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BBEJIEHHNE

CoJIHEeYHBIii CBET SIBJISIETCS] OCHOBHBIM MCTOY-
HUKOM DHEPruu mist ouocdepsl 3eMiun. B xxuBoii
KJIETKE DHEPTUS CBeTa MpeodpasyeTcsl Ha TEPBhIX
aTamnax B pa3HOCTb OKUCIMUTEIbHO-BOCCTAHOBU-
TeJIbHBIX MOTeHLIManoB (AE,) u/UIu NpOTOH-ABU-
Kyuyto cuny (Ap). IlornollneHue cBeTa XJOpO-
(unn-conepxammnmu GOTOCUMHTETUIECKUMU peak-
LIMOHHBIMU LIeHTpaMu [1] compoBoxmaeTcs: pas-
JeJICHUEM 3apsa0B U TeHepalueid Ap o MexaHu3-
My MuT4desioBoii penokc-TeTin. [IpuHIuIMaibHO
WHOI croco0 MmpeoOpa3oBaHUsSI CBETOBOM 3HEP-
MM OCHOBAH Ha MCIOJIb30BAaHNUM B KAY€CTBE XPO-
Modopa ocTaTka peTUHaJsl, CIIOCOOHOTO K yuc—
mpanc-u3oMepu3alMu MojJ JACHCTBUEM CBeTa.
ITornomenue ¢oTtoHa 3TUM XpoMoGOpPOM He
IMPUBOIUT K NIPOTEKAHUIO OKHMCINUTEIBHO-BOCCTA~
HOBMTEJIbHBIX PeaKIUMii, U IJIsI TpPaHCMEMOpPaHHO-
ro nepeHoca H* ucnonb3yercsa MexaHM3M MOHHOM
TOMIIbI, & HE PEIOKC-TIeTIIN.

BnepBble peTuMHanIb-3aBUCMMOE TIpeoOpa-
30BaHHME YHEPTMU CBeTa OBLIO OTKPBITO y Oak-

IlpuHsaTeie cokpaueHus: bR — 0akTepuopononcuH;
hR — ramopomoncun; NaR — Na*-tpaHciaomupyromnmii po-
noricuH; SB — ocHoBanue LIudoda; Ap — TpaHcMeMOpaHHbBIiI
3JIEKTPUUYECKUI TTOTEHITNAIT; Ap — TIPOTOH-IBUXKYIIAsT CUJIA.

* Anpecar i1t KOppeCITOHISHLIVH.

tepuoponornicuHa (bR) — TpaHcmemOpaHHOTO
benka u3 ranodunabHoit apxeu Halobacterium
salinarum [2, 3]. bR obpa3oBaH TpeMs oauMHaKO-
BbIMU MOJIMMOENITUIAMU C MOJEKYJISIPHONA Maccoit
26 x/la. Kaxxnasa cyobenrmHMuIa MOCTpOeHa U3 ceMu
TpaHCMEeMOpaHHBIX C-criupajeil [4] u comepXuT
eIMHCTBEHHYIO TTPOCTETUYECKYIO TPYMIly — OCTa-
TOK peTuHaJjs, obpasyronuit ocHoBanue Lludda
¢ e-amuHorpymroii octatka K216 (puc. 1) u pa6o-
TaIOIIUIA KaK «MOJIEKYJISIPHbBIN pelyar». biarogaps
CHUCTEME COMPSIKEHHBIX IBOMHBIX CBSI3Eil OCTAaTOK
peTuHaJsl CMocoOeH TOIIoNaTh CBET BUAMMOTO
nuanasoHa. ITormolieHne KBaHTa cBeTa BbI3bIBAET
Yuc—mpaHc-n30Mepr3aliio peTUHAIS U CO3MaéT
KOH(pOPMAaIlMOHHOE HaMpsKeHUEe B COCENHUX C
HUM ydacTkax Oejka. 3aTeM IPOMCXOAUT pesak-
calysi B MCXOIHOE COCTOSIHME C COBEpLIEHUEM
MoJIe3HOI padoThl, HAMPUMEP TPAHCIIOPTAa MOHA.
B uwukige paboThl poOAONCUHOB-TPAHCIOPTEPOB
obpaTumasi M30Mepu3alusl mpaHc- B yuc-Gop-
MYy TIPOMCXOAUT Mo ABoiHOI cBs3u C;;=C,,, Bce
OCTAJIbHBbIE CBSI3M COXPAHSIOT mpaHc-KOHGpOp-
Manuto. Takum oOpa3oM, peayusyloTcsl 1Be KOH-
dopmauuu petuHanus: (a) noaHOCmMbIO MpaHc W
(6) yuc — no cea3u C;;=C,4, U mpanc — 1O OCTaJb-
HBIM IBOMHBIM CBSI3IM. MBI OyneM 1U1sl KpaTKOCTU
0003HaYaTh MepPexoabl MEXIAY 3TUMU KOH(pOpMa-
LIUSIMU KaK Mpanc = yuc N yuc = mpamc.
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KitoueBble a€MEHTBI CTPYKTYphl bR, yua-
CTBYIOILIME B CBETO3aBUCUMOI TreHepauuu Ap,
nokasaHbl Ha puc. 2, a. IlomtouieHue ¢doToHa
OCTaTKOM PETHUHAaJSl BBI3BIBAET €0 MPAHC = YUC-
M30MEPU3aINI0, YTO TIPUBOAUT K IMTOHMKEHUIO PK,
aJbIMMUHHOI rpynibl (ocHoBaHus udda, SB),
KOTOpasi MpOTOHUPOBaHa B TeMHOBOI1 (popme bR.
B pesynwsrate SB menpotoHupyercsi, U BLICBOOOXK-
JalolIniicss MPOTOH MepeHocuTcs Ha D85, aBmsiio-
IIUICI OCHOBHBIM ITPOTUBOMOHOM UISI TTOJIOXKM-
TeJIbHO 3apsixkeHHOTOo SB B TeMHOBOI1 (hopMe. DTOT
MepeHOC BBI3bIBAET BBICBOOOXICHME TMPOTOHA B
BOAHYIO (da3y CHapyku KJIETKU C MOBEPXHOCTHO
pacmoJIOXKeHHOTO  KjacTepa aMUHOKMCIOTHBIX
OCTaTKOB, BKJIIoUarolero B cBoii coctaB E204,
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a takxe octatku E194 u R82 (mnsg xkpaTkocTu Ha
puc. 2, a v fanee B TEKCTe BeCh KjacTep 0003Ha-
yeH Kak E204). 3arem pK, SB mnosBblliaercss mo
HCXOIHOTO 3HaueHusi, 1 SB cHOBa MPOTOHUpPYET-
csl, TIpPUYEM JIJIST OTOM LEeJIM UCIoJIb3yeTcsl noH H,
MOCTYNAIIUNA U3 UUTOIUIA3Mbl Yepe3 MPOMEXy-
TOYHBIN TOHOP IMpPOTOHa — octaTok D96. [lanee
peTUHATb BO3BPAIIAETCS B UCXOJHYIO HOAHOCIbIO
mparc-KOHMOpMalUio, YTO COMPOBOXAACTCS TIe-
peHocoM mnpotoHa ot D85 k E204. Llukinueckoe
npespaieHue bR obecrneunBaet, TakuM 00pa3om,
MepeHoC MPOTOHA yepe3 MeMopaHy [5].

B rasjoduiabHbIX apxesix ObLT OOHapyXXeH ele
OIMH PEeTHHAJb-COJACPXaIINi Oe0OK — TrajJopo-
poricud (hR) [6], aBasiommiics cBeTO3aBUCUMOM

Puc. 1. Crpykrypa xpomodopa 6akrepuoponorncruna. Ha 6enom oHe mokazaH 0CcTaTOK peTUHANS, KOBAJIEHTHO TIPUCOENUHEH -
HBII K OCTaTKy JIM3UHA, B noaHocmoro mpanc-dopme. Ha cepom poHe nmokazaH pparMeHT CTPYKTYpbl B yuc-KOH(MOpMaLUU 110
cs3u C3=C,4. Hymepanust aToMOB HaUMHAETCS C TUMETWIMPOBAHHOTO aTOMA YIieposia [3-MOHOHOBOTO KOJIbIla

a

nepunaasma

0H+

yumonunasma

Puc. 2. MloHHbIe MOTOKY Yepe3 LUTOIIa3MaTUUECKYI0 MeMOpaHy IPOKapuoT, co3laBaeMble pa3inuyHbIMU ponorncuHamu. [Toka-
3aHBI KJTIOYEeBbIe aMUHOKUCIOTHBIE ocTaTKu 11 bR (@), hR (6) u NaR (). [yt cBeTo3aBUCMMOTO MepeHoca MOHOB 0003HAUCHBI
ctpesnikamu. CUHUE CTPENIKU YKa3blBalOT IBUKEHUSI MOHOB Ha PAaHHUX cTanusX GOTOLMKIIA, KPACHBIE — HA 3aBEPLIAIOLLMX CTAIUSIX
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Cl-mommoii [7]. hR Toxke cocTOUT U3 ceMu TpaHC-
MeMOpaHHbBIX Q-CIIUpaieil U CONEPXKUT KOBAJIEHT-
HO-CBSI3aHHBII OCTAaTOK PETUHAJsl, HAaXOMSIIUIACS
B HOJAHOCMbIO MPpaHc-KOHMOPMaIUU U B IIPOTOHU-
pPOBAHHOM COCTOSIHUM B TEMHOBOI ¢opme Oel-
ka [8]. OgHako npu nortomeHuu cBera hR me-
peHoCcHUT uyepe3 MeMOpaHy He MpoToH, a uoH Cl-,
MPUYEM B TIPOTUBOMOJOXKHOM HarpaBJIeHUU — U3
BHEIIHEN cpeanl B LuToruiasMy (puc. 2, 6). Kio-
yeBass OCOOEHHOCTb TaJlOpOJOIICMHA COCTOUT B
TOM, 4TO B HEM Ha MecTe D85 6akTepuopomorncuHa
pacroyioXeH OCTaTOK He3apsiKeHHON aMUHOKMC-
notel (T unu N). Kak cneactBue, hR B TeMHOBOM
COCTOSTHUU CONEPXKUT BOJIM3U peTuHans uoH Cl-,
BBICTyMaroumuii BMecto D85 B KauecTBe IpOTHU-
BOMOHA MpoToHupoBaHHOMY SB [8]. Tparc - yuc-
uzoMepusanus peruHanss hR npu  momnmoine-
HUM KBaHTa CBeTa NMPUBOIUT K BBICBOOOXIECHUIO
cBsga3aHHoro Cl- BHyTpb kieTku. Ilocnemytoiias
yuc — mpanc-peru3oMepu3alms COMPOBOXIAETCS
3axBatoM CI~, HO yXe ¢ BHEIIHEl CTOPOHBI MEM-
OpaHsl (puc. 2, 6) [9]. Cuuraetcs, yto B hR ocHo-
BaHue Iludda Haxooutcss B MPOTOHUPOBAHHOM
COCTOSIHMM B Te€UeHue Bcero ¢orolukiaa. Mexa-
HU3MBI MIOHHOTO TpaHcnopTa y bR u hR noBonbHO
CXOXH, 4TO TOATBEpXKIaeTcs IpeBpalieHuemM bR
U3 BbIKauMBarwueit Hapyxxy H-momnbl B neii-
CTByIOLLYIO B oOpaTHOM HampasieHuu Cl--miominy
B pe3yJbTaTe OMHOW aMMHOKMUCIOTHOM 3aMeHBbI
DS85T [10].

bR 1 hR meHee a(ppekTuBHO Npeodpas3yioT
9HEPruio CBeTa 0 CPaBHEHUIO C XJI0POGUILI-CO-
JIepKaluMu GOTOCUHTETUYECKUMU aJ1eK-
TPOH-TPAHCHOPTHBLIMU LieTIIMU. Tak, OTHOIIIEHE
H*t/hv paBHo 1 B cnyyae bR u 1,5—2 — qna ¢poto-
CUHTETUYECKUX 2JIEKTPOH-TPAHCIIOPTHBIX LIeTIeH.
Kpome Toro, y poTOCMHTETUYECKUX peaKIIMOHHBIX
LIEHTPOB BbIIlI€ KBAHTOBBIN BBIXOJ CBETOMHIYIIM-
pyeMBbIX peaklMii 1, 3a CUET Pa3BUTHIX CBETOCO-
OMpamIIMX aHTeHH, JYYIlle CBETO-MOIOIIAI0NINe
cBoiicTBa. [ToaTOMy H0JITOE BpeMs CYUTATIOCH, YTO
peTUHAaJb-3aBUCUMbIC TeHEpaTOPhl MEMOPAHHOTO
MOTEeHIIMaNa MPOUTPAIM B XONIE¢ 3BOJIOIMOHHOTO
oTbopa XxJa0poUII-coaepKalluM peakKLMOHHBIM
LIEHTpaM M COXPaHWINCh JIMIIb B BUOE PEIUKTOB
B HEKOTOPBIX PEIKMX HUIAX C 3KCTPeMaJIbHBIMU
YCJIOBUSIMU (HAMpUMeEp, y TaTOPUIbHBIX apxeit).
OngHako pasBUTHE METAareHOMHBIX TEXHOJIOTHIA
MO3BOJIMJIO YCTAHOBUTD, YTO T€HBI MOJOOHBIX OaK-
TEPUOPOAOTICUHY OCJIKOB MPUCYTCTBYIOT Y MHO-
I'UX, TpexXae BCETrO0 MOPCKUX, MUKPOOPraHM3MOB.
DTO, MO-BUIAUMOMY, CBSI3aHO C YIMBUTEILHON
MPOCTOTOM YCTPOMCTBAa M BBICOKOW CTaOMJIBHO-
CThIO PETUHAJIb-3aBUCUMBIX T€HEpPaTOPOB TPaHC-
MeMOpaHHOTO MOTeHIMada. DTU OEJIKM COCTOSIT
BCETro M3 OIHOTO HEOOIBIIOro MOJUIENTUAA U B
OOJIBIIIMHCTBE CJlydyaeB colepXkaT B CBOEM coCTa-

BOTAYEB u ap.

Be JIMILb OJHY IMpocTeTudecKyto rpymmny. Ckopee
BCEro, MIMEHHO HM3Kasl «CTOMMOCTb» CHUHTE3a U
MOJACPXKAHUS 3TUX OCIKOB CIIYXKUT MPUUNHON UX
YacTOro IMPUMEHEHUsI OpraHu3MaMu, (PYHKIHO-
HUPYIOLIMMU B YCJIOBUSIX HEJOCTaTKA KaKNX-JIM00
HYTPUEHTOB, HAIlpuMep, MOPCKMMM MUKpPOOpTa-
HusMaMu. TakuM o0pa3oM, peTUHAJIb-3aBUCUMBIC
reHepatopbl MeMOpaHHOTO TIOTEHIIMAajla WUTPalT
XOTS Y TTOJYMHEHHYIO, HO CYIIECTBEHHYIO POJib B
MpeoOpa3oBaHNM SHEPTUM CBETA B COBPEMEHHOI
ouochepe 3emun [11].

AHaIM3 aMUHOKMCJIOTHBIX ITOCJIENOBATEb-
HocTeli OosblIoro KojaudyecTBa bR-mmomoOHBIX
0EJIKOB MO3BOJIMII MASHTU(MULIMPOBATh CPEIU HUX
IPyINy, TATUYHBIM TIPEACTaBUTE]IEM KOTOPOIA sIB-
qsercs 6enok KR2 u3 mopckoii (iaBobakTepuu
Krokinobacter eikastus. OTIUYUTEIbHONH OCOOEH-
HOCTBIO 9TOH TpynIibl siBasieTcss MOoTuB NDQ, Ha-
3BaHHBIN Tak 1o octatkaMm N112, D116 u Q123 (Hy-
Mmepauuss KR2), 3amMeHsS01IMM, COOTBETCTBEHHO,
KPUTUYECKHU BaxKHBIC IJISI IPOTOHHOTO TPAHCIIOP-
ta octatku D85, T89 u D96 bR (motus DTD/E).
Takas 3amMeHa He MoIJIa He cKa3aTbCs Ha TpaHC-
IMOPTHOM CcHeuM@PUIHOCTU, W, AEUCTBUTEILHO,
Inoue et al. [12] mokazanu, utro KR2, B oTinune ot
bR u hR, aBasgercsa cBeto3zaBucumoit Na*-nmommnoii
(puc. 2, 6). Ilo3zxxe Na"-TpaHcaouupymolune po-
npornicuHbl (NaR) OblIu onucaHbl Uy OPYrUx MOp-
ckux Oakrtepuii [13—17]. M3-3a nmoTeHIMaIbHOI
BO3MOXHOCTU OIITOT€HETUYECKOTO MPUMEHEHUS
9TOT0 HOBOTO Kjlacca 6eJIKOB B Ilape ¢ XOPOIIIO U3-
BECTHBIMU PETUHAJIb-3aBUCUMBIMIA KATMOHHBIMU
KaHajlaMU B ITOCJIEAHWE TOIBI MPOBOAUJINCH MH-
TeHCUBHBIE UCCAenoBaHUsI Na -pogoIICMHOB.

B nanHOM 0030pe MBI CyMMUPYEM UMeEIOIIIe-
cs cBeneHus o NaR ¢ akileHTOM Ha aHajau3 Ku-
HETUKU TeHepallud Pa3HOCTU TpaHCMeMOpaHHBIX
9JIEKTPUYECKUX MOTEHIIMAIOB B X0/ae (POTOLMKIIA
Na*-ponorncunHa. Ha ocHoBe MOJy4eHHBIX JaH-
HBIX IIpeajaraercsl CyIleCTBEHHO MOAU(MUIIMPO-
BaHHbBIA MEXaHU3M [IE€HUCTBUS 3TOU YHUKaAIbHOM
HATPUEBOU MTOMIIBI.

TPEXMEPHAS CTPYKTYPA
Na*-TPAHCJIOHUPYIOIIEI'O POAJOIICUHA

Bckope mnocne otkpbiTus Na-TpaHciaou-
PYIOLIMX POJOICHHOB OblLIa IOJIydeHa Cepus
TPEXMEPHBIX CTPYKTYp pa3iaudHbix ¢dopMm NaR
u3 K. eikastus c aToMHbIM pa3penieHuem [18, 19].
Okazanoch, UTO OHU JOBOJBHO MOXOXHW Ha CTPYK-
Typsl bR (RMSD m1s1 Ca-atomoB — okoio 1,8 A).
Kak u bR, NaR cocTout u3 cemu TpaHcMeMOpaH-
HBIX O-CIIpaieil U CONEPXKUT B KAUeCTBE XPOMO-
(opa ocTaTok peTuHaIsI, KOBaJEHTHO CBSI3aHHBIN
c octratkoMm K255. Onnako, B otinuune oT bR, NaR
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oOpasyet neHTamep, a He Tpumep [18, 20]. Emgé
OMHOI OTIMYUTEIbHOI ocobeHHOoCTbio Na*-po-
JNOTICUHOB SIBJISIETCSI HaJM4ue AOIOJHUTEIbHOM
KopoTkoii N-koHueBoit o-cniupanu (N-helix),
9KCIIOHMPOBAHHOI B IepUILIa3My, U BUIOU3ME-
HEHHOIM Tepuria3MaTUYecKoil MeTau, COoenu-
HSIOIIEH BTOPYIO M TPEeThblO TpaHCMeMOpaHHbBIE
crnupaad. DTU 3JEMEHTHhl y4yacTBYIOT B 00paso-
BaHUM TIePUILIA3MATUYECKUX MEXCYObeIUHNY-
HBIX KOHTAKTOB M Ba>KHOTO IJIsI OJIUTOMEpPU3allnin
Na*/K*-cBsI3bIBalollero LHeHTpa MEeXIy cyOobenm-
Hunamu [18, 21]. Monudukanus 3TUX 3JeMEHTOB
caliT-HaIlpaBJIeHHbIM MYyTareHe3oM BJIMSIeT Ha
OJIUTOMEePU3alIMIO U TepMOCTabUIbHOCTh NaR, HO
He TIPUBOIUT K CYIIECTBEHHOMY U3MEHEHMIO €ro
Na*-nomnupytoueit pynkuuu [12, 19].

Kpome Toro, temHoBas ¢popma NaR otinua-
eTcsl or bR HanuuveMm ruapoduIbHON MOJOCTH,
BeIyIIeil OT OpUEHTUPOBAHHON B LIUTOIIA3MY I10-
BepxHOCTU Oeyika K ocTatky Q123, cooTBETCTBY-
o1lleMy TepBUYHOMY JOHOPY MpoToHOB D96 s
penporoHupoBanus SB B bR. B ¢dotouukie bR
OTKpPBITHE IIIeJIU, coenuHstomeit SB ¢ nurorias-
MOM M, COOTBETCTBEHHO, obecrieyuBalolleii 10-
CTyn K ocTtatky D96, mporcxoauT KpaTKOBpeMeH-
HO, TIpU 00pa3oBaHUU MHTepMenuata M [22, 23].
Takum oOpazom, TeMHoBast popma NaR 0Oonee

d
NaR

RET

D251
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MOATOTOBJIEHA K MTPOXOXKACHMIO IIUTOIIa3MaTuye-
CKMX MOHOB B o0yiacTh SB.

B obGnactu SB HaOnomaoTcsa U Apyrue Bax-
Hble paznnuus Mexay NaR r bR. OCHOBHBIM Tipo-
tuBoroHoM SB* B bR gasnserca D85 (puc. 3, 6),
CBSI3aHHBIN BomoponHoii cBs3bio ¢ T89 [4]. Tlo-
ckoJibky B NaR 3T octatku 3ameHeHbl Ha N112
u D116 [24], monoxeHue npotuBoroHa mist SB* B
NaR cMmelieHo Ha O1UMH BUTOK Q-CIIMpajud B CTO-
poHy HuTOoI1a3Mbl. B bR mpoTuBonoH pacnosara-
etcst «<Haa» SB, a B NaR — «cb6oky» ot SB (puc. 3).
CMenieHre poTuBorMoHa B Na*-ponorncuHe Bbl-
3bIBa€T MCKPMBJIEHHWE OCTaTKa pEeTUHaIsI B 00-
Jactu SB, KOTOpbli cMmellaeTcss M3 IUIOCKOCTU
CBOETO JT-COMPSIKEHUSI B MPOTUBOMOJOXHOM Ha-
MpaBJeHUY TT0 CPABHEHUIO CO BCEMU IPYTUMM UC-
cJiefoBaHHBIMM ponorncuHamu [19, 25].

ITpu 61M3KMX K HEHWTpaabHBIM 3HaYeHUsIX pH
D116 cBg3an B NaR 1ienbio BogopOIHBIX CBsSI3eit
C pacrnojoxXeHHBIM «Hald» SB ocratkom D251
(puc. 3, a), saBasomuMcst aHajgorom D212 bR
(puc. 3, 6). AMMHOKMCIIOTHBIE OCTaTKM, 00pa3yto-
lIMe CceTh BOMOPOAHBLIX CBA3eil B obiactu SB
(S70, R109, N112, D116, D251), HeoOXOAMMBI [T
TpaHcnopta Na*, MyTareHe3 3TUX OCTaTKOB ITPUBO-
JIUT K CYIIECTBEHHOMY 3aMeJIEHUIO WX ITOJTHOMY
npekpaiieHuto Na*-tpancnopta [12, 14, 18, 19].

o

Puc. 3. ®parmenTsl crpykryp NaR (a) u bR (6) B o6nactu ocHoBanus Iudda. Ocrarok peruHans (RET) nokasaH B Bumie
CTEPXKHEBO MOJIEIIM PO30BOTO LIBETA, MOJIEKYJIBI BOIBI 0003HaYeHBI KPACHBIMU chepaMu, BOMOPOIHBIE CBSI3U, 00pa3yeMble Tpe-
Msl MOJIEKYJIaMH BOIbI, — IITPUXOBBIMM JuHMsAMU. OctaTku Ju3uHa (K255 wimn K216) 06pa3yioT aabIMMUHHYIO CBSI3b C OCTAT-
koM petuHaia. Kogsl PDB cootBercTBytommx momHbix cTpykTyp NaR m bR — 4XTN (1enib A) u 1C3W. PucyHok co3maH ¢
nomouibio mporpamMmmbl Pymol (The PyMOL Molecular Graphics System, Version 2.0, Schrodinger, LLC)
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BaxHo, 4To cTpyKTYphl TeMHOBOM (hopMmbl NaR He
BBISIBUJIU B 001acTH SB cBI3aHHOTIO MOHA HATpUSI.
OOHapy:XeHHbII nepudepruyeckuii (mepuriazma-
TUYECKUIT) caliT cBsI3biBaHUS Na®™ (CM. Bblllie) He
YYacTBYeT B €ro TPAHCJIOKAlMU, a CAYXUT JUIIb
s onuromepusauuu NaR. Ha ocHoBaHMU 3THX
JaHHBIX MOXHO 3aKJIIOUUTb, YTO CBSI3bIBaHUE
nommnupyemoro noHa Na* ¢ NaR (B ominuue ot
cs3biBaHus H* u Cl~ ¢ bR u hR cooTBeTcTBEeH-
HO) He HaOmiogaeTcss B TEMHOBOI ¢dopMe po-
JIOTICUHA, a IPOMCXOAUT JIUIIb B XoAe (hOTOLMKIIA
(puc. 2, 6) [14, 18, 19].

I[lo nepBUYHOM M TPETUYHON CTPYKTypam
Na*-ponorncuHbl 6JiMXe BCero K KCAaHTOPOIOICH-
HaM, CITOCOOHBIM, HapsIy C peTUHAaJIeM, CBSI3bIBATh
NOTMOJIHUTENbHBIA XpoModop (KEeTO-KapOTUHO-
nuna) [26], BBICTYIAIOWIMIA B PO CBETOCOOMpAIO-
meit anteHHbl [27]. MHTepecHO, YTO Ha MOBEPX-
Hoctu NaR oOHapykeHa TuapohoOHas MoaoCTh,
MOX0OKasl Ha TIOJIOCTb JUIST CBSI3BIBAHUSI CaJll-
HUKCAaHTUHA B KCAHTOPOIOICUHE U3 Salinibacter
ruber [18, 19]. DTo MO3BOMMIO TPEANOIOXUTD,
yTo in vivo NaR Takxxe coaep>KUT KapOTUHOUIHYIO
aHTeHHY. OJHAKO IaJibHEHIIe UCCIeIOBaHUS He
oOHapyxunu y Na*-pomorncuHa ciocoOHOCTb CBSI-
3bIBaTh aHTeHHbIe KapoTUHOUAHI [28]. OKa3anocs,
YTO 3TOMY CBSI3bIBAHUIO MPEMSTCTBYET HAJIMYUE B
NaR o6béMHoro ocrarka T216 B mo3uimu octaTtka
G201 kcantoponoricuna S. ruber [29]. O6paTHas
3ameHa T216G caiiT-HalpaBJIeHHbIM MyTareHe30M
Bo3Bpatuiia NaR u3 Dokdonia sp. PRO95 yTpaueH-
HYI0O B XOJ€ 3BOJIIOLIMU CIIOCOOHOCTh CBSI3BIBATH
KETO-KapOTUHOW (KAaHTAaKCAHTWUH MJI 3XMHEHOH )
U UCMOJIb30BaTh €r0 B KAUeCTBE aHTEHHHI [29].

Na

150 ¢!

5x10°M ™' ¢!
Na

BOTAYEB u ap.

®OTOLUKI Na*-TPAHCJIOLUPYIOHINX
POJOIICMHOB

B TeMHOBOM COCTOSIHMM OCTaTOK pPETUHAaJIS
NaR Haxonutcsi B noanocmsio mpanc-KOH@Op-
mauuu, u ero SB mportoHupoBaH. IlormoiieHue
KBaHTa cBeTa (MAaKCMMYyM ITOIJIOLLIEHMST pa3jind-
HbeIX NaR Haxomutcs npu ~525 HM) NPUBOAMT K
00pa3oBaHUIO BO30YXXIEHHOTO COCTOSIHUS (S))
U TOoCIenywlen mpaunc — yuc-u3oMepusaluu
octaTtka petuHansa ¢ T = 180 ¢dc (obpazoBaHue
uHtepMmenuara J). Jduccumauuss uU3OBITOYHON
KojebaTeabHOM 3Hepruu J MpuBOAUT K 0Opa3o-
BaHUIO IEPBOTO ycTOWYMBOro mHTepMmenuara K
(t=1500 ¢, puc. 4). Otu cTaguu GOTOLMKIIA OTU-
HakoBbl 111 NaR u bR, ogHako B cinyyae NaR ne-
pexonsl S; ~ J uJ - K nmpoucxonsit, COOTBETCTBEH-
HO, B 3 1 6 pa3 6picTpee [30].

Hanee B ¢poTouukiie NaR nmpoucxogut agenpo-
ToHupoBaHue SB u obpasyerca nmHtepmennat M.
PerucrpupyemMoe KOJIM4eCTBO 3TOTO MHTEPMEIHa-
tay NaR (1 mHOrMx H*-Tpanciouupyoimmux npo-
TeopodoncuHOB [31]) cylllecCTBEHHO HUXE, 4YeM
y bR. BT0, BO3MOXHO, CBSI3aHO C BBICOKOIi CKO-
pocThio pacmnaga M mo cpaBHEHUIO CO CKOPOCTHIO
ero oOpa3oBaHUs Yy IIPOTEOPOMOINCUMHOB H3-3a
0o0pa3oBaHMsI YacTW LIENIM BOJOPOIHBIX CBSI3ei
MexXay SB u nmepBUYHBIM JOHOPOM IPOTOHA YXKe
B TEMHOBOM cocTostHuu [26, 32]. OnHako B ciy-
yae NaR wmanbiit Beixogq M, ckopee, cBSI3aH ¢ Ha-
JIMYMeM paBHOBECUSI MEXIYy MHTepMenuatamu L
u M (puc. 4) [12]. CxopocTb obpa3oBaHusi M B
¢otouukiie NaR (t = 25 MKc — ABa mapajjieib-
HBIX TIpoliecca ¢ T, = 7 MKC U T, = 40 MKC) 3aMeTHO

NaR /v

S,
6x10"¢!

J
2x10"%¢!
K
4%10%¢c!

M=L

Puc. 4. DoTOLMKI HATPUII-TPAHCIOLUPYIOLIETO POAOIICHHA
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Bhile, yeM y bR [12, 14, 33]. DTo, MO-BUAUMOMY,
CBSI3aHO C HaJW4YMeM obJervyawoluieit mepeHoc H*
BOIOPOAHOI CBsI3U Mexay SB* U mepBUYHBIM aK-
nentopoM npotoHa (D116) yxe B TEMHOBOM CO-
crosHun NaR [18, 19]; B ciyuyae bR mens Bomo-
ponHbIX cBsa3eit Mmexny SB u D85 dopmupyetcs
JIUIIb B xoae ¢oTouukia [34].

Pacnmag M npuBomnuT K oOpa30BaHMIO WH-
tepMmenuara O. DTo enMHCTBEHHAs cTaaus (HoTo-
nukiaa NaR, cKkopocTh KOTOPOI 3aBUCUT OT KOH-
neHtpauuu Na*® B cpene usmepenus [12, 14, 33].
Otcrona cienyeT, YTO MMEHHO Ha 9TOM CTaAuU MPo-
HUCXOIUT 3aXBaT 3TOro MoHa OeiakoM. B akcnepu-
MEHTaX Ha HelpOoHUIaeMbIx 111 Na* Jumocomax
ObLIO TTOKa3aHo, uTo nepexoa M — O yckopsieTcs
JIMIIb TI0A AeicTBMEeM MOHOB Na*, HaXodsIIMuX-
Cd C «LUTOIJIa3MaTUYECKO» CTOPOHBI MeMOpa-
Hbl [33]. 3aBUCUMOCTb CKOPOCTU OOpa3oBaHUsI
uHTtepMenuata O OT KOHILeHTpauuu Na™ mmeer
CTPOro JIMHEHHBIN xapakTep BILUIOTh o 1 M [14,
33]. OToT haKT yKa3pIBaeT Ha OTCYTCTBUE TIpeape-
aKI[MOHHOTO KoMILekca ¢ Na™ 1 IMMUTUpOBaHUE
ero cBsI3bIBaHUS OuUd@y3ueil KaTuOHa K MeECTY
CBsI3bIBaHUS. buMosieKyasipHass KOHCTaHTa CKO-
poctu npucoeanHeHus Na* (o6pa3zoBaHUe UHTEP-
meauara O) Kk NaR us Dokdonia sp. PRO95 (kY*)
cocrapiseT npuMepHo 5 X 103 M~' ¢! [33], uTO
Ha 4—6 TMOPSAIKOB HIUXe, yeM Wi Auddy3uoH-
HO-KOHTPOJMPYEMOI peakluu, HalpuMep, CBSI-
3piBaHMsI Na® Ha moBepxHocTH Oenka [35—37].
Otcrona cienyer, 4To JOCTYIT KaTUOHA K MECTY €ro
CBSI3bIBAHUSI 3aTPYIHEH, BEPOSITHO, M3-3a TOTO,
YTO OHO pacrnoyioxeHo BHyTpu NaR.

Hab6nroneHue 3a nzomepusalimeit ocraTka pe-
TuHaig B ¢otouukyie NaR ¢ moMmouibio nHdpa-
KkpacHoii Dypbe- U TBepaoTeabHOU AMP-cnek-
Tpockonuu [ 14, 38], a Takzke IpsIMble OMTpeAeIeHUS
3D-cTpykTyp uHTepMenuaroB [39] mokasaiu, 4To
B nHTepMenurate O 3TOT XpoModOp HAXOOUTCST B
UCKaXEHHON noaHocmbl0 mparc-KOHGOPMaLUU.
Taxum obpazom, pensomepusanus peruHaass NaR
MpoucXoauT Ha ctaauu M - O ¢oTorukia.

Pacnan mHTtepmenmara O mpuUBOIUT K pere-
HepalKuu UCXOTHOTO TeMHOBOTO cocTosiHus NaR,
CKOPOCTb 3TOM CTaaAuu HE 3aBUCUT OT KOHIIEH-
Tpauuu Na* [33]. Tak kak TemHoBas ¢popma NaR
HE COIEPXUT CBSI3aHHOIO MoHa HaTpus [18, 19],
cuutaetcs, yto mepexoq O — NaR comnpsikén c
BeIOpocoM Na® ¢ nepuruiasMaTUYeCcKOil CTOpo-
Hbl MeMOpaHbl. HemaBHO 3TO mnpedrosoxeHue
ObUIO TTOATBEPXIEHO IIPSIMBIMM DKCIEPUMEHTa-
MU: ¢ Tiomolublo Na*-celeKTUBHO MeMOpaHbI
U MPSIMOM 3JEKTPOMETPUM OBLIO MOKa3aHO, YTO
nepexonr M - O B NaR comnpoBoxnaercst 3axBa-
ToM Na* U3 cpenbl u3MepeHus, TOraa Kak Imepexon
O - NaR conpskéH ¢ BHIOpOCOM MOHA HATPUS U3
oenka [40].
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CTPYKTYPHBIE OCHOBBI IIEPEHOCA Na*
B XOJE ®OTOILIMKJIA NaR

HenaBHo Skopintsev et al. [4]1] moayuyunu c
MOMOIIIbIO PEHTTEHOBCKOTO Jla3epa Ha CBOOOIHBIX
aJIeKTpoHax ceputo cTpykTyp NaR u3 K. eikastus
Ha pa3HbIX cTaausx ero gorouunkia. belio moka-
3aHO, YTO CBETO3aBUCHUMASI MPAHC — UUC-U30ME-
pu3auus ocratka peTuHaias NaR, tak Xe, Kak U
B bR, mpoucxoaut meHee, yem 3a 2 nc. OgHako B
NaR petuHanb cuBuraeTcss IIpu M30MEpU3aLUU
He K LUTOIUIa3MaTUYECKOM CTOPOHE MEMOpaHBHI,
Kak y bR, a «<BOOK», K a-criupanu 3. DTO XOpOIIO
COIJIaCyeTCsl C OIMCAHHBIM BBIIIE UCKPUBJICHUEM
peTuHajs B TeMHoBo popme NaR B mpoTuBomno-
JIO(KHOM HaIIpaBJIEHUM IO OTHOILIEHUIO KO BCEM
U3BECTHBIM Ha CETOOHSIIIHUNA JeHb POIOIICU-
HaMm [19, 25].

JlanbHeiIe  CylIeCTBEHHbIE  CTPYKTYp-
Hble W3MEHEHUS IPOMCXOIIT IIpu o0Opa3oBa-
HUM uHTepMmeauaTta (nHTepmenuatoB) O. YUepes
1 Mc mocie MHULIMAUMKA (POTOLMKIIA B CTPYKTY-
pe NaR obGHapyxuBaeTrcss moH Na*, CBsI3aHHBII
Hajg SB ¢ GokKoBbIMU rpymmnaMu octaTkoB D251
u N112 (puc. 5, uentp II). YBenuuenue BpemeHu
3afepXkKu 10 20 MC IpUBOAUIO K UCYE3HOBEHUIO
Na* uz uentpa Il 1 ero nosiBJIeHUIO B HOBOM MECTe
CBSI3bIBAHUSI BOJIM3U MEpUILTIa3MaTUUYECKON I10-
BepxHocTu 6enka (puc. 5, uentp III). B uenrpe I11
Na* B3auMoJeicTByeT ¢ OOKOBBIMU TIpyIHaMu
ocratkoB E11, N106 u E160. /1ia cBa3siBanus Na*
B 000MX LIEHTPaX BaxkeH CABUI OCTATKOB aprMHUHA
(R109 — B uentpe I1 u R243 — B uentpe 111) [41].

ITpakTuyecku ogHoBpeMeHHO 3D-cTpykTypa
nHtepmenuata O ¢otouukia NaR Obna momyye-
Ha C MOMOIIbIO aJIbTEPHATUBHOIO METOMA IIOKO-
BOIi 3aMOpo3KH [39]. DTOT moaxon TakxKe BBISIBUI
csa3biBaHue Na* ¢ NaR B cocrossnumn O. OmHako
MECTO CBsI3bIBaHUS KaTuoHa (ueHTp I Ha puc. 5)
He coBnajio ¢ ueHrpamu Il u III, onmucaHHBIMU
Skopintsev et al. [41]. Llentp I pacnosioxkeH B He-
nocpencTBeHHoi 61u3octu oT SB, u Na™ B HEM
KOOpAMHUPOBaH 00KOBbIMU rpymnnamMu S70, N112
n D116, a Takxke aTOMOM KHCJIOpOAa MEeNTUIHOM
rpyImmsl octatka V67 [39].

Paznuune maHHBIX, TIOJYYEHHBIX JBYyMs
rpynnamu  [39, 41], MOXHO OOBSCHUTH TOJb-
KO TEM, 4YTO O3TH CTPYKTYPBl COOTBETCTBYIOT
pa3HBIM TIPOMEXYTOYHBIM COCTOSIHUSIM B IIPO-
necce mnepeHoca Na*. Ckopee Bcero, Bce Tpu
LIEHTpa CBs3bIBaHUS Na® SBASIOTCS (DYHKIIMO-
HaJbHO 3HAUYMMbBIMU, U IIOCIEIOBATEIbHOCTD
nepeHoca 3toro moHa B NaR TakoBa: nurtoruias-
ma — ueHtp I = uentp Il = uentp III - nepunnas-
Ma. Pa3nmyHassKWHETUYeCKasl yCTOMYMBOCTHMHTEP-
MEIMAaTOB 3TOTO TEepeHOCa MOXKET ONpPeneasaThCs
pa3HBIM OJIMTOMEpPHBIM cTpoeHueM NaR B uc-
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Puc. 5. [Monoxenust nona Na* (puoneroBast chepa) B paznuuHbix cTpykTypax NaR u3 K. eikastus, COOTBETCTBYIOIINX pa3iny-
HBIM cTanusimM potoumkia. a — Bum cOoKy; 6 —BuI cBepxy (C Mepuria3MaTuiyeckoil CTopoHbl MeMOpaHbl). PasinnuHblie EHTPbI
cBsi3piBanMs Na* yKasaHbl pUMCKUMU Ldpamu. B mpaBoii CTpyKType KpaCHBIM LIBETOM M300paxkeH OCTaToK peTruHast. CBepxy

MpUBEAEHbI KOl CTPYKTYp B 6aze naHHbix PDB [39, 41]

MOJIL30BAaHHBIX KpucTtasiax. Skopintsev et al. [41]
paboranu ¢ MoHoMepHoIi dopmoii NaR, Torma
Kak B padbore Kovalev et al. [39] aToT 6e10K 3aKpu-
cTajM3oBaiiM B Bujae neHramepa. C aTuM 00b-
SICHEHUEM COIJIacyeTCsl CYIIECTBEHHOE pa3inuue
TeMHOBBIX cTpYKTyp NaR B obimactu SB a1 mo-
HOMEPHOI U TeHTaMepHoi (hopm Oenka [18].

KATUOHHA{A CHEHHU®UYHOCTD
Na*-POJOIICMHA

NaR MoxeT TpaHCIOPTHPOBaTb HE TOJBKO
Na*, Ho u Li*, a B OTCyTCTBME 3TUX KaTUOHOB —
CTaHOBUTCSI CITOCOOHBIM K ITOMITUPOBAHUIO TIPO-
TOHOB, XOTb M C OYeHb MEIJICHHBIM OOOPOTOM
¢orouukna [12]. Mcxond u3 Takoit KaTHMOHHOM
creun(PUUHOCTU, OBLUIO MPEINOIIOKEHO, UTO BHY-
Tpu OelKa KaTMOHBI MEPEHOCSTCS B IETMIpaTH-
POBAaHHOM BMJIE, U ITO3TOMY CeJIeKTUBHOCTL NaR
orpenensiercsl cedeHneM (OPMHUPYIOLIErocss B
xozne (oTouMKiIa KaTUOH-TIPOBOMSILIET0 KaHaja,
BEIYIIETO OT LUTOIIa3MaTUYECKON MOBEPXHOCTH

oenka K obnactu SB [42]. Ecnu 310 Tak, TO yBEIu-
YeHUE BXOJHBIX BOPOT 3TOr0 KaHajla Ha LIUTOTLIA3-
MaTHYeCKOIi TOBEPXHOCTH OeJIKa MOXET MPUBECTU
K TIOSIBJIeHUIO crnocoOHocTu NaR momMmupoBaTh
U OOJIbIIIME MOHOBAJIEHTHBbIE KaTWOHBI. WM neii-
CTBUTEJIbHO, pa3Mep BOPOT U KATUOHHYIO CIELM-
(puuHOCTH BTOrO G€NKa yaajsoch U3MEHUTH 3ame-
Hoit N61 u/unm G263, HaxomsgIIMUXCI Ha pasHbIX
TpaHCMEMOpaHHBIX CIUPaIsAX, HO COCEACTBYIO-
IIMX Ha IMTOIJIa3MaThYecKoii moBepxHoct NaR,
Ha ocTaTku Oojbiiero oobéma. 3ameHbl G263F
n N61P/G263W mnpusenu kK mnossieHuo y NaR
K*-nepenocseit aktusHoctu [18, 19], a 3amena
N61L/G263F npunana NaR criocoGHOCTb IepeHo-
CUTb Jaxe TaKoil 0obloi KaTuoH, Kak Cs* [42].
Hcxonmst M3 onmucaHHOM BbIIIE CEIEKTUBHO-
ctu NaR, MOXHO NpeanonxoXuTh, 4TO OITH-
MaJIbHBIM TTOMIUPYEMbIM KATHOHOM [JiI 3TOTO
OenKa MoJKeH OBITh MPOTOH, TaK KakK OH MMeeT
HaMMEHBIINI MOHHBINA panuyc. HdelicTBUTENbHO,
B oTcytctBue Na* u Li* NaR npogsiasger H -ne-
PEHOCHAIIYI0 aKTMBHOCTb, BEIMYMHA KOTOPOM
3aBUCUT OT UcTouHMKa Na*-pogoncuHa [12, 14, 17,
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43]. AHaIM3 KMHETUKM pacrajaa uHtepmeauara M
MpU pa3IMYHbIX KOHIIeHTpalusax Na* 1 3HaueHu-
ax pH moxa3zai, yto nepexioyeHue ¢ H*-3aBucu-
Moro Ha Na*-3aBUCUMBII (DOTOLMKI MIPOUCXOAUT
B NaR npu KoHIeHTpalusax HaTpus B NECSATKU
WIM COTHUM MKM U KOHIIEHTpallu¥M MPOTOHOB
MeHble 1 MKM [14, 40, 44]. Takum ob6pazom, mpu
paBHbIX KOHLIeHTpauusx H™ u Na* nepeHoc npo-
ToHa Oosiee 3 (PeKTUBeH, a HaTpUeBas CeJIEKTUB-
HocTb NaR in vivo onpenensieTcss TeM, 4TO COOT-
HolleHue KkoHueHTpauuii Na* u H* B untonnasme
MODPCKUX 0aKTepuii cocrasisier 3,5 X 10° [44, 45].

MEXAHNU3M TPAHCMEMBPAHHOTI'O
ITEPEHOCA NOHA HATPUA
POJOIICMHOM — HOBDBIU B3IUIAL

WMon Na* momnupyetcs B pe3yabTaTe TpEX Ie-
pexXonoB MeXIy pa3HbIMM MHTepMenuaTamu o-
touukia NaR. Cunraercd [41, 46], yTo Ha TIepBOIA
CTaluu MPOTOH TEPEHOCUTCS BHYTPU WMOHHOM
mapel, 0Opa30BaHHO IPOTOHMPOBAHHBIM OC-
HoBaHueM llludda u kapobokcunatom D116, yTto
HEWTpaJIn3yeT B3aMMOAEHCTBOBABIIME 3apsiibl U
yBeIUYUBAeT pacctosHue mexay SB u D116. Dto
OTKpbIBaeT gocTyn Na® M3 LIMTOMIa3Mbl B MpO-
MEXYTOUHBII 1LIEHTP CBSI3bIBAaHUsI BHYTPM Oeika.
CasasbiBanue Nat (mpu nepexoge M — O) BBI3BI-
BaeT oOpaTHBIN nepeHoc nporoHa or D116 k SB
¢ oOpa3oBaHMEM MOHHOI Iapbl, YTO IEPEeKpPbI-
BaeT KaHaJ, CBsI3bIBalolIMii obyiactb SB ¢ nmro-
IJ1a3MaTUYeCcKoil cTopoHoii MemOpaHhbl. Ilepexon
O - NaR ymenbiaet cponctBo 6einka K Na*, yto
BBI3BIBAET €r0 BBIXO B IIEPUILIA3MY.

HoBble naHHbIE TTO3BOJISIIOT CYLIECTBEHHO e~
TaJU3UPOBATh U JOMOJHUTH 3TOT MEXaHU3M, CO-
XpaHsisi ero ocHOBY. [Ipexe Bcero oHu MO3BOJISIIOT
00BSICHUTH CIocob moctaBkyu Na* 13 LIUTOIIa3Mbl
BHYTpb NaR. Mcxons u3 KaTUOHHOM CeIeKTUBHO-
ctu NaR, cumtaercsi, yto Na* gBuKeTCsl BHYTPb
Oeska B geruapatupoBaHHoM Buae [42]. U3BecTHO,
YTO AeTruapatalus KaTHOHOB U UX IEPEHOC B Cpe-
Iy ¢ HU3KOM NUBJEKTPUUYECKON MPOHUIIAeMOCThIO
TpebyeT 3aTpaThl OYeHb OOJBIIOTO KOJMYECTBA
sHeprum [47]. bonee Toro, mpu (yHKUIMOHUPOBA-
Huu NaR in vivo nBuxkeHne Na* 13 LHIUTOIIa3Mbl K
LIEHTPY OeJKa MPOMCXOAUT IPU BBICOKOM (IOpsii-
ka 200 MmB) mpoTtuBoaeiicTByIOMIEi TpaHCMEMOpaH-
HOI pa3HOCTU 2JIEKTPUUYECKUX MOTeHLIMAIOB (A).
DTOIl Pa3sHOCTU COOTBETCTBYET HAIPSIKEHHOCTD
BJIEKTPUYECKOTO TIOJISI BHYTPU MeMOpaHBbI OKO-
Jo 500 xB/cM, 4TO MOMKHO CUJBHO 3aTPYIHUTH
JNBUXEeHUE KaThuoHa. TakuMm obpa3zom, mpu (yHK-
nuoHupoBaHuu NaR nojkHa ObITh Kakasi-TO JBU-
Xylas cujia, oOecredyrBaioias KOMIIEHCAIUIO
SHepruu aerugaparauuy Na* u ero IBUXKEeHUS TIpo-
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TUB 3JeKTpudeckoro mnoss. B ¢epMeHTax mbixa-
TeJIbHOU 1Lenu (Haubosee MoAPOOHO 3TO OMMCAHO
JUUIST LIMTOXPOM Cc-OKCHUAa3bl) 3aXBaT IOMITUPYEMOTO
KaTHOHA MOXET IMPOUCXOIUTh 3a CUET TpaHCIIOpTa
9JIEKTPOHA Ha PEIOKC-aKTUBHYIO ITPOCTETUYECKYIO
IPyIIly, HaXOOSIIYIOCSI B MEMOpPAHHOM 4YacTH Ka-
TuoHHoI mommbl [48—50]. KomneHcauus 3apsiga
00pa3oBaHHOIO TakUM OOpa3OoM aHMOHA 3a CUET
3axBaTa KaTMOHA C LIUTOIJIa3MaTUYECKOM CTOPOHBI
MeMOpaHbl SHEPTreTUYEeCKM BBITOIHA, a JOKaJbHOE
BJIEKTPUUYECKOE TOJIe BOKPYT aHMOHA MOXET CIy-
>KUTh IBUXKYIIEH CUIoi misi 3Toro 3axsata. B po-
JOTICMHAX TPaHCIIOpTa 3JIEKTPOHOB HE MPOMCXO-
JIUT, 4TO, ONHAKO, HE HMCKIIOYaeT BO3MOXHOCTHU
HCTIOJIb30BAaHUs TPUHIIMIIA JIOKAJTbHON B3IeKTPO-
HEUTPaTbHOCTU CTAOUIbHBIX MHTEpMeauaToB [48].
W 510 moaTBepxkaaeTcss TaHHBIMU, MOJTYYESHHBIMU
METOIOM IPSIMOIi 3JIEKTPOMETPUH.

DTOT METOI BeCchMa MH(POPMATUBEH IIPU M3-
YUeHUU KUHETUKHM TpaHCMeMOpPaHHOTO IepeMe-
IIEHUS 3apsja B XOAe KaTaIUTUYECKOro o0opora
reHepaTopoB MeMOpPaHHOTO TOTEHIIMaa, B 4acT-
HOCTU (HEepMEHTOB (POTOCHMHTETUYECKUX DJIEK-
TPOH-TPAHCITOPTHBIX LieTeil, TepMUHAIbHBIX OK-
cuias u poaoncuHoB [51—54]. B mpuwioxeHun K
NaR oH nokazan Hajiuuue Tpex (a3 reHepauuu
BJIEKTPUYECKOTO TIOTEHIMada MPpU OJHOKPATHOM
obopore Na*-ponornicuHa u3 Dokdonia sp. PRO95
(puc. 6) [33]. IlepBas (asa (B mepBoM MpuUOIH-

1 10
Bpewmsi, mc

Puc. 6. l'enepammst A NaR-comepxamumMu mpoTeoauoco-
Mamu. [loka3aHa KMHeTMKa reHepauuu Ay B OTBET Ha Ja-
3epHYI0 BCIBIIKY (Av) B cpene, conepxkabireit 200 MM NaCl
(cunss xkpusast) win KCl (kpacHast kpusast) [33]. Tpu dasbl
re"Hepanyy A\ moMeuyeHbl pUMCKUMU b paMu
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>KEHUM, TiepeHoc 3apsiaa Ha ~0,15 TOMIMHBI MeM-
OpaHbl) cooTBeTcTBOBaja nepexony K - (L « M)
¢orouukna NaR. Cnegyer oTMeTUTh, YTO OLEH-
ka 0,15 gaBasgercs MUHUMAJbHOM, TaK KaK HEU3-
BECTHO, HacKoJibko paBHoBecue L & M B NaR
cMelieHo B cTopoHy M. CkopocTh mepBoit (a3l
reHepauuy A\ He 3aBHUceNa OT KOHIEeHTpaluu Na*
B cpele M3MEpeHUs, OJHAKO OHa 3aMeisijach B
1,4 pa3a npu 3ameHe H,O na D,0. Ha ocHoBaHuu
9TUX TaHHBIX ObLI ClieJIaH BBIBOI, UTO MepBas (asza
reHepauuuy Ay cBsg3aHa ¢ mepeMelleHueM IMPOToHa
BHYTpH OeJiKa B CTOpOHY nepuria3msl [33]. Tak kak
SB u nepBuuHbIi akuenTop npotoHa D116 pacno-
JIOXKEHBI MPAKTUYECKU MapaljieibHO TOBEPXHOCTHU
MeMOpaHbI, To nepeHoc H* Mexay aTumMu rpyrmna-
MU HE MOXET O0BSICHUTDH BBICOKOI 2JIEKTPOTEHHO-
ctu nepexoga K - M. BepositHo, nipu obpa3oBa-
HUM MHTepMenuaTta M MpoTOH He 3aaepKuBaeTcs
Ha D116, a nepenocurca Ha D251 (puc. 7). Otu
JIBE TPYIIIIbI CBSA3aHBbI MEXAY COOOM 1IETbI0 BOIO-
ponHbIx cBs3eir (puc. 3) [18, 19], mosTomMy maH-
HBII MMepeHOC MOXET MPOTeKaTh OBICTPO MO 3CTa-
(etHOMy wMexaHusmy. IlepemMelieHue TMpPOTOHA
BHYTpU NaR no/xkHO mpuBOAUTH K 0Opa30BaHUIO
SPKO BBIPAXKEHHOTO MO, TO €CTh TPAKTUYECKHU

BOTAYEB u ap.

HECKOMIIEHCUPOBAHHOTO OTPUIIATEILHOTO 3apsiia
BHYTPU MeMOpaHbl Ha octatke D116. DT0 cocro-
SHUE aHaAJOTMYHO BO3HMKAIOIIEMY B peloKC-3a-
BUCHMOI KaTMOHHOI TTOMIIE TIpY MOSIBJEHUN OT-
pUIIATEIBHOTO 3apsia Ha BJEKTPOH-aKIENTOPHOM
npocTeTuueckoii rpymnmne. B anekTporeHes nepsoit
(aswl reHepanuu A MOXKET BHOCUTH BKJad U BbI-
OpoC MpPOTOHA BO BHEIIHIOW Cpeay C KaKOi-TO
MOBEPXHOCTHOI TpymnIibl Oejika, TaK Kak obpa3o-
BaHue uHrepmenuata M B NaR u3 Gillisia limnaea
COMpPOBOXAAETCS 3aKUCIeHUEM cpenbl [14].
Bropas ¢daza reHepauuu A (Takke rmepeHoc
3apsiaa Ha ~0,15 ToJIMHBI MEMOpaHbl) COOTBET-
CcTBOBajla obOpa3zoBaHuI0 MHTepMenuata O [33].
OTta (pa3a He HabIOmaNach Mpu OTCyTCTBUU Na* u,
MO-BUIMMOMY, CBSI3aHA C 3aXBATOM 3TOTO MOHA U3
LIMTOTUIA3MbI U €TO CBS3bIBAHUEM B LIEHTpE OeJKa.
OpHako HU3Kas aMIUIMTYIa 3TOTo Ipolecca yKa-
3bIBAET Ha KOMIIEHCUPYIOIIUI 3JIEKTPOreHHbIM
MpolIeCcC, KOTOPbIM MOXKET ObITh OOpPATHBIM TPaHC-
nopt nporoHa ot D251 x SB, u aT0 nipeanonoxe-
HUE XOpOIIIO COTJIacyeTcsl ¢ MpoToHUupoBaHueM SB
npu pacriage nHTepMmenuara M. TpeTbs (a3za re-
Hepauuu A (mepeHoc 3apsiaa Ha ~0,7 TOJIMHBI
MeMOpaHbl) COOTBETCTBOBAJIa pacraay MHTepMe-

nepuniasma »Na'
2
R109 R109 R109 R109 R109 |
D251 D251 D251 D2_~51 DZS] ‘
. | - A LA M
SB D116 SB .,'"fD116 SBe—- D116 SB D116
yumonnazma Na'

Puc. 7. MexanusMm padotsl Na*-ponorncuHa B cxematuueckom Buje. [lepeHoc rpoToHa rnmoka3aH CUHMMU CTpeJKaMu, IepeHocC
Na* — kpacHbiMu. MaTepMennatsl hotonnkia NaR 0603Ha4eHBI CephIM IIBETOM. YKa3aHbI TAKKe 3apsiibl O0KOBBIX IPYIIIT KITIO-

YeBbIX aMUHOKMCJIOTHBIX 0CTaTKOB 1 ocHoBaHus [ludda (SB)

OnucaHue CTPYKTYPHBIX U3MEHEHU Ha TpéX ctanusax (porounkia NaR

Cragust poToumkiIa

ConyTcTBYIOIIME CTPYKTYPHbIE UBMEHEHUS

M30MEpU3aLKs peTUHasA, caBUr pK, ocHoBanus Lludda u nepeHoc ero nporona Ha D116 u manee —
Ha D251; B pe3ysibraTe BO3HUKAeT HECKOMITEHCUPOBAHHBIN OTpHUIIAaTeIbHBIN 3apsia B ooact D116 n

MOJI IEACTBUEM 3JICKTPUUYECKOTO TMOJIsI OTPULIATEIBHOTO 3apsina Ha D116 Na* mpoHuKaeT B LIEHTp CBSI-
3pIBaHMs | BHyTpu Oennka; oOpaTHBIM TpaHCIoOpT MpoTtoHa oT D251 k ocHoBanuio Lludda nepekpoi-

BO3BparT npoToHa Kk ocHoBaHuio Iludda ycTpaHsier JoKallbHOE 3JeKTPUUECKOE ToJie, YTO AesiaeT Ha-
xoxaeHue Na* B cepenrHe MeMOpPaHbl 9HEPreTUYECKY HEBLITOAHBIM; Na* BEIOpAChIBAETCS 110 MeXa-

NaR-K-M
OTKpbIBAeTCsl KaHaj a1t Bxoga Na* 13 LUTOMIa3Mbl
M-0
BaeT LIUTOIIa3MaTUYECKNIA KaHal M BbI3BIBAET PEU30MEPU3ALINIO PETUHAIIA
O~ NaR

Husmy KynoHoBckoit momrbl [49] Bo BHelnHIow cpeny yepe3 ueHTpsl 11 u III; atomy ciocodcTByeT
nBrkeHne 60KoBbIX rpyrim R109 u R243 [41], oTkpbIBaroliee BEIXOMHBIE BOPOTA
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nuata O [33]. M3Mepsiemas CKOpOCTh 3TOM (a3bl
CHIXAJIaCh TIPaKTUYECKU IO HYJISI MPU TTOHMKE-
Huu [Na*]| unu [Li*], Ha ocHOBaHUM Yero ObLI cae-
JIaH BBIBOJ, UTO 3Ta (ba3a cBsI3aHa ¢ BhIOpocoMm Na*
13 0ejiKa BO BHEKJIETOUHY1O cpeny. CyllecTBEHHO,
YTO JIJISI TIPUHSITOIO B HACTOSIIIEE BpEMSI MEXaHU3-
Ma romnupoBanHus Na* [41, 46] cienyeT oXumath
TOJIBKO JB€ COIOCTaBUMBIE MO aMIUIUTYyIE (a3l
reHepauuu A\, conpsk€HHbIe ¢ 00pa3oBaHUEM U
pacrianoM uHTepMmenuata O M COOTBETCTBYIOIIE
3axBaTy U BeIOpocy Na*.

YTouHEHHAss HA OCHOBAHMY 3TUX TaHHBIX CXe-
Ma padotel NaR cymmupoBaHa Ha puc. 7 U B 10-
MOJIHsIIoIEe ero Ttabauue. B mpennaraeMoMm Me-
xaHu3Me anuoH D116 (ueHtp I cBs3piBaHust Na‘)
BBITIOJIHSIET POJIb 3arpy30YHOro IIEHTpa ITOMIIbI
(«pump loading site»), mapa SB—DI116 — poib
peryaupyeMbIX BXOAHBIX BOpPOT («input gate»), a
R109 n/unu R243 — poib peryaupyeMbIX BBIXOMI-
HBIX BOPOT («output gate»). JABuKyI1ei cuioit aist
3axBaTa Na' M3 LIMTOIIa3Mbl M €ro Iepemelie-
HUS B LIEHTP | CAYXUT JTOKaJIbHOE 2JIEKTPUIECKOE
roJjie, co3naBaeMoe AENPOTOHUPOBAHHBIM OCTaT-
koM D116, nepenatomum nmpotoH ot SB Ha D251.

Ilpennaraemplii MexaHU3M ITOMIIMPOBAHUS
NaR xopolio cornacyercst ¢ ONMcaHHOI Bblllle Ka-
THOHHOM CEJIEKTUBHOCTBIO 3TOro OejKa, Tak Kak
MMEHHO 3JIEKTPOCTaTUYECKUE B3aMMOACUCTBUS
00yiamaoT cyaboii CeJIEKTUBHOCTBIO T10 OTHOIIIE-
HUIO K B3aUMOIEHUCTBYIOIINM MOHAM. TakxKe Tipe-
JlaraeMblii MEXaHU3M TIOJpa3yMeBaeT, YTO Havallb-
Hble BTanbl padoThl Na'-TpaHCIOUUPYIOLIETo U
H*-TpaHcaouupyomero poiorncruHOB OYeHb MOXO0-
KM U 3aKJ1touarores B nepeHoce H* ot SB B HampaB-
JIEHUH K TIEpUTLIa3MaTUYeCKO CTOPOHE MEMOpPaHHI.
DTO yKa3bIBaeT Ha BO3MOXHOCTb Ipeo0pa3oBaHUs
Na*-pononcuHa B H-pomoncuH BBeneHUEM TIpo-
ToHUpYyeMoii rpynibl (aHagora D96 bR) B obiacTb
KaTHOH-MEePEHOCSIIEro IUTOIIa3MaTUYECKOro Ka-
Hasa. Takasg MoaupuUKaus A0KHA ITOBBICUTH JIO-
KaJbHYI0 KOHILIEHTPALMIO IIPOTOHOB B 3TOM KaHaJle
1 nepekmounTh NaR Ha TpaHCOPT MPOTOHOB Iaxke
Mpu BbicoKoi KoHUeHTpauu Na*. M aTo npencka-
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3aHME YyXKe OBbLUIO 3KCIEPUMEHTAIbHO IOATBEPXK-
JIeHo — oauHouHasg 3aMeHa Q123E meiicTBUTENBLHO
npespatuia NaR B H -nomny [55].

SAK/IIOYEHHUE

OtkpbiTe  Na*-TpaHCIOUMPYIOIIETO  pO-
JoricuHa [12] ompoBepIyio JOJro CyllecTBOBAaB-
LIYI0 JOrMY, UTO pETUHAaJb-COAepXallue OeIKu
MOTYT TPaHCIOPTUPOBAaTh AaHUOHBI, a U3 KaTHUO-
HOB — TOJIbKO IMPOTOH M3-3a HEBO3MOXXHOCTU CBSI-
3bIBAHMS MHOTO KaTHOHA B 00J1aCTH MOJIOKUTETb-
HO 3apsikeHHoTo SB. OT0, a Tak:Ke MOTeHIIMaJIbHO
BaxxHast poiib NaR B onroreHetuke [56, 57| BbI-
3BaJIM OOJIBIION MHTEpeC K HOBOMY HAaTpUEBOMY
MEepPeHOCUYUKY M, KaK CJeACTBUE, OBICTPBIM TPO-
rpecc B ero uzyyeHuu. NaR mpencrasisieT codoit
OJTHY M3 TIPOCTEMUIIINX MOHHBIX ITOMII, [TIO3TOMY MC-
cJeloBaHUE 3TOro Oejika BHOCUT CYIIECTBEHHBIM
BKJIaJ, B IOHUMAaHUE MOJICKYJISIPHOTO MeXaHu3Ma
paboOTHl HE TOJBKO PETUHAJIb-3aBUCHUMBIX T'eHe-
paTopoB MeMOPAHHOTO MOTEHIIMAa, HO TaKXe U
MHOTHUX IPYTUX MOHHBIX TTOMII.

Bxkaan aBropoB. A.B. boraueB u A.A. baiikos
Hanucanu ctarblo. FO.B. bepuosa u M./l. Mame-
JIOB TIOATOTOBUJIM PUCYHKM U Y4acTBOBaIU B 00-
CYXXIIEHUU U penakTupoBaHuU. Bce aBTOpHI pou-
JIM M ONOOPpUIIM OKOHYATEIbHbII BapUaHT CTaThU.

®unancupoBanne. Pabora BbIMoJHEHA MPU
(pvHaHCcOBOI momaepxke MUHUCTEpPCTBA HayKu
u Bbiciiero obpasoBaHus Poccuiickoit ®@enepa-
v B pamkax CornameHus Ne 075-15-2021-1354
ot 07.10.2021.

KondaukT uHTEepecoB. ABTOpHI 3asBISIOT 00
OTCYTCTBUY KOH(MJIUKTAa UHTEPECOB.

Coo0monenne sTmyeckux Hopm. Hactosias
CTaTbsl HE COAEPXKUT ONMUCAHMUSI KaKWUX-JIMOO HUC-
C/IeIOBaHUIA ¢ yJaCTUEM JItoeil Ul XKUBOTHBIX B
KayecTBe 00BEKTOB.
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MECHANISM OF ION TRANSLOCATION BY Na*-RHODOPSIN

Review
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This review provides a brief description of the structure and transport function of the recently discovered
family of retinal-containing Na*-translocating rhodopsins. The main emphasis is put on the kinetics of electric
potential difference generation in the membrane during a single transporter turnover. The proposed transport
mechanism of Na*-rhodopsin posits the local electric field created by the H* movement from the Schiff base as
the driving force for Na* capture from the cytoplasm.

Keywords: Na*-translocating rhodopsin, light energy conversion, retinal, ionic pump, cationic transport
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