cOCTOAT QyHKIHOoHaNbHbIe NA-BSE (Ha-
npuMep, H.0. D- u T-netess TPHK, opMupyroiime ux
«JIOKTH»), BeCbMa KOHCEPBAaTUBHEI U Y BCeX OpraHM3-
MOB COCTOSIT U3 OJHHUX U TeX Ke reTepoIMKINYeCKUX
OCHOBaHHUM. B Ipyrux ciydasx KOHCepBaTHBHOCTH
MIPOABJIAETCI HAa YPOBHE COXpaHEHUs IIYPHHOBBLIX U
NUPUMHAIUHOBEIX OCHOBAHHU B COOTBETCTBYIOIIIMX
HO3UIMIX. B TpeThbHUX ciydasx (Kak, HallpuMep, B
5'-I10J10’)KEHUH «KapMaHa», IIpelHa3Ha4eHHOI0 I
CBA3BIBaHUSA 3'-KOHIIEBOIO HYKJIEOTHIA aKIIeIITOp-
Horo kKoHnla TPHK B E-caiiTe pu60ocoMbI) KOHCepBa-
TUBHOCTb OTCYTCTBYeT. OfHaKO /i1 GOPMHUPOBaHUSA
noysHoIeHHOro NA-BSE B3auMHas OpUeHTalus H.O.,
U3 KOTOPBIX OH cobupaeTcs, OJ/DKHA OBITH CTPOTO
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33JJaHHOM. ITO AOCTUTAETCSA KaK CTOKUHT-B3aUMO/Iei-
CTBHEM H.0. MOTHBA C OCHOBaHUSIMH QIaHKUPYIOITUX
H.0., TaK U CIIapUBaHUEM C HaXOJAIIMMUCS II0 COCeJl-
CTBY KOMILJIEMeHTapHBIMU OCHOBaHUSIMU.

HeT COMHeHHUI B TOM, UTO pacCIIMpeHHe HaIlUuX
3HaHUU 0 IIpolleccax o6pa3oBaHUS U pacrafa NA-BSE
B PHK 1 X KOMILIEKCOB C 6eyIKaMU OyAeT CII0Cco6-
CTBOBaTh 60Jiee IIIyOOKOMY IIOHUMAaHUI MeXaHHU3Ma
GYHKIIMOHUPOBAHUSA 9THUX KIHYEBBIX [JIS JKU3HHU
KJIETKH MaKpOMOJIEKYJL

Bxirag aBTOpOB. B.M. IIpoaHaJIM3UPOBal JaHHbBIE
U IIOATOTOBHJI BCe PUCYHKH. E.B. BBHIIIOJIHUII BBIYHC-
JIUTEJbHYI0 paboTy W KOHGOPMAIIMOHHEIN aHaJIU3.
A.B. paspaboTas npoeKT. Bce aBTOpPEI BHeCJIH 3Ha4YU-
TeJIbHBIM BKJIAJ B HallCaHHe PYKOIIHCH.

BiarogapHOCTH. ABTOPEI 6JIarofapsT pelleH3eH-
TOB 3a BHUMAaTeJ/IbHOe IIPOYTeHHe PYKOIIMCH M KOH-
CTPYKTUBHBIE IIPe/I0KeHUs.

PduHaHcupoBaHue. CTaTbs BBIIIOJIHEHA B paM-
Kax pa6oT mo TeMe Ne 121031300037-7 rocsamaHus.

KoH}IUKT HHTepecoB. ABTOPEI 3a4BJISIOT 06 OT-
CYTCTBUU KOHGQJIMKTa MHTEPECOB.

CoG1r0eHue 3THYeCKUX HOpM. HacTrod1as cra-
Ths He COJIeP>KUT OIHCAaHUS KaKHUX-JIHMO0 HCCIef0Ba-
HUHU C y4acTHeM JIIJie WU JKUBOTHBIX B KauecTBe
00BEKTOB.

Jlonmo/IHUTEe/IBHBIEe MaTepHasbl. IIpuiIoKeHMe
K CcTaTbe OIIYOJIMKOBAHO Ha calTe XypHasua «buo-
xumusi» (https://biochemistrymoscow.com).

CIIMCOK JIUTEPATYPEI

1. Ganser, L. R, Kelly, M. L., Herschlag, D., and Al-Hashimi, H. M. (2019) The roles of structural dynamics in the
cellular functions of RNAs, Nat. Rev. Mol. Cell Biol., 20, 474-489, https://doi.org/10.1038/s41580-019-0136-0.

2. Wu, M. T,, and D’Souza, V. (2020) Alternate RNA structures, Cold Spring Harb. Perspect. Biol., 12, a032425, https://
doi.org/10.1101/cshperspect.a032425.

3. Baulin, E., Metelev, V., and Bogdanov, A. (2020) Base-intercalated and base-wedged stacking elements in
3D-structure of RNA and RNA-protein complexes, Nucleic Acids Res., 48, 8675-8685, https://doi.org/10.1093/
nar/gkaa610.

4. MertesneB B. I, Baynun E. ©., BorgaHoB A. A. (2023) MHO>XeCTBeHHble HEKaHOHUYECKHE CT3IKHUHI-B3auMOJel-
CTBUSI TeTEPOIMKINYECKUX OCHOBAaHUM KaK OfMH M3 IVIaBHBIX GaKTOPOB OpraHU3aIllUU TPETUUYHOU CTPYKTYPHI,
Buoxumus, 88, 975-985, https://doi.org/10.31857/S0320972523060076.

5. Spirin, A. S. (1985) Ribosomal translocation: facts and models, Progr. Nucleic Acid Res. Mol. Biol., 32, 75-114,
https://doi.org/10.1016/s0079-6603(08)60346-3.

6. Noller, H. F, Lancaster, L., Mohan, S., and Zhou, J. (2017) Ribosome structural dynamics in translocation: yet an-
other functional role for ribosomal RNA, Quart. Rev. Biophys., 50, e12, https://doi.org/10.1017/S0033583517000117.

7. Sweeney, B. A, Roy, P, and Leontis, N. B. (2015) An introduction to recurrent nucleotide interactions in RNA,
Wiley Interdiscip. Rev. RNA, 6, 17-45, https://doi.org/10.1002/wrna.1258.

8. Korostelev, A. A. (2022) The structural dynamics of translation, Annu. Rev. Biochem., 91, 245-267, https://doi.org/
10.1146/annurev-biochem-071921-122857.

9. Kouranov, A., Xie, L., de la Cruz, J., Chen, L., Westbrook, J., Bourne, P. E.,, and Berman, H. M. (2006) The
RCSB PDB information portal for structural genomics, Nucleic Acids Res., 34, D302-D305, https://doi.org/10.1093/
nar/gkj120.

10.

Leontis, N., and Westhof, E. (2012) RNA 3D structure analysis and prediction, in Nucleic Acids and Molecular
Biology, https://doi.org/10.1007/978-3-642-25740-7_13.

BUOXMMMUS Tom 89 BeII 12 2024


https://doi.org/10.1038/s41580-019-0136-0
https://doi.org/10.1101/cshperspect.a032425
https://doi.org/10.1101/cshperspect.a032425
https://doi.org/10.1093/nar/gkaa610
https://doi.org/10.1093/nar/gkaa610
https://doi.org/10.31857/S0320972523060076
https://doi.org/10.1016/s0079-6603(08)60346-3
https://doi.org/10.1017/S0033583517000117
https://doi.org/10.1002/wrna.1258
https://doi.org/10.1146/annurev-biochem-071921-122857
https://doi.org/10.1146/annurev-biochem-071921-122857
https://doi.org/10.1093/nar/gkj120
https://doi.org/10.1093/nar/gkj120
https://doi.org/10.1007/978-3-642-25740-7_13

2130 METEJIEB u pp.

11.

12.

13.

14.

15.

16.

17.

18.

19.

20.

21.

22.

23.

24.

25.

26.

27.

28.

29.

30.

31.

32.

33.

34.

Lu, X.-Jun, Bussemaker, H. J., and Olson, W. K. (2015). DSSR: an integrated software tool for dissecting the spatial
structure of RNA, Nucleic Acids Res., 43, e142, https://doi.org/10.1093/nar/gkv716.

Bohdan, D. R., Voronina, V. V., Bujnicki, J. M., and Baulin, E. F. (2023) A comprehensive survey of long-range
tertiary interactions and motifs in non-coding RNA structures, Nucleic Acids Res., 51, 8367-8382, https://
doi.org/10.1093/nar/gkad605.

Zirbel, C. L., Sponer, J. E., Sponer, J., Stombaugh, J., and Leontis, N. B. (2009) Classification and energetics of the
base-phosphate interactions in RNA, Nucleic Acids Res., 37, 4898-4918, https://doi.org/10.1093/nar/gkp468.
Chawla, M., Chermak, E., Zhang, Q., Bujnicki, J. M., Oliva, R., and Cavallo, L. (2017) Occurrence and stability of
lone pair-mt stacking interactions between ribose and nucleobases in functional RNAs, Nucleic Acids Res., 45,
11019-11032, https://doi.org/10.1093/nar/gkx757.

Leontis, N. B., and Westhof, E. (2001) Geometric nomenclature and classification of RNA base pairs, RNA, 7,
499-502, https://doi.org/10.1017/S1355838201002515.

Ogle, J. M., Brodersen, D. E., Clemons, W. M., Jr,, Tarry, M. J., Carter, A. P, and Ramakrishnan, V. (2001) Rec-
ognition of cognate transfer RNA by the 30S ribosomal subunit, Science, 292, 897-902, https://doi.org/10.1126/
science.1060612.

Ogle, J. M., and Ramakrishnan, V., (2005) Structural insights into translation fidelity, Annu. Rev. Biochem., 74,
129-177, https://doi.org/10.1146/annurev.biochem.74.061903.155440.

Abdi, N. M., and Frederick, K. (2005) Contribution of 16S rRNA nucleotides forming the 30S subunit A and P
sites to translation in Escherichia coli, RNA, 11, 1624-1632, https://doi.org/10.1261/rna.2118105.

Jenner, L., Demeshkina, N., Yusupova, G., and Yusupov, M. (2010) Structural rearrangements of the ribosome at
the tRNA proofreading step, Nat. Struct. Mol. Biol., 17, 1072-1078, https://doi.org/10.1038/nsmb.1880.

Loveland, A. B., Demo, G., Grigorieff, N., and Korostelev, A. A. (2017) Ensemble cryo-EM elucidates the mecha-
nism of translation fidelity, Nature, 546, 113-117, https://doi.org/10.1038/nature22397.

Rodnina, M. V., Fischer, N., Maracci, C., and Stark, H. (2017) Ribosome dynamics during decoding, Phil. Trans.
R. Soc., 372, 20160182, https://doi.org/10.1098/rsth.2016.0182.

Korostelev, A., Asahara, H., Lancaster, L., Laurberg, M., Hirschi, A., Zhu, ]J., Trakhanov, S., Scott, W. G., and Noller,
H. F. (2008) Crystal structure of a translation termination complex formed with release factor RF2, Proc. Natl
Acad. Sci. USA, 105, 19684-19689, https://doi.org/10.1073/pnas.0810953105.

Brown, A., Shao, S., Murray, J., Hegde, R. S., and Ramakrishnan, V. (2015) Structural basis for stop codon rec-
ognition in eukaryotes, Nature, 524, 493-496, https://doi.org/10.1038/nature14896.

Watson, Z. L., Ward, F. R.,, Méheust, R., Ad, O., Schepartz, A., Banfield, J. F,, and Cate, J. H. (2020) Structure of
the bacterial ribosome at 2 A resolution, Elife, 9, 60482, https://doi.org/10.7554/eLife.60482.

Zhou, J., Lancaster, L., Donohue, J. P, and Noller, H. F. (2013) Crystal structures of EF-G-ribosome com-
plexes trapped in intermediate states of translocation, Science, 340, 1236086, https://doi.org/10.1126/
science.1236086.

Smart, A., Lancaster, L., Donohue, ]J. P, Niblett, D., and Noller; H. F. (2024) Implication of nucleotides near
the 3’ end of 16S rRNA in guarding the translational reading frame, Nucleic Acids Res., 52, 5950-5958, https://
doi.org/10.1093/nar/gkae143.

Liu, Q., and Fredrick, K. (2016) Intersubunit bridges of the bacterial ribosome, J. Mol Biol., 428, 2146-2164,
https://doi.org/10.1016/j.jmb.2016.02.009.

Zhang, J., and Ferré-D’Amaré, A. R. (2016) The tRNA elbow in structure, recognition and evolution, Life, 6, 3,
https://doi.org/10.3390/1ife6010003.

O’Connor, M., and Dahlberg, A. E. (1993) Mutations at U2555, a tRNA-protected base in 23S rRNA, affect trans-
lational fidelity, Proc. Natl. Acad. Sci. USA, 90, 9214-9218, https://doi.org/10.1073/pnas.90.19.9214.

Nissley, A. J., Penev, P. I., Watson, Z. L., Banfield, J. F, and Cate, J. H. D. (2023) Rare ribosomal RNA sequenc-
es from archaea stabilize the bacterial ribosome, Nucleic Acids Res., 51, 1880-1894, https://doi.org/10.1093/nar/
gkac1273.

Schmeing, T. M., Moore, P. B, and Steitz, T. A. (2003) Structures of deacylated tRNA mimics bound to the E site
of the large ribosomal subunit, RNA, 9, 1345-1352, https://doi.org/10.1261/rna.5120503.

Mohan, S., and Noller, H. F. (2017) Recurring RNA structural motifs underlie the mechanics of L1 stalk move-
ment, Nat. Commun., 8, 14285, https://doi.org/10.1038/ncomms14285.

Dontsova, O., Tishkov, V., Dokudovskaya, S., Bogdanov, A., Doering, T., Rinke-Appel, J., Thamm, S., Greuer, B., and
Brimacombe, R. (1994) Stem-loop IV of 5S rRNA lies close to the peptidyltransferase center, Proc. Natl. Acad.
Sci. USA, 91, 4125-4129, https://doi.org/10.1073/pnas.91.10.4125.

Sergiev, P. V,, Bogdanov, A. A., Dahlberg, A. E., and Dontsova, O. A. (2000) Mutations at position A960 of E. coli
23S ribosomal RNA influence the structure of 5S ribosomal RNA and the peptidyltransferase region of 23S
ribosomal RNA, . Mol Biol., 299, 379-389, https://doi.org/10.1006/jmbi.2000.3739.

BUOXMUMHUA Tom 89 BmII 12 2024


https://doi.org/10.1093/nar/gkv716
https://doi.org/10.1093/nar/gkad605
https://doi.org/10.1093/nar/gkad605
https://doi.org/10.1093/nar/gkp468
https://doi.org/10.1093/nar/gkx757
https://doi.org/10.1017/S1355838201002515
https://doi.org/10.1126/science.1060612
https://doi.org/10.1126/science.1060612
https://doi.org/10.1146/annurev.biochem.74.061903.155440
https://doi.org/10.1261/rna.2118105
https://doi.org/10.1038/nsmb.1880
https://doi.org/10.1038/nature22397
https://doi.org/10.1098/rstb.2016.0182
https://doi.org/10.1073/pnas.0810953105
https://doi.org/10.1038/nature14896
https://doi.org/10.7554/eLife.60482
https://doi.org/10.1126/science.1236086
https://doi.org/10.1093/nar/gkae143
https://doi.org/10.1093/nar/gkae143
https://doi.org/10.1016/j.jmb.2016.02.009
https://doi.org/10.3390/life6010003
https://doi.org/10.1073/pnas.90.19.9214
https://doi.org/10.1093/nar/gkac1273
https://doi.org/10.1093/nar/gkac1273
https://doi.org/10.1261/rna.5120503
https://doi.org/10.1038/ncomms14285
https://doi.org/10.1073/pnas.91.10.4125
https://doi.org/10.1006/jmbi.2000.3739

35.

36.

37.

38.

39.

40.

®YHKIMOHAJBHBIE PHK-PHK-KOHTAKTEI B PUBOCOME 2131

Smith, M. W., Meskauskas, A., Wang, P., Sergiev, P. V,, and Dinman, J. D. (2001) Saturation mutagenesis of 5S
rRNA in Saccharomyces cerevisiae, Mol. Cell Biol., 21, 8264-8275, https://doi.org/10.1128/M(CB.21.24.8264-8275.2001.
Kouvela, E. C., Gerbanas, G. V., Xaplanteri, M. A., Petropoulos, A. D., Dinos, G. P, and Kalpaxis, D. L. (2007)
Changes in the conformation of 5S rRNA cause alterations in principal functions of the ribosomal nanomachine,
Nucleic Acids Res., 35, 5108-5119, https://doi.org/10.1093/nar/gkm546.

Huang, S., Aleksashin, N. A., Loveland, A. B., Klepacki, D., Reier, K., Kefi, A., Szal, T., Remme, J., Jaeger, L.,
Vazquez-Laslop, N., Korostelev, A. A., and Mankin, A. S. (2020) Ribosome engineering reveals the importance of
5S rRNA autonomy for ribosome assembly, Nat. Commun., 11, 2900, https://doi.org/10.1038/s41467-020-16694-8.
Davis, J. H, Tan, Y. Z., Carragher, B., Potter, C. S., Lyumkis, D., and Williamson, J. R. (2016) Modular assembly
of the bacterial large ribosomal subunit, Cell, 167, 1610-1622, https://doi.org/10.1016/j.cell.2016.11.020.

Thoms, M., Lau, B., Cheng, J.,, Fromm, L., Denk, T., Kellner, N., Flemming, D., Fischer, P., Falquet, L.,
Berninghausen, O., Beckmann, R., and Hurt, E. (2023) Structural insights into coordinating 5S RNP rotation
with ITS2 pre-RNA processing during ribosome formation, EMBO Rep., 24, €57984, https://doi.org/10.15252/
embr.202357984.

Carbone, C. E,, Loveland, A. B., Gamper, H. B, Jr, Hou, Y. M., Demo, G., and Korostelev, A. A. (2021) Time-resolved
cryo-EM visualizes ribosomal translocation with EF-G and GTP, Nat. Commun., 12, 7236, https://doi.org/10.1038/
$41467-021-27415-0.

THE ROLE OF NONCANONICAL STACKING INTERACTIONS OF
HETEROCYCLIC RNA BASES IN RIBOSOME FUNCTIONING

V. G. Metelev?, E. F. Baulin?, and A. A. Bogdanov'3%+

! Faculty of Chemistry, Lomonosov Moscow State University, 119991 Moscow, Russia
2 Moscow Institute of Physics and Technology, 141701 Dolgoprudny, Moscow Region, Russia

3 A. N. Belozersky Institute of Physico-Chemical Biology, Lomonosov Moscow State University,
119992 Moscow, Russia; e-mail: bogdanov@belozersky.msu.ru

4 Shemyakin-Ovchinnikov Institute of Bioorganic Chemistry, 117997 Moscow, Russia

Identification and analysis of recurrent elements (motifs) in DNA, RNA and protein macromolecules
is an important step in studying the structure and functions of these biopolymers. In this paper, we
investigated the functional role of NA-BSE (Non-Adjacent Base-Stacking Element), a widespread motif
in the tertiary structure of various RNAs, in RNA-RNA interactions at various stages of ribosome func-
tion during translation of genetic information. Motifs of this type, reversibly formed during mRNA
decoding, movement of ribosome subunits relative to each other, and movement of mRNA and tRNA
along the ribosome during translocation, are described. EF-G-dependent formation of NA-BSE involving
nucleotide residues of 5S rRNA and 23S rRNA is considered in particular.
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