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B mmano6akrepusx HAJI(®)H-neruaporenasubie (NDH) kommiekchl y4acTBYIOT B IEpPEHOCE
AJIEKTPOHOB OT JIBIXATENBHBIX CyOCTPATOB B 3JEKTPOH-TpaHCcHopTHY Henb (DTL) Tumakounos. B
xmoporractax Beicimux pacteHmii NDH kommuiekc Obi1 0OHapy>KeH OTHOCHTENHHO HEIAaBHO
Onarofapst aHaIM3y MOJIHBIX TEHOMOB M €ro (YHKIHOHAIbHAS POJib, 4 TAKKE TOYHAS JIOKATU3ALUS U

CTPYKTypa TIOJIHOCTBIO HE YCTAHOBJICHBI.

IToxazano Oompmee cxoxctBo NDH komrmuiekca

XJIOPOIDTACTOB C IMaHoOakTepuanbHeIM NDH-1, dWeM ¢ MHTOXOHAPHAIbHBIM KOMILIEKCOM .
XnoporutactHelit NDH koMruiekc BOCCTaHAaBIMBaeT IIACTOXMHOH M YYacTBYET B LUKINYECKOM
TpaHCIOpPTE 3JeKTpOHOB BOKpYr ¢ortocuctembl | (PC 1) m xmopomeixanmn. NDH xomrmiexc

XJIOPOILUTAaCTOB COCTOUT U3 TMATHU Cy6KOMHﬂeKCOB:

A, B, wMemOpaHHOTO, JIOMEHAJIBHOTO U

KaTaJUTHYECKOoro. B 0030pe MpencTaBieHbl MaHHBIE O CTPYKTYpe, CYOBCAMHHYHOM COCTaBe H
¢byuknusax xmopormiactHoro NDH kommiekca, a Takke HHpOpMAIUs o mporecce ero cOopku.

KarueBble caoBa: gomocunmes, xaoponiacm, HAJ(®)H-decudpocenasnviii (NDH) xomniexc,
YUKTUYECKUTI MPAHCROPM 3]1eKMpOHO8, pomocucmema I

OxkcureHHbI GoTOCHHTE3 — Tpeodpa3o-
Baane CO; 1 BOIBI B MOJIEKYJIBI CaxapoB 3a CUET
SHEPTUH CBETa, KOTOPOE OCYIIECTBISICTCS B CH-
CTeME TUJIAKOMAHBIX MEMOpaH ITMaHOOAKTEPHi
WJIN XJIOPOILIACTOB BRICIIHMX pacTeHui. [{nanobak-
TEpPHUH, BO3HUKIIME OKOJO 3,5 MIpI. JET TOMY
Hazax (Schopf, 1993), paccmaTpuBaroTcs Kak 3BO-
JIOIMOHHBIE  MPEAIIECTBEHHUKH  XJIOPOILIACTOB
BEICIINX pacTeHWid. B oTimume oT ¢orocuHTE3H-
PYIOIIUX 3YKapHOTOB, B KIETKaX KOTOPBIX (OTO-
CHUHTE3 W JbIXaHHE MPOTEKAIOT B CIELUATU3UPO-
BaHHBIX OpraHesIax — XJIOPOIUIACTaX U MHUTOXOH-
JIpUSX, ¥ MHaHOOaKTepHii KOMIOHEHTHI (DOTOCHH-
TeTHdeckor M napixareiabHoit DTL] mokamn3oBaHbI
COBMECTHO B €IUHOW CHUCTEME BHYTPCHHHX (THJIa-
KOWIHBIX) MEMOpaH, MPUYeM 4acTh MEPEHOCUNKOB
y4acTBYeT KaK B (DOTOCHHTETHYECKOM, TaK U B JIbI-
XaTebHOM TpaHcmopTe. OOUUMHU TepEeHOCUUKAMHU
SBIISIOTCA Tyd 1acToxuHOoHOB (PQ), xomrmiekc
uToXpoMoB bg/f U ruracrormanun. DIEKTPOHBI OT

Aopec ona koppecnondenyuu: Onoiiko Enena BopucosHa,
Wucruryr 6oranmkn um. H.I. Xomognoro HAH VYkpaunsl,
yn.  TepemenkoBckas, 2, Kwues, 01601, Vkpauna;
e-mail: membrana@ukr.net

IBIXaTeNbHBIX cyOcTpaToB noctynatoT B OTL Tu-
nmakougHOM MeMOpanbl ¢ ydactnem HAJI(D)H-
neruaporenas NDH-1 u NDH-2, a taxxke cykuu-
Hatgeruaporenassl (Berry et al.,, 2002). NDH-1
THaHOOAKTEPHIA TOMOTOJIOTHYEH c 14-
cyobenuanaabiM NDH-1 komrmtekcom Escherichia
coli 3a wckmoueHHeM Tpex CYOBEIAMHUI], y4acT-
BYIOIIMX B CBA3bIBaHWU cyOcTpata: HAJI®H y mu-
anobOaxrepuit 1 HAJTH y E. coli. B renome mma-
HOOAKTepHii MPUCYTCTBYET OOJIBIIOE KOJIHYECTBO
(4-6) m3orenos st AByX cyonbemuaui; NDH-1, uro
yKa3blBaeT Ha MOJU(PYHKIMOHAIBHOCTE 3TOTO
KOMIUIEKCA B 3aBUCHMOCTH OT (PU3UOJIOTHICCKOTO
cocrostHus kietku (Ohkawa et al., 2000).

B xnopomacrax reust Ndh ObLIM He3aBUCH-
MO OOHapyXeHbl B Iuiactomax Mxa Marchantia
polymorpha (Ohyama et al., 1986) u Tabaka
Nicotiana tabacum (Shinozaki et al., 1986) u mo-
Ka3aHO CXOJICTBO IIOCIIEIOBATENBHOCTEH XJIOPO-
TUTACTHBIX T€HOB U T'€HOB, KOJUPYIOUINX MUTOXOH-
JIpUATBbHBIA KoMIUIeKe I, KoTopwlii obecrneurBaeT
niepeHoc 3nextpoHoB oT HAJIH k mynmy youxuHO-
HOB. [To3auee rensl NAh ObuTH HaliIEeHBI B MIACTO-
MaxX MHOTHX MOKPBITOCEMEHHBIX U TOJIOCEMEHHBIX
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pacTeHuil U SYKapHOTHYECKHX BOAOPOCICH, a TaK-
ke B TeHOMe muanoOakTepuit (Ogawa, 1991). B to
K€ BpeMs 3TH TI'eHbl OTCYTCTBYIOT Yy HEKOTOPBIX
cumbuornueckux pactenuit (dePamphilis, Palmer,
1990), He cIOCOOHBIX K CaMOCTOSTEILHOMY (DOTO-
cuHresy. Ilociie BBIABIEHUS I'€HOB, KOAUPYHOIIUX
cyopenuannsl NDH-1, y XJ0pomiacToB BBICIINX
pacteHuil ynanoch OOHAapyXHTh TakKe HeEOOJb-
myto HAJI(®)H-nernaporenasHyro akTUBHOCTH
(Burrows et al., 1998).

Yuacmue HAJI(®)H-0ezudpozenaznozo
KomMniekca 6 UUKAUUECKOM  IJIeKHMPOHHOM
mpancnopme

Hukmudeckuii TpaHCIIOPT JIIEKTPOHOB Ha
ypoBHe ®C [ ocymecTBIseTCsS MPU BOCCTAHOBIIE-
HUH CTPOMAJIbHBIX EPEHOCUYUKOB — (heppeIOKCHHA
(On) wm HAJI®", crioco6HbIX nepenaBaTh dJIeK-
TPOHBI K MEMOpPaHHBIM KOMIIOHCHTaM 3JICKTPOH-
TPAHCIIOPTHOM IETH, JTOKATH30BaHHBIM MeX Ty DC
II m ©C 1. Hanee 37MeKTPOHBI MTEPEHOCSTCS K TEp-
MuHadgbHOMY ydacTKy @C I u MoryT ObITH aKuer-
tupoBansl BHOBb @1 i HAJI®". ConpsskeHHO ¢
IIAKIIMYECKUM JJICKTPOHHBIM TparcmopToM (L19T)
BOKPYT ()OTOCHCTEMBI | B THIIaKOMAaX TIPOUCXOIUT
TPaHCMEMOPAHHBINH TIEPEHOC MPOTOHOB U (POPMHU-
pyercst ApH, obGecnieunBaromuii cunte3 ATD 6e3
HakoreHust HAJIOH.

C mnoMoOmpI0 TEHEeTHYeCKOro aHajh3a y
Arabidopsis BbIsSBIECHBI JBa HE3aBUCHMBIX THIIA
3T, Tounee, [Ba KOMIUIEKTa I'€HOB, y4acCTBYIO-
IMX B (PU3MONIOTMYECKH BOKHBIX TPOIIECCAX Pery-
nsun porocuntesa (Shikanai, 2007). Kommnonen-
Tamu ocHoBHOro nytu [[OT y Belcmmx pacTeHuit
spistioTcst 0eku PGRS u PGRL1, perynupyrorue
npoTtoHHbl rpagueHT (Munekage et al., 2002;
DalCorso et al., 2008). B anprepHaTHBHOM IyTH
9T Boxkpyr ®C 1 Ha cBeTy B XJIOpOILIACTax
yaacteyer HAJ(®)H-nerunporeHa3Hslii  KOM-
mwieke (Burrows et al., 1998; Kofer et al., 1998;
Shikanai et al., 1998; 2007; Horvath et al., 2000),
oOecreunBasi IEpPeHOC JEKTPOHOB OT BOCCTaHOB-
nenHoro ®n o6patHo k PQ u 3atem k OC I yepes
KoMmiuieke utoxpomoB bg/f. TIDT, kak mpemiara-
eTCsl, IMEET Ba)XKHOE 3HAueHHWe /ISl COXPaHEHUS
oananca AT®/HAAD®H w/miau 3ammrhl GOTOCH-
CTeMbl OT (OTOMHTHOMPOBAHHSA, MOCKOJBKY IMPH
OUKJIAYECKOM TPAHCIIOPTE 3JIEKTPOHOB T'€HEPHUPY-
eTCsl JIONOJMHUTENbHBIH TPaANEeHT MPOTOHOB, HH-
OyUUpyomui  HeQOTOXUMHUYECKOE  TYLICHHE
(NPQ) — mexaHu3Mm nuccunanuy U30BITOYHO II0-
IJIOIIeHHOW cBeToBO# »Heprum (Shikanai, 2007;
Yamori et al., 2011).

B temuotre NDH koMIiieKC TpUHUMAET y4a-
CTHE B XJIOPOJBIXaHUH, B X0A€ KOTOPOTO 3JIEKTPO-
HBl TPAHCHOPTHUPYIOTCSI OT BOCCTaHOBJIIEHHOT'O

IJTACTOXMHOHA K MOJIEKYJISIPHOMY KHCIIOPOIY, YTO
COTIPOBOXK/IAETCS] OKHUCICHUEM TIACTOXMHOJMA TUTa-
CTUAHOU TepMuHaANBbHON okcumazoit (ITTOX), T.e.
MIPOUCXOAUT HEPOTOXUMHUIECKOE BOCCTAHOBJICHUE
W OKucieHue myna TuactoxuHoHOB  (Peltier,
Cournac, 2002; Rumeau et al., 2007). Hecmotps
Ha To, yTo NDH komIuiekc (BMecTe ¢ IUTOXPOM-
HeiM  Dbe/f koMmIIekKcomM) MokeT TeHepupoBaTh
TpaHCMEMOPAHHBIN DJICKTPOXUMHYECCKUN TIOTCH-
ual Ha THJIAKOMIHOM MemOpaHe, ero BKIaa B
cunre3 AT® npu paBHOBeCHOM (DOTOCHHTE3E CUH-
taercsa HesHaunmtenbHBIM (Okegawa et al., 2008),
YTO CBA3aHO C HU3KOH CKOPOCTHIO COOTBETCTBYIO-
HIEro 3JEKTPOHHOTO TpaHcnopTa. OmHAKO poib
HAJI(®)H-nerunporeHasHoro KOMIUIEKCA OYEHb
CHJIBHO BO3PaCTaeT B CTPECCOBBIX YCIOBHSX,
HanpuUMep, MPH BBICOKOW WHTEHCHBHOCTH CBETA,
TEMIIEpaTypHOM U BOJHOM cTpecce (Sazanov et al.,
1998; Endo et al., 1999; Horvath et al., 2000;
Casano et al., 2001; Li et al., 2004; Munne-Bosch
et al.,, 2005; Wang et al., 2006; Rumeau et al.,
2007). B atom ciydae ¢pepMEHTHBIH KOMIUIEKC, pe-
TYJIUPYs OKHCIUTENbHO-BOCCTAHOBUTEIBHOE CO-
CTOSIHWE IIJJACTOXWHOHOBOTO IIyJa B XJIOpOIUIA-
CTaX, BHOCUT CYyIIECTBEHHBIN BKJIA]] B 3alTUTY (O-
TOCHHTETHYECKOI'0 ammapara oT (OTOMHTHOMPO-
Banus (Peltier, Cournac, 2002; Rumeau et al.,
2007). B ycnoBusix «IepeBOCCTAHOBIECHUS» ITyJa
KOHEYHBIX ANIEKTPOHHBIX aKIIETITOPOB
HAJI® /HAJI®H akTuBHpyeTcs IEpeHOC SIeK-
TPOHOB C (heppEAOKCHUHA WIIH JKEIe30-CEPHBIX IICH-
TPOB Ha MOJIEKYJIbI KHCJIOpoaa ¢ oOpa3oBaHHEM
akTHBHBIX (hopm Kuciopona (ADPK), BEI3BIBAIOIINX
OKHCIIUTENbHBIA cTpecc (Sazanov et al., 1998;
Endo et al., 1999; Horvath et al., 2000; Casano et
al., 2001; Li et al., 2004; Munne-Bosch et al.,
2005; Wang et al., 2006; Rumeau et al., 2007).

Cmpyxkmypnasa opzanusayus HAJ](®)H-
0e2U0pOzZeHaA3n020 KOMRIEKCA X10PONIACHO8

B COCTaB MYJIBTUCYObETUHIYHOTO
HAJI(®)H-nernaporeHa3HOro KOMILIEKCa BBICIITHX
pacTeHMid, JIOKAIW30BAHHOTO B CTPOMAJbHBIX
ydacTKax TwiIakouaHbix MemOpan (Peng et al.,
2009; Ifuku et al., 2011; Yamamoto et al., 2011),
BXomAT 11 cyOBemuHUI], TOMOJOTHYHBIX CYObeIH-
HUIIAM MUTOXOHJAPHAILHOTO KOMILIeKca I, a Takxke
oakrepuanproro NDH-1 xommekca (Suorsa et al.,
2009; Peng et al., 2011b). Kommiekc NDH xiopo-
mIacToB uMeeT L-o0pa3Hyio CTPYKTypy, MOJA00HO
NDH-1 xommiekcam u3 TepMo(dUIBHON OakTepun
Thermus thermophilius u E. coli, kpucrammueckas
CTPYKTypa nepudeprudeckoil 1 MeMOpaHHOH 4acTh
KOTOPBIX ObUTa HEMaBHO onpeseneHa (Sazanov,
Hinchliffe, 2006; Efremov et al., 2010; Efremov,
Sazanov, 2011; Baradaran et al., 2013). Ha ocHo-
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BaHUM 3TOH CTPYKTYPHOM MH(POpPMALUH, a TaK¥Ke
OMOXMMHUYECKON M TEHETHICCKOW XapaKTEPUCTHKH
MyTaHTHBIX pactenuii  Arabidopsis thaliana,
HAJI(®)H-neruaporeHasHblii  KOMIUIEKC  XJIOPO-
TUTACTOB BBICHIMX PACTEHUH pa3NeisiioT Ha MATh
CyOKOMIUTIEKCOB: MEMOpaHHBIN, JIOMCHAIBHEIN,
9KCIIOHHUPOBAHHBIE B CTPOMY CYyOKOMILJIEKCHI A H
B, a Taxke KaTalTMTHYECKHH, CBI3BIBAIOIINN (ep-
penokcun (Peng et al., 2009; Ifuku et al., 2011;
Yamamoto et al., 2011). MemOpanHubIii cCyOKOM-
wiekc Qopmupyior cemb cyobenunun, NdhA-
NdhG, koaupyroumxcs XJIOPOIUIACTHBIMU T'eHa-
MU, TOTJa KaK CYOKOMIUIEKC A COJEPKUT YeThI-
pe cyobpenunnnbl NdhA-NdhG u uetsipe cyOb-
equaunbl NdhL-NdhO, komupytomuxcs xmopo-
TUTACTHBIMU ¥ SIIGPHBIMA T€HaMH, COOTBET-
ctBeHHo (Peng et al., 2009). Cy6kommiekc B
BKIIOYaeT cyoneaunuisl PnsB1-PnsB5 (Peng et
al., 2009; 2011b; Ifuku et al., 2011), a Taxxke
cyobenunauily PnsL3 (Suorsa et al.,, 2010;
Yabuta et al., 2010), cunraBuytocs paHee KoM-
MOHEHTOM JIIOMEHaNbHOTO cyOkommiekca (Peng
et al., 2009). Bce cyObeauHuUIBl CyOKOMILIEKCA
B xomupyrorcsa spepHpIMA reHamu. JIroMeHanb-
HBII CyOKOMITIEKC 00pa3yrT YeThlpe CcyOnhemau-
HUIBI, KOOUPYIOLIUECS sACPHBIME reHamu: PsbP-
nomo0uerit 6emok PnsL1 (Ishihara et al., 2007),
PsbQ-nogo6usiii  6emoxk PnsL2 (Peng et al.,
2011b), a raxxke wuMmyHOpuiIuHBI PnsL4 wu
PnsL5 (Peng et al., 2009; Sirpio et al., 2009b).
CyObenunuilel B cyOkoMIiekce B u mromeHanb-
HOM CYOKOMIUIEKCE SIBISIOTCSA ClienU()HUeCKUMHU
s Beicmx pacteHuit (Peng et al., 2009;
2011c). B cocTtaB KaTadTUTHYECKOTO CyOKOM-
miekca Bxomar cyowpemmHUIBl NdhS, NdhT wu
NdhU (Ifuku et al., 2011; Yamamoto et al.,
2011). Ha mepudepuueckoii cyoreaununne NdhS
JIOKaJIM30BaH BBICOKOA(QWHHBIN LEHTDP CBS3bIBa-
HUs ¢ QeppenokcuHoM. BzaumonericteBue NDH
KOMIIEKCa ¢ (eppeOKCUHOM TMOATBEPKICHO B
skcmepuMenTax in vitro (Yamamoto et al., 2011)
1 nokazaHo, 4To NDH komIuiekc XjaopomnjaacToB
aKLENTHPYET JJIEKTPOHBI CKOpee OT (eppeaok-
cuHa, yeM oT HAJI®H. B cTpeccoBbIX yClIOBUSX,
HarpuMep MpH BBICOKON MHTEHCHBHOCTH CBETA,
NDH kommiiekc BBICHIMX PacTCHHH CTaOWIH3U-
pyeTcs 3a cueT B3aMMOJECUCTBHUS MO KpalHel
Mepe ¢ aByms kommsiMmu OC 1 ¢ obpazoBanueM
cynepkomiiekca NDH-®C I (Peng et al., 2008;
2009; Peng, Shikanai, 2011; Sirpio et al.,
2009a). lns B3aumopeiictBus mexay NDH kom-
miekcoM u OC 1 tpeOyroTcs MUHOpHBIE OENKH
cBerocobuparomero kommiekca | (LHC 1) -
LhcaS u Lhca6 (Peng et al., 2009; Peng,
Shikanai, 2011).

OmKkpovimue HecyObeOUHUUHBIX 0eNK06bIX
daxmopos

HecMoTtpss Ha 3HauMTENbHBIE YCIEXH B IO-
Humannn  cTpykTypel  HAJI(®)H-nmerunpore-
HA3HOTO KOMIIJIEKCa XJIOPOIUIACTOB, CYIIECTBYET
JWIb HECKOJBKO COOOIEHHUH, Kacarolluxcs BO-
npocoB ero coopku. K Hacrosimemy BpeMeHH He
yaanock noayunts NDH koMILIeKC XJI0pOomiacToB
BBICIINX PACTEHUI B MU30JIMPOBAHHOM COCTOSIHHU.
Heynauu cBsi3anbl ¢ HU3KUM cojepxanuemM NDH
KOMILJIEKCa B TWiakouaax — Bcero quuib 0,2% ot
obmiero  mporeoMa  THIAKOWAHBIX  MeMOpaH
(Sazanov et al., 1996), npuuemM ero COOTHOIICHUE
K OC II ouenusaercs kak 1:50-100 (Burrows et al.,
1998). Kpome Toro, KoMIuIeKC OKa3ajics BeCcbMa
NaOWIBHBIM — HEKOTOpBIE €ro CyObeAMHHUIIBI AHC-
COLMMPOBAJTIM B XOZ€ BBIAEICHUS U OUYUCTKH. [Ipo-
rpecc B m3ydeHnu mporecca coopkn NDH kowm-
TieKca ObUT JOCTUTHYT TOJBKO MPHU COBMECTHOM
UCIIOJIb30BaHUN T€HETUYeCKUX U OMOXMMHUYECKUX
IIOJIXO/I0B, B YACTHOCTH T€HETHUECKOI'0 CKPUHUHTA
mpu MoHuTopuHre akrusHoctd NDH kommiekca.
006 ypoae aktuBHOCTH NDH KOMIUIeKCca CyamiIn
[0 KPaTKOBPEMEHHOMY YBENHWYEHHUIo ¢uryopec-
LEHINU XJIOpopMIIa @ TOCHIEe BBIKIOYEHHUS aKTU-
HUYHOTO cBeta (puc. 1), kotopoe orpakaer NDH-
3aBHCHUMOE BOCCTAHOBJIEHHE IUIACTOXUHOHA B TEM-
Hote (Asada et al., 1993; Mi et al., 1995). Taxk, c
noMoIIbI0 ckpuHuHra mytanroB A. thaliana, cre-
uuduueckd JeQeKTHbIX Mo akTtuBHOocTH NDH
KOMIIJIEKCA, YAAJOCh WACHTH(UIMPOBAThH LIENbIH
pAA HecyOBEAMHUYHBIX OENKOBBIX (DaKTOPOB, KO-
TOpBIE KOJUPYIOTCS SIACPHBIMU T€HAMH U HEOOXO-
IuMbl Ut cOopku u HakoruteHnss NDH komiuiek-
ca.

HecyObenuuuynpie  OelKOBbIe  (aKTOPBHI,
YY9acTBYIOIIHE B OWOTEHE3e MEMOpaHHBIX CyOb-
eqnaun NDH kominiekca, 00ObeIUHSAIOT B OTAEIIb-
HYIO Tpymnmny. BONBIIMHCTBO M3 HUX OTHOCATCS K
ceMeicTBy OENTKOB, COAep)KAIUX MEHTATPUKOIIETI-
tuanslie moBTophl (PPR Genkn). PPR 6enku moryt
(byHKIIMOHUPOBATh HA Pa3UYHBIX IOCTTPAH-
CKPUMNIMOHHBIX CTaJUAX PETYJSAIUN SKCIPECCUn
XJIOPOIUTACTHBIX TEHOB, TaKWX, HAMpHUMeEp, Kak
crutaiicuar MPHK, a Taxxe pacmenienue, penak-
TUPOBaHUE, TpaHCIAUsA W cradbuiumsarus MPHK
(Suorsa et al., 2009; Peng et al., 2011b).

Hpyryto rpymiy HecyObeTUHUYHBIX (haKTO-
POB COCTaBJISIIOT OENIKM, y4acTBYOILIHE B cOOpke
NDH kommekca xjmoporuactoB. B pe3ynbrare re-
HETUYECKOTO CKPUHHMHTA OBUIM OTKPBITHI OENKH
CRR6 u CRR7 (Munshi et al., 2005; 2006), i1oka-
JIM30BaHHbBIE B CTPOME XJIOPOIJIACTOB M MI'PAIOIINE
BOXHYIO pOJIb B HAaKOIUIEHHH cyOKkoMmIuiekca A. B
MyTaHTaX, HE CHUHTE3UPYIOUIUX OTH OenKku, cyo-
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Puc. 1. Cxema monutopunra akrusnoctd NDH kommuiekca in vivo Ha ocHOBaHWHW aHaim3a (iyo-

pecueHIuM XJopoduiiia.

Fo — MUHUMAIBHBIN YPOBEHB (IIyOPECLEHIIMH [TOCIIe TEeMHOBOW aJlalTalluy JIUCThEB; Fry — MAKCUMaNbHBIN YPOBEHB
(iyopecueHIMK NPH HACKIIAONIe HHTEHCUBHOCTH cBeTa; ML — m3mepsitominii cBeT; SP — KOPOTKHE BCIBIIKH

HaChIIaromero CBCra, AL — aKTUHHYHBIN CBET.

kommiekc A He obOpasyercs (Peng et al., 2010),
XOTS IKCIIPECCHS XJIOPOIUIACTHBIX I'€HOB, KOAMUPY-
IOIIMX €ro CyObeOUHMLBI, HE HapyIlanach, 4TO
NOATBEPXKIAET yyacTue B cOOpKe cyOKoMIuiekca A
o6enmxoB CRR6 1 CRR7. B To xe Bpems moka3aHo,
gyTto CRR6 He MOXXeT OBITh CyOBeIUHUIICH TaHHO-
ro cyOKOMIIIEKCa, MOCKOJIBKY OH MPUCYTCTBYET B
MyTaHTe 1o Teny Crr2 (Munshi et al., 2006), B ko-
topom NDH xommexc He o6pasyercs. B cBsizu ¢
3TUM OBUTO BBICKAa3aHO MPEAINOJIOKEHUE, YTO B
coopky cyokommuiekca A Oenku CRR7 u CRR6
BKIIIOYalOTCs Ha pasHbeix craausx (Peng et al,
2010). B Chlamydomonas reinhardtii romomoruiy-
Hele CRR6 1 CRR7 Genku He oOHapyKeHbI, OAHA-
KO OHH NPUCYTCTBYIOT B IIMaHOOaKTepusx (Suorsa
et al., 2009; Peng et al., 2011b), xots ux GyHKIHH
NIOKa HE BBISICHEHBI.

ITomumo OenxoB CRR6 1 CRR7 mig Haxom-
TeHusl CyOKOMIUIeKCa A HEOOXOAWM elle OJHH
ctpoManbheiii 6enok — CRR1, nmeromuii HekoTo-
pO€ CXONICTBO C JWTHUIAPOMUKOIMHAT PEIyKTa30M,
(yHKIMOHUpYIOIEW B OMOCHHTE3e  JM3WHA
(Shimizu, Shikanai, 2007). YcraHoBiIeHO, 94TO OH
HE SBIAETCS CyOBEAMHHUIEH XJIOPOIUIACTHOTO
NDH kommiekca, XOTS aKTUBHOCTb 3TOTO KOM-
wiekca 3aBUcUT oT npucyrctBus CRRI1, u B my-
TaHTe 1o reny Crrl c medexrneim 6enxom CRRI
oHa cnienn(UIecKy MoAaBIsIachk. TakuM oOpaszom,
oemok CRR1 BoBmekaercss ckopee B OuoreHes
NDH kommuiekca, ueM B OHMOCHHTE3 Ju3uHA. MMe-
I0TCs JaHHble 0 ToM, uTo Oeinok CRRI1 comepxur

caT BO3MOX>XHOI'O CBs3BIBAHUA
(Shimizu, Shikanai, 2007).

In silico Obul waeHTUGUIMPOBAH OEIOK
NDF5 (Ishida et al., 2009), umerommii cnaboe
CXOZCTBO ¢ cyOBenuHuneil PnsB2 xmoporuractHO-
ro NDH xomrmiekca, H0O, KaK IToKa3ajl Macc-aHaInu3
cynepkomiuiekca NDH-®C 1, He siBnsitomuiics ero
cyorenunnteit (Peng et al., 2009). IIpenmonarator,
gyto NDF5 MokeT BOBIIEKaThCs B CTAOMIM3AILIUIO
Wik OMOTeHe3 HE TOJNBKO CyOKOMIUIeKca A, HO U
cyOkomIuiekca B, MOCKOJIBKY HaKOIUICHUE CYOb-
eqmanl NdhH, PnsB1 u PnsB2 Osmio Hapymeno B
mytanTe o reny ndf5 (Ishida et al., 2009). Dkcre-
PUMEHTAILHO TPOJAEMOHCTPUPOBAHO, YTO B OTCYT-
crBre cyOkominiekca A 6emoxk NDFS moxer cBs-
3BIBATHCS C CYOKOMIUTIEKCOM B, urpast pois dhakTo-
pa, HeoOXOIUMOro I ero cOOpKHM W/WIK CTaOu-
mu3aruu (Ishida et al., 2009; Peng et al., 2009).
TI'omonoru 6enkoB NDF5 u PnsB1 oOHapykeHbI B
BHICIIUX PACTCHUSIX, HO HE B I[MAHOOAKTEPHIX
(Suorsa et al., 2009).

HenaBuo ckpunuar mytantoB A. thaliana
MO3BOJIMI OTKPHITH /ABa HOBBIX Oenka CRR41 u
CRR42, noxann30BaHHEIX B CTPOME XJIOPOILJIACTOB
(Peng et al., 2012). B myTanTax no renam Crr4l u
Crr42 cyOkoMmIuiekc A OTCYTCTBOBaJ, TOTAa Kak
HakoreHnue Apyrux vacteii NDH kommiekca He
MU3MEHSIOCh. OKCIEPUMEHTAIBHO IOKa3aHO, YTO
rensl, kogupyromue oenkun CRR41 u CRR42, skc-
MIPECCUPYIOTCS BMECTE C T€HaMH, KOIUPYIOIIUMU
cyowenuuuitbl NDH koMImiekca, a Tak’ke HEKOTO-

HAJ(P)H
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pble HecyObeIMHUYHBIC (DaKTOPBI. ITO CBUIICTEINb-
ctByer 00 ygactum CRR41 u CRR42 B cOopke
cyokommuiekca A. benok CRR41 sBisercst xoH-
cepBaTUBHBIM B ANQiOSPErms, HO B IIMaHOOAKTe-
pusx u B C. reinhardtii ero romoorn oTCyTCTBY-
o1 (Peng et al., 2012).

Coopka HAJI(®)H-0ezuopozenasznozo
KOMRJIeKca X10pOnIaAcmos
Kaxk U3BECTHO, HA(®)H-

JETUIPOTCHA3HBIH KOMIUIEKC XJIOPOILIACTOB CO-
CTOUT M3 CyOBEAMHUI, KOTOPbIE KOJUPYIOTCS KaK
SJICPHBIMH, TaK W XJOPOIUIACTHBIMU TE€HAMH, TIO-
3TOMy ero cOopka TpeOyeT COrIacOBaHHOTO B3au-
MOJECHCTBUSL MEXIY MPOAYKTAMH 3THX TCHOB H,
BEPOSITHO, NMPOUCXOAUT MOAITAIHO, KaK U cOOpKa
JIpyrux (OTOCHHTETUYECKUX KoMmiuiekcoB (Ro-
chaix, 2011). HecMoTpsi Ha OTKpBITHE U XapakTe-
PHCTUKY HEKOTOPBIX HECYObEIMHUYHBIX OCIKOBBIX
(hakTOpOB, CBEICHHUS O CaMOM IIpolecce COOpPKHU
NDH komMruiekca 10 cux Mop ocTaloTcsl GpparMeH-
tapHeiMU. Hanbosple ycnexu B 3TOM Hamlpasiie-
HUH OBUIM TIOJYYEHBI MPH U3yYEHUH CYOKOMILIEK-
ca A, cOopKa KOTOpOro, KaK CUMTAIOT, IIPOUCXOIUT
HE3aBUCUMO OT Jpyrux cyokomrmiekco NDH
xomiutekca (Peng et al., 2011b) u ocymectBusercs
B CTPOME XJIOPOILIAcTa J0 BKIIOYCHHUS €ro B THIIA-
KOMIHYI0O MeMOpaHy, Torga Kak CyObeIWHHILBI
IPYTHX CyOKOMIUIEKCOB OOHApYXEHBI TIaBHBIM
obOpazoMm B TwiakounHoi memOpane (Peng et al.,
2009).

IIpoTeoMHBIN aHanu3 MYTAaHTOB II0 I'€HaM
ndhl, ndhm, ndhn, ndho, crrl, crr6, crr7, crr4l,
Crr42 u crr27 no3BOJIWI BBISIBUTH B3aUMOIEHCTBUS
MEXIY HeCyObeAMHWYHBIMU (DakTopamMu M CyOb-
equaunamu cyokomruiekca A (Peng et al., 2010;
2012). Ha ocHOBaHMH TOMYYEHHBIX PE3YIHTATOB
ObLIa MpeaoKeHa MOAENb COOPKH CyOKOMILIEKCa
A (pwuc. 2), coriacHo KOTOpoil B 00pa3oBaHUH STO-
ro CyOKOMIUIEKCa TOCIEIOBATEIbHO YYaCTBYIOT
TPHU MPOMENKYTOUHBIX KOMILIEKCA, 0003HAUYCHHBIC
B COOTBETCTBUH C MPEAIOIAraeMOi MOJIEKYIISIPHOH
maccoit kak NAI-800, NAI-500 u NAI400 (NAI -
«NDH subcomplex A assembly intermediates»).
IIpouecc cOopku cyOKOMITIEKCa A MHUITUUPYETCS
(hopMHpOBaHHEM B CTPOME XJIOPOILIAcTa MEPBOTO
nmpoMexxyTogHoro komruiekca NAI-800 ¢ HeakTHB-
HO# (0CBOOOXKICHHON M3 pUOOCOMEBI) CyOBEITUHU-
et NdhH, mpuuem ero oOpazoBaHHE HE 3aBHCUT
OT APYTHX CYOBCIMHHII M HECYObETMHUIHBIX (hak-
topoB (Peng et al., 2012). NAI-800 nepenocut He-
aktuBHylo cyopenuanny NdhH k  xommuiekcy
Cpn60, comepxkamemy Oenok-marnepon Cpn60s4,
KOTOpPBIi B BBICHIMX pacTeHHsSX TpeOyercs Juis
(honmunra stoit cyopenunmisl (Peng et al., 2011a).
[locne napnexamero (onAWHTa HATUBHAA CyOb-
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enununia NdhH, cyosenunauiia NdhO, HecyOnenu-
HUYHBIA OenkoBbii Gakrop CRR41 u, Bo3MoOXxHO,
Jpyrue HEW3BeCTHBIE (AKTOphl COOHparoTCs B
npomexxyTouHslii komruieke NAI-500, crabunuza-
sl KOTOPOro o0ecreunBaeTcs B3aMMOJCHCTBHUS-
MU Mexay ero komnoneHnramu (Peng et al., 2012).
Hanee B NAI-500 BkItodaroTcsi CyObeIHHUIIBI
NdhJ, NdhK, NdhM u Ndhl ¢ obpa3oBaHuem mpo-
MexyTouHoro komiiekca NAI-400. Cnemyer ot-
METHTh, YTO IMOPSAOK BKIIOYEHHS 3TUX CyOBenu-
HUII OCTaeTcs elle CIopHbIM. [Ipenmnonararor, 4To
cyorenuanna NdhJ Brmowaercs B NAI-500 mo
WIA HE3aBUCHMO OT BKJIOYEHHUS CYObEAMHUL
NdhK u NdhM (Peng et al., 2012). B mporuecce
obpazoBanms NAI-400 ywacTBylOT HecyOBeau-
HuuHble OenkoBbie ¢akTtoper CRR42, CRR1 u
CRR6, u3 kortopeix Tompko Oenok CRR42 pac-
cMmaTpuBaercs kak komnoHeHT NAI-400. Oynxius
3TOrO O€NKa HESACHA, U, KAK CUUTAIOT, €r0 BKIIOYe-
Hue B NAI-500 ocymiecTBisieTcsl ocie WM He3a-
BucuMO oT BktoueHus cyoreanuaun Ndhl-NdhK u
NdhM (Peng et al., 2012). IlockonbKy MoJeKy-
nsapaas macca NAI-500 Oombie MONEKYISIpHON
maccel NAI-400, HekoTopble HecyObeIUHUYHBIC
(akTopsl IomKHBI 0cBoOOkAaThC U3 NAI-500 B
nporecce nepexona Kk NAI-400. Onnako, 3t dax-
TOPBI elIe OCTAIOTCS 0 KOHIA He HACHTU(HHUIIHPO-
BaHHBIMH. DKCIEPUMEHTAJILHO MOKa3aHo, 4To Oe-
mok CRR1 Tpebyercst anms HakomieHUS CyObeau-
auit NdhK uw NdhM B ctpome xmopormmacta u
BkitoueHus ux B NAI-500 (Peng et al., 2012). BrI-
JI0 BBICKA3aHO TAKXe MPEITNOJIOKEHHE 00 yJyacTuu
CRR1 B o00pa3oBaHHHM POCTECTHYECKON IPYIIIIbI
cyorenuuniel NdhK, Tak kak 3totr Oenok couep-
KHUT CalT BO3MOXHOTo cBsizbiBanus HAJI(D)H
(Shimizu, Shikanai, 2007). benok CRR6, He siBiis-
ACh KOMIIOHEHTOM IIPOMEKYTOUYHBIX KOMILJIEKCOB,
UTpaeT BaKHYIO POJIb B HAKOIUICHUH CyObEIUHU-
el Ndhl 1 ciocoOcTBYeT BKIHOYECHUIO 3TOH CyOh-
enuHUIBl mociie ee cospeBanms B NAI-500 (Peng
et al., 2012). Takum obpasom, CRR6 moxer BbI-
MONHATH JBOMHYIO (yHKIuio. [lomoOHYIO poinb
urpaiot, Harnpumep, oenku LPA1 u PAM68 B A.
thaliana, xoropbie B3aMMOJCHUCTBYIOT C CyOBEIH-
Huneit D1 peaknnonnoro nentpa ®C II, obecrre-
yuBasg HaUICKANTNH (QOJAMHT M BKIIOYCHUE ITOM
CyOBeIMHUIBI B THIIAKOUHYIO MeMOpaHny (Peng et
al., 2006; Armbruster et al., 2010).

UccnenoBanuss KpUCTALIMYECKONH CTPYKTY-
pbl ruapodunsHOi obmact NDH-1 xommiekca u3
T. thermophilius mokaszamu, d9ro CyOBEAMHHUIIBI
Nqo9 u Nqo6, COOTBETCTBYIOIIHNE CYObEIUHUIIAM
Ndhl u NdhK xmopomnmactaoro NDH komruiekca,
cBs3piBaloT Tpu [4Fe-4S] xmactepa (Sazanov,
Hinchliffe, 2006), mist cOopku KOTOPBIX B XJIOPO-
wiactax Tpedyercs 6enok HCF101 (Schwenkert et
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Hatuenas QonguHr
NdhH —

m Komnneke Cpn6o,

CRR41

CRR1

NdhH
— MNdhH | —

NdhH, ocso6oxneHHas
M3 pubBocomel

NAI 200

CRR1

copepxawmin Cpnéopd
NdhO, NdhH,
CRR41

NAI 500

CRR6
HCF101

NdhS

PnsB4, 5

z‘ —

CRR6
HCF101

PnsB1, 2,3

NdhM, NdhQ,
MNdhH, Ndhl,
> NdhdJ, NdhK,
CRR42 CRR42, CRR41
CRR41 %
*_ NAI 400
CRR7 NdhN
CRR7
CTtpoma

Tunakoup,

NMomeH

Puc. 2. Cxemaruueckast moaeab coopku NDH kommniekca xJopomniacros.

NAI-800, NAI-500 u NAI-400 — npomeXyTOYHBIC KOMILJICKCHI, 00pa3yroIIuecs B mpolecce cOOpKu cyOKoMILIe-
kca A. NAI-800, mpupoma KOTOpOTO HEHW3BECTHA, MEPEHOCHT HeakTHBHYIO cyObemuuuimy NdhH k komrurekcy
Cpn60, coxmepxamemy Oenok-mmarnepod Cpn60s4, mms mocienyromiero OemkoBoro ¢onaunara. CyObenuHHIR
NdhO, CRR41, naruBHas cyoweauauiia NdhH u, Bo3MoxHO, Apyrue HewsBeCcTHBIE (DaKkTOPBI COOHPAIOTCS B
NAI-500. JTanee cyopeanuursl Ndhd, NdhK, NdhM u Ndhl sxmrouarorest B NAI-500 ¢ o6pasosannem NAI-400,
KOTOpBIi wHTETpUpyeTcs ¢ cyobenuuunieii NDhN Ha xoHewyHOM cTamuu cOOpPKM M 3aTeM BMeECTe ¢ MeMOpaHHOi
cyopeaunautieit NdhL u karamurnaeckum cybkomIuiekcom, Briodarormum cyobeananibl NdhS, NdhT u NdhU,
BCTpauBacTCs B THIAKOUIHYIO MeMOpaHy, oopasys NDH kommiekc. CRR41, CRR1, CRR6, HCF101, CRR42 u
CRR7 — HecyObequHuUHBIE OENKOBBIE (aKTOPBI, yyacTBytomue B 3ToM npouecce. NDH xomruiekc yepes MuHo-

pubie 6enxu LHC 1, Lhcas u Lhca6 Bzaumoneiicteyer ¢ @C | ¢ o6paszoBanuem cynepkomiiekca NDH-DC .
NdhA-NdhG - cy6semunuibr MembpanHoro cyokommiekca; PnsB1-5, PnsL3 — cyObeauauin! cyOkoM-
mwiekca B; PnsL1,2,4,5 — cy0beqiHALIBI TFOMEHANBHOTO CyOKOMITIEKCA.

al., 2010). Dror Oenok OBUI OYMINEH BMECTE C
CRR6, HO He ¢ CRR41, uro ykaspiBaeT Ha €ro
y4acTHE BO BKIIOUCHHH KEJIE30-CEPHBIX KIIACTe-
posB B cyoseaunuity Ndhl (Peng et al., 2012).

Ha cnemyromeit cragum mporecca COOpPKH
CcyOKOMIUIEKCa A MPOUCXOIUT UHTETPUPOBAHHEC B
npoMexxyTouHblii KoMIuiekc NAI-400 cyOwenuau-
sl NdhN (Peng et al., 2012). Otort mporecc ocy-
HIECTBIISICTCSL  MOcTe  OCBOOOXIeHHA  (hakTopa
CRR42, o no ocBoOoxnmenust gaxropa CRR41.
benxoBeiii ¢axkrop CRR7, xoropsrit kak 1 CRR6
He sBisseTcsa kommoneHToM NAI-400, BoBiekaeTcs
Ha KOHEYHOH cTaanm cOOpKkH CyOKOMILIeKca A,
Korza TMoOJHOCThI0 coOpanHbiii NAI, Bkitouas
cyorenuuunity NdhN, BcTpauBaeTcs B THIIAKOHU]I-
Hyto MmemOpany (Peng et al., 2012). YcTtanosneHo,
YTO OTCYTCTBHE CyOKOMIUIEKCa A HE BIHUSET Ha
MeMOpaHHBIE CyOBETUHHIBI, 33 HCKIIOYCHUEM
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cyosenuaniel NdhL (Shimizu et al., 2008). Ora
cyObeMHUIA, COoAepKalas TpU TpaHcMeMOpaH-
HBIE CIIUPAJU, HEe O0HAPYKUBAETCA B CTPOMAJIHHOM
tpaxun (Peng et al., 2009) u, BeposATHO, CITy>KUT
pelenTopoM JUIsl TIOJNHOCTBI0 coOpanHOTO NAI
(Peng et al., 2012). Hakoner, cyOkomImiekc A,
Bkitouasi cyopenuany NdhL, cTeikyercs ¢ apy-
rumu yactamu NDH komiuiekca B THIIAKOUIHOM
MeMOpaHe xjioporuiacra (puc. 2).

[TomararoT, 94T0 CyOBETUHUIIBI KaTaIATHIC-
ckoro cyokommuiekca NdhS, NdhT u NdhU nakar-
JUBAIOTCS YaCTUYHO HE3aBUCHMO OT CyOKOMILIEK-
ca A ¥ He BBIBISIOTCA B KaKHUX-THOO MPOMEXY-
tounbix kKomiuiekcax (Peng et al., 2012). Cy0n-
equanna NdhS comepXuT UEHTp, CBSA3bIBAIOIIUN
tdeppenokcun, a cyoweamnuiei NdhT u NdhU
UMEIOT TpaHcMeMOpaHHbie crimpanu (Yamamoto et
al., 2011). OTu cyOBEIUHUIBI B3aUMOJICHCTBYIOT
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CKOpee BCEro ¢ MOJHOCThIO coOpaHHbiIM NDH
KOMIIJIEKCOM.

Cornacno Peng et al. (2012), c6opka NDH
KOMITJIEKCOB B THJIAKOMAHONW MeMOpaHe MpecTaB-
nseT co00i JUHAMHYECKUN IUKINYCCKUN TIPO-
IIECC, B KOTOPOM CyOBEAMHUIIBI WIIA IIPOMEKYTOU-
HbIe KOMITIEKCHI B3aUMOJECUCTBYIOT C y)KE€ CHHTE-
3UPOBAHHBIMHU CYyOBEIUHUIIAMH WIIA TTPOMEXKYTOU-
HBIMH KOMIUIEKcaMu. B momns3y 3Tol uaen cBujue-
TENBCTBYET OOHApYyXKEHHE B CTPOME XJIOpOILIacTa
3HAYUTEIHHBIX KOJUYECTB CYOBEAMHHI] CYOKOM-
wiekca A, a Takke TO, YTO B OTCYTCTBHE HTOTO
CyOKOMIUIEKCa JIpYrHe€ YacTH CYyNepKOMILIEKCca
NDH-®C I ocrarorcs cTaOMIBHBIMA B THIAKOH-
JaxX. 3HayeHHE TaKOro JUHAMHYECKOr0 MEXaHHM3Ma
COOpKHM 3aKII0YaeTCs B TOM, YTO TOBPEKICHHBIN
cyOkoMmIuieKC A crocoOeH OBICTPO 3aMemaThest
npyrum 6e3 cunTe3a de NOVO MeMOpaHHBIX YacTei
NDH kommiekca.

Hexomopuote acnexmal 26801104 UU
HA/l(®)H-0ecudpozenaznozo Komniekca xXaopo-
naacmos

B pesynbrare ycHemHoro cexBeHWPOBaHUS
JIBYX MIACTUIHBIX T€HOMOB Marchantia
polymorpha u Nicotiana tabacum (Ohyama et al.,
1986; Shinozaki et al., 1986) Obu10 HHEHTHUIH-
poBaHo 11 renoB ndhA-ndhK, xoqupyonmx roMmo-
noruyHele Oenku wmuToxoHapuansHoH HAJIH-
JIETHIPOT€HA3bI, B PE3yNbTaTe 4ero Mpeiroiarae-
MBI KOMITJIEKC B XJIOPOIUIACTaX ¥ TMOJXYYHI Ha3Ba-
aue — HAJI(®)H-germaporeHasHbslii KOMILIEKC
(Ohyama et al., 1988; Sugiura, 1992). Ycranosme-
Ho, uto reusl hdh (ndhA-ndhK), a Taxxke L-
oOpaszHas cTpykTypa 6a3zanpHoN yactu NDH kom-
miekca, copMuUpoBaHHAsS TPOAYKTAMHU ITHUX Te-
HOB, SIBJISIFOTCSI BBICOKOKOHCEPBATHBHBIMH B pa3-
muaabix NDH xommekcax, B TOM gucie 0akTepu-
anpHbIX (Efremov et al., 2010; Battchikova et al.,
2011; Ifuku et al., 2011; Peng et al., 2011b). L-
obpasznas crpykrypa NDH kommiekca xioporuia-
CTOB BOBJICKACTCS B BBINIOJHCHUE €r0 TJIaBHOU
(YHKIIMH — OCYIIECTBIICHUE 3JEKTPOHHOIO TPaHC-
MopTa OT T€MOB, JIOKAJTM30BAHHBIX Ha CYOBEINHH-
e Ndhl, k TIacTOXWHOHY CONPSIKEHHO C TPaHC-
JIOKAIWEH TPOTOHOB Yepe3 MeMOpaHHbIC CyOhe/ -
aunel (Efremov et al., 2010). Hecmotps Ha mmpo-
Koe pacrpocrpanenre renos Ndh cpeayu Ha3eMHBIX
pactenuii (Martin, Sabater, 2010), B HEKOTOpPBIX
opranm3Max OHH He oOOHapykeHbl. Hampuwmep, B
XJIOPOIUIACTHOM TEHOME XBOWHOTo jepeBa Pinus
thunbergii orcyrctBytor Bce renst Nndh (Wakasugi
et al., 1994). NDH xomriuiekc He OOHapy>KeH B
xnmoporutactax C. reinhardtii (Peltier, Cournac,
2002), B KOTOPBIX HAOIIONAETCS BHICOKAs aKTHB-
HOCTh xJjopojasixanus (Bennoun, 1982). I[lomara-
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o1, yto B C. reinhardtii ¢pyaxunonupyer NDH-2
KOMILICKC, OTIMYAOIINNACS CTPYKTYPHO U (YHK-
ronanbHo ot NDH-1 (Mus et al., 2005).

B nacrosimee Bpems CUMTAIOT, YTO XJIOPO-
riactablii NDH komrnekc uMeeT Oorbliiee cXol-
cTBO ¢ ImaHoOakTepuanbHbiM NDH-1 xomruiek-
COM, YeM C MHUTOXOHIPUAIBHBIM KOMILIEKCOM |
(Friedrich T., Weiss H., 1997; Battchikova, Aro,
2007; Shikanai, 2007), uro coriacyercs ¢ oOrie-
NPUHSATBIM TIPeJICTaBIeHuEM 00 YHJ0CUMONOTHYE-
CKOM TIPOMCXOXKICHHH XJIOPOIUIACTOB B KIIETKAX
pacTeHui OT MPOKAPUOTHUYECKOTO MPEKa, IpeBHE-
ro nmpe€aAmeCTBCHHUKAa COBPEMCHHLIX HHaHOGaKTe-
puii. Tak, Ha OCHOBaHWH XapaKTEPUCTHKH MyTaHTa
M55 Synechocystis sp. PCC6803 (Ogawa, 1991), a
TaK)Ke CXOJCTBAa XJIOPOIUIACTHBIX CYOBEIAMHHUIL
NdhD u NdhF ¢ nx nnanob6akrepuaabHBIMU OPTO-
joramu, OBUIIO CHENAHO MPEAIPEANOoNoKeHne 00
yuactun NDH komIulekca XJIOpPOIIaCTOB B IUK-
JIMYEeCKOM mepeHoce 31eKTpoHoB Bokpyr ®C I u
XJIOPOABIXaHUU. ODKCHEPUMEHTHl 0 HamlpaBJieH-
HOMY pa3pylieHnio XjaoporuiacTHeix Ndh reHoB B
N. tabacum moareepaunu a1ty runoresy (Burrows
et al., 1998; Kofer et al., 1998; Shikanai et al.,
1998). C mpyroit croponsl, xjoporiactHeii NDH
KOMITJIEKC COACPKUT crienudpuyeckue AJisl BHICIIHX
pacTeHnii CyOKOMIUIEKCH, B © IfOMEHaNbHEIH,
CyOBEIMHUITBI KOTOPBIX HE KOTUPYIOTHCS IIHa-
HoOakTepuanbHbiM reHoMoM (Peng et al., 2009;
2011Db).

[lpy W3y4eHWW paHHHUX STAOB 3BOJIOLUHU
Ha3eMHBIX PAaCTEHWI, B YaCTHOCTH Mepexoia OT
BOJHOTO K Ha3eMHOMY 00pa3y >XH3HH, YIOOHBIM
MOJIEJIbHBIM OPTraHU3MOM JUIsi TeHETHYECKHX HC-
cienoanmii ciyxur M. polymorpha (Ueda et al.,
2012), canraromascs Hanbojee paHHUM OTBETBIIC-
HUEM (PHIIOTEHETHYECKON BETBU MOTOMKOB Ha3eM-
HeIX pacteHuit (Qiu et al., 2006). Ha ee mpumepe
MOJKHO B OOIMIMX YepTax MpPOCIEIUTh H3MEHEHHE
ctpyktypsl NDH komriekca B mporecce 3BOJIo-
OUM OT LUMAHOOAKTEpUH K BBICIIUM PACTCHHSM.
YCcTaHOBJICHO, YTO BCE CYOBEIUHHUIIBI MEMOPaHHO-
ro cyOKoOMIUIeKca U CYOKOMILIeKCa A SBISIOTCS
KOHCEPBAaTUBHBIMU B NDH KOMIUIEKCAaX
Synechocystis sp. PCC6803, M. polymorpha n A.
thaliana (Ueda et al., 2012). Tpu cyObeaHHUIIBI
katanmurtnyeckoro komimuiekca NdhS, NdhT wu
NdhU, yuactByromue B CBA3bIBaHUH (heppemoKcH-
Ha ¢ NDH komruiekcom y A. thaliana, o6Hapyxe-
HBl U 'y M. polymorpha. CyOxomiieke B, koTopbrit
oTCyTCTBYeT B 1uaHoOakTepuasisHoM NDH-1
koMmIutekce, y A. thaliana BrirouaeT cyObenHHIIBI
PnsB1-PnsB5, a Takxke cyObenuuuily PnsL3
(Suorsa et al., 2010; Yabuta et al., 2010). B xJo-
pornactaoM NDH kommuiekce M. polymorpha o6-
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HApY>XCHbI (PYHKIIMOHAILHBIC OPTOJOTH CyOBhemH-
autl PnsB1-PnsB5, Ho He cyOmemmmmmpl PnsL3.
Jromenanbublii cyokomiekc B A. thaliana cocro-
uT U3 4Yetbipex cyorenunni PnsL.1, PnsL2, PnsL4
u PnsL5. Bce 3ti cyOBbenMHAIIBI OTCYTCTBYIOT B
nmuanobakrepranmbHoM NDH-1 komruiekce, a Tak-
ke B xmoporactHoM NDH kommiekce M.
polymorpha, 3a wuCKIIOYeHHEM CYOBEIUHUIBI
PnsL5 (Ueda et al., 2012). Ilpeanonaraior, 4ro, B
OTJIMYKE OT JPYIMX JIIOMEHAJIbHBIX CYObEIUHHMII,
PnsL5 MoxxeT UMeTh MHOE HBOJIIOIIMOHHOE ITPOUC-
xoxnaenue (Ueda et al., 2012).

DkcnepuMeHTanbHO mokazano (Peng et al.,
2009), uto B A. thaliana NDH komruiekc depe3s
MUHOpHBIE OEIIKH CBETOCOOMPAIOIIEro KOMILIEKCa
| (LHC I), Lhca5 u Lhca6, B3aumopaeiicTByeT 1o
KpaitHeil mepe ¢ aByms komusimu OC | ¢ oOpaso-
BanueM cynepkommuiekca NDH-®C [. benku
Lhca5 u Lhca6 He o0Hapy»keHBI HU B IIHaHOOAKTE-
puansHoM NDH-1 kommiiekce, HU B COOTBETCTBY-
formeM komiiekce M. polymorpha (Ueda et al.,
2012). IIpenmonararoT, 4yto XmoporactHeiii NDH
KoMIutekc B M. polymorpha BemonsseT cnenudu-
YecKylo (YHKLHUIO, KOHTPOJIHUPYsl PEIOKC COCTOs-
HHE MJIACTOXMHOHOBOTO IyJia B YCIOBHUSIX HU3KOM
MHTEHCUBHOCTU CBEeTa. MEXaHU3M TaKOH peryJs-
uuu TpedyeT nanpHeHmux uccnepoBanuil. C mpy-
oW CTOPOHBI, HE HCKIIOUACTCS TaKXKe BO3MOXK-
HOCTh (pyHKITMOHMpOoBaHns NDH kommiekca B M.
polymorpha v ipy BBICOKOH MHTEHCUBHOCTH CBETa
(Ueda et al., 2012). 13BectHo, uTo B Angiosperms
xnopomnactHeli NDH kxommuiekc y4yacTByer B 3a-
muTe (POTOCHMHTETHYECKOro ammapara OT OKHCIIHU-
TEJIBHOTO CTpecca, KOTOPBI MOXET BO3HHKATH,
HanmpuMep, NpU BBICOKOW HHTEHCHBHOCTH CBETa
(Shikanai, 2007). B atom cityuae, Kak MMOKa3aHO y
A. thaliana, o6pa3oBanue cynepkommiekca NDH—
®C I peobxogumo mis cradbunmzanud NDH xom-
mwiekca (Peng, Shikanai, 2011). IIpemnomnarator,
ut0 y M. polymorpha xnopornactaeiii NDH xom-
wiekc He B3aumopeiictByer ¢ @®C |, mostomy
OCTaeTcsl HESICHBIM, KakuM 00pa3oM 3TOT KOM-
IUIEKC CTa0MIIM3UPYETCs B 3TOM OpIaHU3ME.

Wrak, B mporecce 3BOIIONUN 3YKapHOTHYIE-
ckux (HoTOoTpo(OB MPOUCXOAUT U3MEHEHHE CTPYK-
TypHOU OpraHH3aLNN HAZ(D)H-
JEeTUAPOTeHA3HOr0 KOMIUIeKca. B BwIcmnX pacTte-
Hussx NDH komruiekc mproOperaeT HOBBIC CIEITH-
¢uueckue cyOxomiuiekcsl (B 1 moMeHanbHbBIN) H
ucnonbdyer Oenku Lhca5S u Lhcab nns Bzaumo-
nericteus ¢ @C |. O6GpazoBaHne CynepKOMILIEKCa
NDH-®C I, BeposrtHo, Tpebyercs 1uis d3PPeKTrB-
Hoit pabotel NDH komruiekca, ocoOeHHO B cTpec-
COBBIX YCJIOBUSX. B 3TOM CBsI3u (hyHKIIMOHHUPOBA-
HHUE B XJIOPOIUIACTaX MHUKINIECKOTO IEKTPOHHOTO
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tpaucnopta Bokpyr @C | ¢ yuactuem NDH kom-
TUIEKCa MOJXKET IMPEACTaBIATh COOOUM OIUH W3 Me-
XaHU3MOB (DHU3HUOJIOTUYECKON PETYINSINN, IO3BO-
JISIOIIEH pacTEHUSM aJalTUPOBATHCS K U3MEHSIIO-
LIUMCS YCIIOBUSIM OKPY>KalOILel Cpebl.
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THE STRUCTURAL ORGANIZATION AND FUNCTIONAL ROLE
OF THE CHLOROPLAST NAD(P)H-DEHYDROGENASE COMPLEX
OF THE HIGHEST PLANTS

E. B. Onoiko, E. K. Zolotareva

N.G. Kholodny Institute of Botany
of National Academy of Sciences of Ukraine
(Kyiv, Ukraine)
e-mail; membrana@ukr.net

The NAD(P)H degydrogenase (NDH) takes part in electron transfer in from respiratory substrates
into electron transport chain in cyanobacteria. In chloroplasts, NDH complex was discovered
relatively recently due to the analysis of complete genomes and its functional role as well as the
exact location and the structure are not completely understood. It was shown greater similarity of
chloroplast NDH complex with cyanobacterial NDH-1 than with mitochondrial complex I. NDH
complex of chloroplasts reduces plastoquinone and is involved in photosystem | (PS I) cyclic
electron transport and chlororespiration. The chloroplastic NDH complex consists of five
subcomplexes, the A, B, membrane, lumen and catalytic. The data about structure, subunit composi-
tion and fuction of the chloroplast NDH complex, as well as some information on its assembly

process were reported in the review.

Key words: photosynthesis, chloroplast, NAD(P)H-dehydrogenase (NDH) complex, cyclic electron

transport, photosystem |
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CTPYKTYPHA OPTAHIBALISI TA ®YHKIIOHAJIBHA POJIb
HAJ(®)H-TETIIPOTEHA3HOTO KOMILJIEKCY B XJIOPOILJIACTAX
BUIIUX POCJIUH

0. b. Omnoiiko, O. K. 3omoTaproBa

Incmumym 6omanixu im. M.I". Xonoonozo
Hayionanvnoi akademii nayk Yxpainu
(Kuis, Yxpaina)
e-mail: membrana@ukr.net

B niano6akrepisix HAJI(®)H-nerinporenasni (NDH) xommuiekcu GepyTh y4acTb y NEpeHECEHHI
€JIEKTPOHIB BiJI IUXAJILHUX CyOCTpaTiB B elleKTpoH-TpaHcnopTHuUit jnaHitor (ETJI) tunakoinis. B
xJoporuiactax BUuX pociarnH NDH kommrekc 6yino BHSBIEHO BiITHOCHO HEJaBHO 3aBISKH aHAI3y
MTOBHHUX TCHOMIB i Horo (yHKIIiOHAIBHA POJIb, a TAKOXK TOYHA JIOKAJII3aIlis Ta CTPYKTypa IMOBHICTIO
He BcTaHoBIeHi. [lokazano 6impmry cxoxicts NDH koMInIekcy XJIoporniacTiB 3 IiaHoOakTepiaib-
auM NDH-1, Hix 3 MiToxoHIpiadpHIM KoMImiekcoM I. Xiopomnactanit NDH kommieke BiTHOBITIOE
IUTACTOXIHOH Ta Oepe y4acTh y HUKIIYHOMY €JIEKTPOHHOMY TPAaHCHOPTiI HaBKOJO ¢oTocucTeMu |
(®C ) Ta xmoponuxanHi. NDH xoMIuTeKke XJIOpOIITacTiB CKIIaIaeThCS 3 I ITH CyOKOMITIEKCiB: A, B,
MeMOpPaHHOTO, JIIOMEHAIBHOTO Ta KaTaJITHYHOTO. B orjsini HaBeaeHo AaHi po CTPYKTYpY, cyboam-
HuuHUH ckian ta ¢yaknii NDH koMIuiekcy XJIOpOIUIacTiB, a TaKoXkK iH(GOPMAIIO 100 MPOIeCy
Horo 30upaHHsL.

Karwuosi cnoBa: gomocunmes, xnoponnracm, HAJ(®)H-oeciopocenasnuii (NDH) komnaexc,
YUKTTYHUL MPancnopm enekmpoHis, pomocucmema 1
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