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3EJIEHAS BOJAOPOCIIb Chlamydomonas reinhardtii
KAK MOJIEJIBHBI OPTAHU3M JJI U3YYEHUSA
NEVICTBUS MYTAIIUH B BEJIKE PsbO
®OTOCUCTEMBI 11 in vivo
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Oxkucnenue Bomsl B hotocucteme 2 (PC-2) mpoucxoauT B CrelMalIbHOM BogookucsomneM KoMiiekce (BOK). B
€r0 COCTaB BXONUT Kartaiutudeckuit eHTp — Mn,CaOs-kiactep, BaxkHOe 3HAYEHHE B CTaOWIM3aIMA KOTOPOTO
npuHamiexxuT BHelHUM Oesikam BOK. [maBHBIM cpeau 3TuX OeJIKOB siBiisieTcst 0esiok PsbO, KOTOpbIil CBSI3bIBAET-
cs1 ¢ @C-2 Boym3u Mn-Kiactepa W HalpsIMyIO YIacTBYET B PETYJISIIMU €T0 CTaOWIIBHOCTH U aKTUBHOCTU. OIMHAKO
MOJIEKYJISIPHBII MEXaHU3M, C TIOMOIIBIO KoToporo PsbO BoBiieueH B mmpoliecc (POTOCUMHTETUIECKOTO OKUCIEHMS BO-
IIbI, 10 CUX MOP OCTaeTCsl HEBbISICHEHHBIM. OIMH U3 MOAXO0B B PEIIEHUU JaHHOU MPpo0JeMbl — IPUMEHEHUE CalT-
HampaBJIeHHOTro MyTareHe3a. [ usyyenus apdpekra HarpaBiaeHHbIX MyTaunii B PsbO in vivo BIIOTh 10 HeIaBHE-
To BpeMEHM ObLIU MCIOJb30BaHbI TOJBKO IIMaHOOAKTEpUHU (IMTPOKapUOTHYECKUE opraHu3Mbl). Ha sykapuoTtuyec-
KUX OpraHu3Max Takue UCCIeoBaHus (CalT-HampaBlIeHHbI MyTarene3 PsbO) He mpoBomain, B TO Xe BpeMsl U3-
BECTHO, UTO y pacTeHUI M ITuaHOOaKTepuii posb 6enka PsbO Moxer oTnnuaTthcsi. B 0630pe paccMoTpeHa BO3MOX-
HOCTb MCTIOJIb30BAHUS JIs1 TOM 1ieJIM ONHOKJIETOUHYIO 3eJIeHYI0 Bofgopocib Chlamydomonas reinhardtii — syKapu-
0Ta, CO CXOOHBIM C BBICIIMMU pacTeHUsIMU cocTaBoM OenkoB BOK. OmHako, B OT/IM4Me OT BBICIIMX PACTEHUIA,
wtaMM ApsbO C. reinhardtii Xu3HecniocoOeH, a IpU BbIpalllMBaHUY B TEMHOTE (reTepoTpodHO) B HEM cobOupaeTcs
6a30BbIif KomIuieke PC-2, obragalomuii POTOXMMUIECKONM aKTMBHOCTBIO, YTO ITO3BOJISICT UCCIIEIOBATh POJIb OT-
JIETbHBIX aMUHOKHCIOTHBIX 0CTaTKOB B PsbO in vivo 6e3 nospexnenuii ®C-2 BcieacTBue GOTOMHAKTUBALINI.

KJIIOYEBBIE CJIOBA: porocuctema 2, BOTOOKHUCISIONINM KoMITIeKe, 6eok PsbO, Chlamydomonas reinhardtii,

CcaliT-HampaBJICHHBIA MyTareHes.

®otocucrema 2 (PC-2) — eAMHCTBEHHBIN B ITPH-
pone (pepMEeHT, ClIOCOOHBIN OKHUCIISTH BOLY 3a CUET
SHEPIUU MOTJIOIIEHHOTO CBETA, YTO MO3BOJISIET pacTe-
HUSM U [IMaHOOAKTEePUSIM UCIOJIb30BaTh €€ B Kaue-
CTBE JJOHOpA 3JIEKTPOHOB TTpH (poTocuHTe3e. YTOOH! OT-
HSITh 2JIEKTPOHBI Y MoJieKyibl Boasl (EQ0' = 0,81 B),
DC-2 reHepupyeT CaMBIii CUTBHBIN OMOJI0THYECKUI
OKMCJIUTEITb — KaTUOH-paguKa xaopodpuuia P680**
C pedoKc-ToTeHLHaloM, paBHbIM 1,12—1,26 B

IIpuuareie cokpameHnus: PC-2 — dortocucrema 2;
MCBb — mapraHen-ctadbunusupytoiuii 6eyok (PsbO); ApsbO —
MYTaHT C WHAKTMBUPOBAHHBIM TEHOM, KOAMPYIOIIUM OeoK
PsbO; BOK — Bomookucnsromnuii komriekc; PLI — dortoxu-
MHUYeCKUI peaKIMOHHBIN 1IeHTp; DT — 3/1eKTpOH-TpaHCITOpT-
Has nens; F,/F,, — oTHomeHne nepemeHHo# hiryopectieHIIum
xyiopodusia (F,) K MAKCUMaJIbHOMY YPOBHIO (hiiyopecleHLIMU
F.; F, u F, — nu3aMeHeHus BbIxona (diyopeciieHIIny Ha dhoHe
L[eI/ICTBJ/Iﬂ nocrostHHoro cseta; TM®JI — terpameTmin-p-de-
HWICHINAMUH.

* Anpecat JIJis1 KOPPECITOHASHLIMH.

[1—4]. Omnako cam xiopodmmr P680"" Bomy He
okucisieT. OKHCIIeHWe IIPOUCXOIUT B PACIIONOXKEH-
HOM psiioM ¢ P680" BOMoOKHMCISAIONEM KOMIUIEKCE
(BOK) ®C-2, B KaTaIMTUYECKUIT LIEHTP KOTOPOTO
BXOJIUT YEThIPE aTOMa MapraHiia ¥ ONMH aTOM KaJlb-
ust (Mn,CaOs-knacrep).

JluranmamMu aTOMOB MapraHiia U KaJbLus SIBJIsI-
1otcs 0enku D1 1 CP43 [5], KkoTopbie BMecTe ¢ Oeli-
kamu D2, CP47, nuroxpomom 5559 n Psbl popmu-
PYIOT MUHUMAaJIBHBIN KoMInieKec P C-2, cmoCOOHBIN
OKHCJISITh BOAY B YCIAOBUSIX in vitro. OmHaKo 1ogo6-
HBI KOMILJIEKC HEe CTabujieH U ObICTPO MHAKTUBHU-
pyercs. s ero ycroilurMBoii paboThl HEOOXOAUMO
MPUCYTCTBUE €lle HECKOJIbKMX BHEIIHUX OeJIKOB
BOK, cBg3aHHBIX ¢ HOHOpPHON cTropoHOoi DC-2
[6—7]. ¥ BBICILIMX pacTEHUI 1 3eJIEHBIX BOIOPOCIEN
TakuMu Oenkamu sBiasioTcss PsbO, PsbP, PsbQ u
PsbR (y nmuanobaktepuit — PsbO, PsbU u PsbV),
OCHOBHas1 (YHKIIMSI KOTOPBIX BEPOSITHO 3aKJII0Ya-
eTCsl B perysiuvy M CTa0WJIM3aluu padoThl BOIO-
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OKHCJISIIOIIero KoMruiekca. lleHTpanbHyo posb B
3TOM uTpaeT 0enmok PsbO, KoTopwlii Hemocpen-
CTBEHHO BJMSIET Ha CTaOWJIBHOCTH Mn-KjacTepa
[7—8]. Tak, ynanenue 6enka PsbO u3 npenapaToB
dotocurcrembl 2 mpuBoAUT K 80%-HOMY CHUXKEHHIO
CKOpPOCTU (POTOCMHTETUYCCKOTO BBIACICHUS KIC-
JIOpOJa U K TTOCTEIIEHHOMY BBIXOIY B Cpelly ABYX U3
YeThIpeX aTOMOB MapraHiia, BXONSIIMX B COCTaB
BOK [9].

Hnst oobsicHeHust ¢pyHkuuu PsbO ObL10 mMpen-
JIOXKEHO HecKoJIbKO rumote3. Haubosee pacnpoct-
paHeHHas] TMIIOTe3a COCTOMT B TOM, 4YTO O€JIOK
PsbO Heobxomum mist 3amuTel Mn-kimactepa. Cor-
JIACHO 3TUM TIpeacTaBieHusiM, PsbO cBsa3bIBaeTCs ¢
BOK ®C-2 co cTopoHBI JJIOMeHa M 3aKphbIBaeT (3a-
IIMIIAET) KaTaATUTAYECKHUI IIEHTP OT aKTUBHBIX X1~
MUWYECKUX COSAMHEHMI (BOCCTAHOBUTEIICH, MEeTaI-
qoB, noHoB OH™ u np.) [8, 10]. IIpeanonaraercs
Takke, 4To PsbO MoXeT ydyacTBOBaTh B OpraHM3a-
LIMM IPOTOHHO-BOAHOIO TpaHcmopTa Mexay BOK
n moMmeHoM [6—8]. Tem He MeHee, HECMOTps Ha
IJINTEJIbHBIA CpOK wucciaenoBaHuit (¢ 1979 1),
nmericTBUTeNIbHAs (YHKIMOHAIbHAS POJb OejiKa
PsbO B npoliiecce POTOCUMHTETUUECKOTO OKUCTICHUS
BOAbI OCTAaeTCsl HeBBIICHEHHOU. OcoOeHHO, eciin
HYXHO YKa3aTb KOHKPETHbIE aMMHOKHCJIOTHL B
IMOCJIeIOBaTEIBHOCT O€jIKa, OTBETCTBEHHEBIC 3a
npeamnojaraemyio gyHkuuo [8, 10—11].

OnuyH 13 BO3MOXHBIX MyTel pelieHuss 0003Ha-
YEeHHOM IPO0JIEeMbl — 3TO MPUMEHEHUE caliT-Harl-
paBIICHHOro MyTareHe3a. BaxkHBIM 3TalioM B 3TOM
paboTe gBisIETCS BHIOOp OOBbEKTa IJIsl MCClieIoBa-
Hud. ITockonbky PsbO sgBnsieTcss omHUM U3 HEMHO-
IUX TUAPOPUIBHBIX 6e1KOB B cocTaBe ®C-2, To WIst
€ro U3y4eHusl Jalle BCero UCIOJIb3YIOT METOI MyTa-
uuii in vitro (npenapatsl ®C-2) [10, 12]. OnHako B
3TUX YCIOBUSIX HEBO3MOXHO U3YYUTh BIUSHHUE MY-
Taiuy Ha onoreHe3 @C-2, 4TO ABJISIETCS OTHUM U3
CaMbIX MHTEPECHBIX HAIIPABJICHUIN MCCIECIOBAHUIA
mporecca GOTOCHHTE3a B mocienHee Bpems. OTBe-
TUTb Ha 3TU BOIIPOCH MOXHO TOJIBKO Ha JXMUBBIX OP-
raHusmax, usydas 3PPeKT aMUHOKUCIOTHBIX 3a-
MEH in vivo.

o mociemHero BpeMeHU eIUMHCTBEHHBIM O0b-
€KTOM TaK1X MaHUITYJISILUIA ObITH IMaHOOAKTEPUU
(mpoxapuortsl) [13—14]. OnHako, n3-3a 3HAYNUTEIIb-
HBIX OTIIMYMIA B COocTaBe BHeITHMX OeiakoB BOK
MEXIY PaCTCHUSIMU 1 IMaHOOAKTEPUSIMU, a TAKKe
BCJEACTBUE TOro, 4To pyHKIMU PsbO y atux opra-
HU3MOB MOTYT HE3HAYUTEJIbHO, HO OTJIMYAThC, T1e-
PEHOCUTH ITOJTy4aeMble pe3yIbTaThl Ha paCTCHUS He
coBceM KoOppekKTHO. ITo3ToMy OCOOBIN MHTEpec
IpeacTaBisgeT paboTa ¢ 3yKapuOTUYECKMMM Opra-
HU3MaMU CO CXOTHBIM OEJIKOBBIM COCTaBOM.

PabGorarh HermocpeACTBEHHO € BEICIIMMH pacTe-
HUSMM CJIOKHO IO MHOTMM IIpuuMHaM. [jiaBHast
mpo0JjeMa 3aKJII04aeTcsl B TOM, 9YT0 ApsbO-MyTaHT

IMATOJIEB, KJIINMOB

(C MHaKTMBMPOBAaHHBIM T'€HOM, KOAUPYIOIIUM Oe-
ok PsbO) y anx He xu3HecniocobeH [15]. Kpome
TOT'0, MCITOJIb30BAHUIO BBHICIINX PACTCHUI IIPEIISIT-
CTBYeT TO, uTo MyTaiuu B PsbO nenator @C-2 Heyc-
ToyMBOi K ¢oronmHakTuBauuu. Ilostomy Gonee
MMOIXOASIINM IIJIsI KCCICIOBAaHUS OPTaHU3MOM MO-
KeT CTaTh OJHOKJIETOYHas 3ejieHas BOIOPOCIb
Chlamy-domonas reinhardtii, TOCKOJBKY 3TOT dyKa-
PUOTHYECKUII OpPraHM3M HMeEeT COCTaB OEJIKOB
BOK, cxomHbIif ¢ TAKOBBIM Yy BBICIIMX PACTCHMIA.
ITomumo 3toro, C. reinhardtii obnagaeT yHUKaIb-
HBIM MeTa0O0IM3MOM [IJIs 3eJIeHBbIX pacTeHuid. B oT-
JIN9ME OT BBICIIMX PacTeHUI, KOTOPBIM IIJIS POCTa
HyXeH cBeT (obauratHble doToTpodsnl), C. rein-
hardtii MoxeT pacTi B TEeMHOTe (reTepoTpodHO) Ha
aleTaTe U B TO ke BpeMsl (hOpMHUPOBATh 3eJCHBII
AaKTUBHBIA xjioporutact [16—17]. DTa 0cOGEHHOCTD
C. reinhardtii mo3BOJIsIET U3y4aTh (DYHKIIMOHAIbHOE
cocTosiHMEe 1 GuoreHe3 komiuiekca PC-2 in vivo,
nckimodas nmospexaeane BOK B pesynbrate poTo-
WHAKTUBALIWU.

CTPYKTYPHO-®OYHKIIMOHAJIBHAA
OPTAHU3ALINA ®OTOCUCTEMBI 2

B nHacrosmee Bpemst meranu crpoeHust OC-2
XOPOIIIO U3BECTHHI OJ1arogapsi AaHHBIM PEHTIEHOCT-
pykrypHoro aHam3a @C-2 nnanobakTepuii ¢ paspe-
mreHreM 1o 1,9 A B mocienHeit padote YMEHBI U CO-
aBT. B 2011 r. [5]. CorylacHO JaHHBIM 3TOI paboTHI,
®dC-2 B KjIeTKax LMaHOOaKTepuii (M 3YKapHoOT)
IIpeACTaBjieHa B OCHOBHOM B BMJE IMMEPHOTO
KoMILTeKca ¢ MoJi. Maccoi ~700 kJla, Kaxablid MO-
HOMEpP KOTOpOro coctout u3 20 GEJKOB U CBSI3aH-
HBIX C HUMU MOJIEKYJ IIMIMEHTOB, JIMIIMIOB U KO-
(akTOpOB IepeHoca NMEKTPOHOB (puc. 1, cM. 1IBeT-
HYyIO BKJIEWKY). bonbinasa yacte atux 6enkoB (17)
BCTpO€HAa B MEeMOpaHy M COIEPXKUT OT OJHON IO
IIECTH TPaHCMEMOpPaHHBIX CIUpael U JUIIb TPU
Oenka gapusroTcs nepudepuitHeiMu (PsbO, PsbV,
PsbU) [5, 18].

YcnoBHo Bee 6enku PC-2 MOXKHO pa3ieuTh Ha
Tpu Trpynnsl 1) O6enku T.H. sapa @C-2 ¥ Tpyndiisl
MMPUMBIKAIOIINX K HUM HU3KOMOJEKYISIPHBIX OeI-
KOB; 2) BOJOPACTBOPUMBIE OEJIKM BOJOOKUCIISIO-
IIeTO KOMIUIeKCa W 3) OeJKM BHEIIHEe# aHTEeHHBI
KOMILJIEKCa.

KmoueBbimu a1 pabotel @C-2 gBasitoTcs aBa
6enka ssapa @C-2 — D1 u D2, ¢ KoTOpbIMU CBsI3a-
HBI BCE OCHOBHBIE KO(PaKTOPHI IIEpeHOCa 3JIEKTPO-
HOB, CpeIu KOTOpPBIX: 1) IIECTh MOJIEKYJ XJIOPO-
¢una a, 1Be U3 KOTOPBIX BXOAST B COCTaB peaKIly-
onHoro ueHrpa (PLI), o6pa3ysa nuMep ¢ MakcUMy-
MoM noronieHus 680 um (P680), KoTophIit sSBIsI-
€TCs TIEPBUYHBIM JOHOPOM 3JIEKTPOHA U IlepeaaeT
CBOI1 3JIEKTPOH MpPH BO30YXICHWH Ha MOJEKYITY
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deodutrHa; 2) aBe MOJEKyIbl (peoduTtnHa (6e3-
MAarHyueBOIO IIPOM3BOIHOIO XJIOpOduUiUIa), TOJBKO
OJIHA U3 KOTOPBIX (CBsA3aHHas ¢ 6eaKkoM D1) ciyxut
MPOMEXYTOUHBIM aKIENTOPOM 3JIEKTpoHa; 3) IBa
XMHOHA — IUIACTOXMHOH Q, (CBA3aHHBIN C OEJIKOM
D2) u inacroxuHoH Qg (cBsI3aHHBIM ¢ 6ekom D1),
BTOPMYHEINA YU KOHEUYHBIN aKIENTOPhI 3JIEKTPOHA B
DC-2, pacrojoxXeHHbIe Ha CTPOMAJIbHON CTOPOHE
®C-2; 4) Tyr, (ocratok Tpo3uHa 161 6enka D1) u
Mn,CaOs-knactep, obpa3yone peaoKc-CUCTEMY
OKHUCJIEHUS BOAbI (Y OMHOTO M3 MapraHIileB JUraH-
IIOM Takke saBisieTcst 6eaok CP43) [4-5, 19].

Bce BMecTe oHM OPMUPYIOT LEITh IEPEHOCU M -
KOB 3JIEKTPOHOB, KOTOpPas pacrojiaracTcs B Cleay-
IOIIEM MOpsIAKE B HalpaBlIeHUU OT JIOMeHa K
CTpoME:

H,0 — BOK [Mn,Ca0Os] —»
— Y2/Y5 = Pggo/Pégo—

— Pheo a/Pheo a= — Q,/Qx — Qp/Qp.

B ocHoBe MexaHmsma (QYHKIIMOHMPOBAHUS
®C-2 nmexaT OKUCIUTEIbHO-BOCCTAHOBUTEbHbBIC
peakuun: GC-2 ¢ TOMOIIBIO CBETa OKUCIISIET BOIY
1 TIEPEHOCHUT 3JICKTPOHEI Ha IyJI INTACTOXMHOHOB. B
LIEHTPE 3TOTrO MPOoLecca HAXOAUTCI MHAYLIMPYEMOE
CBeTOM pazaejeHue 3apsgoB B PlLI, B pesynbrate
KOTOpOTo Ha noHOpHOU cTropoHe MC-2 Bo3HUKAET
CaMblii CUJIbHBIH OWOJOTMYECKUI OKUCIUTEIb
P680" ¢ pemokc-moreHumnanoM go +1,26 B [1-2].
JeduiinT 2J1eKTpOHA B HEM BOCITOJIHSIETCS 3a CUYET
3JIEKTPOHOB, TTOJYYCHHBIX ITPU OKUCICHUU BOIEI.
st sToro B coctaBe ®C-2 ecTh cielUaIbHBIA BO-
MTOOKHUCIISIOIMNA  KOMIUUIEKC, KAaTAIUTUYECKUN
LIECHTP KOTOPOTO COACPXKUT MOHHBI MapraHua (Mn-
Kjactep). Mn-KiacTep MOpeacTaBisieT coO0Ol pe-
JIOKC-CHUCTEMY, CIIOCOOHYIO MOCIeI0BaTeIbHO OTAA-
BaTh YeThipe 3jekTpoHa akuenTtopy (Tyr,) u 3atem
3abupaTth ux y aoHopa (2H,0) [20].

Mn-kJacTep MocjeaoBaTebHO, TOcae Kaxkaoi
BCIIBIILIKM CBETA, OKUCIISIETCSI, IIPOXOISl Yepe3 IISITh
IIPOMEXYTOUYHBIX COCTOSTHMII, M3BECTHBIX KaK Sn-
coctosgHus (n = 0—4). B pesynbrare B HEeM Hakarl-
JIMBAIOTCS YEThIpE MOJIOKUTEIbHBIX 3apsiga, HeoO0-
XOIUMBIX JIJISI OTPBIBA 4-X DJIEKTPOHOB Y IBYX MOJIC-
ky1 H,0 2H,0 — 4H* + 0,1 + 4e") [21]. [To6ou-
HBIM TIPOAYKTOM 3TOU peakiIiU SIBJISIETCS MOJIEKY-
JIIPHBIA KUCIOPO, TTO3TOMY TaKO¥ TUIT (POTOCUH-
Te3a MOJYYMIT Ha3BaHNEe OKCUTEHHOTO.

Cnenyer OTMETUTb, YTO PEIOKC-CHUCTEMa aTo-
MOB MapraHila II0 CBOel IIpUpoIe HecTaOuIbHa
[22], 1 TT0RTOMY BaXXHYIO POJIb B ONITUMU3ALIMU Pa-
OOTBl BOJOOKHUCJSIONIET0 KOMILIEKCA UIPaoT
BHemnHue 6eaku BOK, koTopbie ecTh y BceX OKCH-
TeHHBIX OPTaHMU3MOB.
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BHEIITHUE BEJIKA
BOJOOKHUCJIAIOIIEIO
KOMIIIEKCA ®OTOCUCTEMBI 2

Y Bcex M3BECTHBIX OKCHMICHHBIX OPraHHU3MOB
BOJOOKUCIISTIOIINIA KOMIUIEKC ITOCTPOCH II0 OTHOMY
THITy: B COCTaB KaTaJIMTMYECKOTO IIEHTPa BXOIUT
Mn,CaOs-knacTep, BaxHas pojib B CTaOMJIM3allUU
KOTOPOTO MPUHAIJIEKNT BHeITHIM Oekam BOK. B
DC-2 3T GelIKU CBSI3BIBAIOTCA C JIIOMEHAJIbHOM
CTOPOHOI MeMOpaHbI 1 pacIiojaraloTcs BOJIM3U Ka-
tamtraeckoro 1eHTpa BOK (puc. 1). Ponb, Koto-
pyto oHM urpaioT B akTuBHocTM BOK, BeposiTHO
3aKJII0YaeTcsl B CTAOMIM3allMM KaTaJIUTHIECKOTO
LIEHTpa Npu (PU3UOJIOTUYECKOM COAEpP>KaHUU HO-
HoB Ca’* u Cl- B cpene [7]. Kpome Toro, 6einku
BOK wmoryr 3ammumars Mn-kjiactep OT aTaku
BHEIIHUMU BOCCTAHOBUTEISIMU, KOTOPbIE MPUCYT-
CTBYIOT B JlloMeHe [8].

Y pa3HBIX OPTaHU3MOB B COCTaB BOIOOKHUCIISIO-
IIero KOMIIeKca MOXET BXOIUTD OT 1 1o 5 OeKOB
[7]. EnuncrBennsiM 6enkom BOK, koTopwiii mpu-
CYTCTBYET Y BCEX OKCHTE€HHBIX OPTraHM3MOB, SBJISI-
ercsa 6e1o0k PsbO. AHanu3 reHOMOB (hOTOCUHTE3M-
pYIOLLIMX OPraHU3MOB MOKa3biBaeT, yTo PsbO mor
MMOSIBUTHCSI OTHOBPEMEHHO C ITOSIBICHMEM CIIOCO0-
HocTtu y ®C-2 K okuciaeHunIo Boapl. Kak momararor,
y IEePBBIX IPOTOLMAHOOAKTEpUd OH OBbUI €OWH-
cTBeHHBIM OesnikoM BOK, cBs1zaHHBIM ¢ Mn-kitac-
TepoM [6, 23]. B moarBepxIaeHUE 3TOI TMIIOTE3bI
MOXHO IIPUBECTU B IIPUMEP IIpPEACTaBUTEIICH IBYX
LITAMMOB 3eJIeHbIX okcugoTobakrepuii Prochloro-
coccus marinus, y XKoropbix PsbO mo cux mop saBisi-
eTCsl eMMHCTBEHHBIM KOIMPYeMBIM B TeHOME Oell-
koM BOK [23—24]. 3aTreM B xoi€e 3BOJIIOIIUU B COC-
taB BOK 0Ob1tn BKITIO9eHBI Apyrue 6enku — PsbU u
PsbV, a Takxke — nmaHoQ u uuaHoP y muaHo6akTe-
puii. B cBOIO ouepenn, MOSIBIIEHUE 3YKAPUOTHYEC-
KMX (DOTOCUHTETUKOB (3€JEHBIX paCTEHUI1) TTpUBe-
J10 K TTotepe 6ekoB PsbU 1 PsbV, MecTo KOTOpHIX B
DC-2 3ansumm PsbP 1 PsbQ [23-25].

TakuM 00pa3oM, B X0/ SBOJIIOLIMY COCTaB OeJl-
koB BOK HeckoabKo pa3 cylIecTBEHHO MEHSIICS,
YTO, BO3MOXHO, CBSI3aHO C afalTaiyeil K HOBBIM
9KOJIOTUYECKUM YycioBusaM [23, 25]. EmuHCTBEH-
HBIM ITocTOSHHBIM O0enkoM BOK ocTaBajcs 6eyok
PsbO, uTo yka3piBaeT Ha ero BaxKHOCTh BO B3alIMO-
JIECTBUM C CUCTEMOI OKMCJICHHS BOIBI. DTO ITOAT-
BEpXIaeTcsd U OMOXMMUUYECKUMM HCCIIeIOBaHMSI-
mu. O6pabGartsiBas npemnaparbl MC-2 cosieBbIMU
pacTBOpaMM, MOXHO IIOCJEOOBAaTEIbHO YIAIUThH
BHemHue Genku BOK [9, 26—27]. VmaneHue u3
npenapatoB MC-2 6enkoB PsbP u PsbQ He3Haun-
TEJIbHO YMEHBIIACT KMCIOPOI-BIICIISIONYIO aK-
THUBHOCTb M MOXET OBITh KOMITCHCUPOBAHO YBEJIM-
yeHMeM coaepxanus B cpene noHos Ca’* u ClI-, B
TO BpeMs Kak ypanenne PsbO HeoOpatmMo cHMKaA-
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€T CKOpPOCTh BBIICJIEHUS KHUcCIopoaa (ocTaercs
~20% OT UCXOIHOI CKOPOCTU) U AeCTAOMIN3UPYET
CTPYKTYpYy MapraHieBoro kiacrepa [9, 26—29].

BEJIOK PsbO

PsbO sasnsercst yuHukanbHbiM 0ekoM PC-2 n
BCTpPEUYaeTCs TOJIBKO Y OKCUT€HHBIX (DOTOCHMHTE3U-
PYIOIINX OPraHU3MOB: BBICIINX PACTCHUIl, BOIO-
pocieli u 1uaHoOakTepuii. Ilouck roMojioros B
JIPYTUX OpraHM3Max He Jajl IOJOXHUTEIbHOTO pe-
3yJbTaTa, B TOM YMCjIe He ObUIO HalIEHO ITOXOXETO
Oeka M y aHOKCUTEHHBIX ITypIYPHBIX OaKTepuii,
P11 xoTopsix oTHOCUTCS K (poTocucteme tuna Il [6,
10, 23]. Cpenu Xe Bomopociieit, pacCTeHUI U IIMaHO-
OakTepuii KoHcepBaTUBHOCTL PsbO oueHb BhICOKA
u coctaniseT ~60—80% cpeau 3yKapuoT (BBICHINX
pacteHuit u Bomopocieit), u ~40% mexnay LMaHo-
OakTepusIMU U pacTeHusiMu [10, 23].

Hcrtoputo nzyyenus 6enka PsbO MoxxHO HayaThb
¢ paboTHI SIMOHCKUX McciaeaoBareseii B 1979 1., kor-
ITa 6e0K ¢ MoJI. Maccoi 33 kxJla ObIT BIEepBbIE BhI-
nmeneH u3 mpernaparoB @C-2 u oxapakTepu3oBaH
[30]. CBa3b PsbO ¢ dyHKkuMElH OKUCIeHUST BOABI B
®dC-2 Ob1a mokazaHa [OBYMsS TIOJaMU IO3XKe
(1981—1982 rr.). Cpasy HeCKOJbKO TPy UCCIAEA0-
BaTeJiell CoOoOIIWIM, YTO Oo0paboTKa IpernapaToB
®C-2 Tris-HCI (pH > 8,0), koTopas BeaeT K UHTH-
oupoBanuio BeineneHus O, (marudmposanue BOK
0,8 M Tris-6ycdepoM ObLIO OKa3aHo paHee B 1968 1)
[31], Takzke IPUBOAUT K BEICBOOOXKIESHUIO M3 KOMII-
nekca ®C-2 Tpex 6enkoB ¢ Moj. Maccamu 33 x/la,
23 x/lau 17 xJla (PsbO, PsbP u PsbQ) [32—34]. be-
JIOK ¢ HanOoJbllIell MOJIEKYISIPHOI Maccoii, yCIOB-
HO Ha3BaHHBIN 6eJIKoM — 33 k/la u ectb PsbO. Do
Ha3BaHHUE OelKa 9acTO BCTpedaeTcs B JIMTepaType,
OIHAKO OHO HE€ OTpakaeT MCTUHHBIA MOJIEKYJISIpP-
HBIN Bec OeJiKa, KOTOPBIM MEHBIIE U pPaBHSIETCS
26,5 x/la [6]. HeTouHOCTh B omnpeneeHnn MOJIEKY-
JIIPHOM Macchl cBsi3aHa ¢ TeM, 4yTo PsbO He mpu-
HaUTEXXKUT K TUIMYHBIM TJIOOYJISIpPHBIM Oejikam, a
UMEET BBITSIHYTYIO IMPOCTPAHCTBEHHYIO CTPYKTYPY.
IToznHee (B 1984 1) 6bu10 ycTaHOBJIEHO, 4YTO PsbO
HeoOXonuM JUIsl cTabuIbHOCTU Mn-Kiiactepa: 1Ba
U3 YeThIpeX MOHOB MapraHiia BbICBOOOXIAIOTCS 13
KaTaJIUTUIEeCKOTO HeHTpa Ipu yganeHnu PsbO u3
npenapatoB MC-2 [9]. B cBs13u ¢ 3tum PsbO noiry-
YUJI CBOE BTOpPOE Ha3BaHME — MapraHell-CTaOuiIu-
3upylomuii 6enok, nm MCh.

B coctaBe ®C-2 PsbO sBIsIeTCST caMbIM KpyII-
HBIM cpeny BHelmHUX O0enkoB BOK, co cpemHeit
MoJ1. Maccoit 26,5 kJla u cocrout us 231-257 amu-
HOKWCJIOTHBIX OCTaTKOB. B KJleTKax BEICIIINX pacTe-
HUI ¥ Bopopociei (aykapuot) PsbO, kak u npyrue
BHelnHue 6eaku BOK, konupyeTcs B iape U CUHTEe-
3UpyeTcs B BUAE OelKa IpedIleCTBEHHUKA C TBYMS

IMATOJIEB, KJIINMOB

CUTHAJbHBIMU ITOcTeAoBaTebHOCTIMUA. OaHa U3
HHMX OTBEYAET 3a JOCTaBKYy OeJika BHYTPb XJIOPOILIAC-
Ta, BTOpasl — 3a IonamaHue B JoMeH (Arabidopsis
thaliana — UniProt 1D P23321) [6, 35].

[Tocne nomamaHus B JIOMEH CUTHAJbHBIE IOC-
nemoBaTeTbHOCTH B PsbO BEIpe3aroTcs, M OeJIoK
MMPUHUMAET XapaKTepHYIO TPETUUHYIO CTPYKTYPY U
cBsi3biBaercsl ¢ MC-2. CornacHO JaHHBIM pEHTre-
HOCTPYKTYPHOIO aHaJI3a B CBOCH KOHEYHOM Ha-
TUBHOU KoH(popmanuu PsbO mmeeT BBITSIHYTYIO
CTPYKTYPY M COCTOUT U3 ABYX TOMEHOB ([B-LIMJIMHID
U TOJIOBHOM goMmeH). Bo B3aumoneiictBuu ¢ ®C-2
y4acTBYIOT 00a MOMEHa, W OEJIO0K CBSI3BIBACTCSI C
®C-2 nron yritom 40° K TiockocT MeMOpaHEI (puc. 1)
[5—6]. UHTepecHO, YTO B JIIOMEHE CYLIECTBYET ITYJI
o6enmkoB PsbO, kotopeie He cBsS3aHbl ¢ OC-2
[36—38]. bruosornyeckuii CMbICJI 3TOTO SABJIEHUS HE
SICEH, W BIIOJIHE BEPOSITHO, YTO CBOOOIHEBIC OCIKMU
BBITOJIHSIIOT €11le KaKyl0-TO (OYHKIIMIO, IOMUMO TH-
IMMYHOM 17151 HUX B cocTaBe BOK.

OYHKIINMOHAJIBHAA POJIb PsbhO

®Dynkuuonuposanne ®C-2 B orcyrcreue PshO.
DKCNepUMEHTAJIBHO OIpPeneJuTh poib PsbO mMox-
HO I10 TeM M3MEHEHUSM, KOTOPbIe BBI30BET yaayie-
Hue 6enka nu3z @C-2. BuoxuMu4yecKMMU METOIaAMU
(makyo6aums B 2 M NaCl, 1 M CaCl, unu 0,2 M
NaCl B npucyrctBuu 2,6 M MOYEBHHEI) MOXKHO
JIOCTaTOYHO MSITKO yaaIuTh 0e10K PsbO u3 cyoxio-
porutacTHbIX npernapatoB ®C-2, ocTaBUB MHTAKT-
HBIM Mn-kiacrep [9, 39]. B atoMm cirydae ynaneHue
PsbO npuBOAUT K pe3KOMY CHUXEHUIO CKOPOCTH
BBIJEJICHUS KUCIOPOaa U MOCTEIIEHHOMN Auccolua-
uud 13 Mn-KiacTepa ABYX M3 YETHIPEX aTOMOB
Mapranna. OmHaKO KUCIOPOI-BbIASISIONAs aK-
TuBHOCTL PC-2 MoxXeT ObITh coxpaHeHa (~25%),
€CJIM TTOBBICUTD B cpeie KOHLIEHTpaluio noHoB Cl™
u Ca’", HeOOXOIMMBIX 11 COXPaHEHMS LIEJJOCTHOC-
™M Mn-Kilactepa B OTCYTCTBHE BHEIIHMX OEJIKOB
[9]. Kakue xxe usmeHeHnus B pabore BOK HaOmtona-
JOTCSI B 3TUX YCIIOBUSIX?

Kak nmoka3spIBaeT aHaJIN3 KUHETUKHU BBIICICHUS
kucaopoaa B @C-2 B OTBET Ha CEPUIO0 MUKPOCEKYH/I-
HBIX BCIIBIILIEK, OOJIee BCEro M3MEHEHUs 3aTparuBa-
IOT BBICIIIME COCTOSTHMS S-IIMKJIa. Tak, mpu ymaie-
Huu PsbO yBenmmumBaioch BpeMs XU3HU S,- U
S;-coctossHuit [40], a Takxke WHrUOMpOBAJICS
S,—S; mepexon [40] u S;—[S;]—>S, mepexons
[40—41]. Kpome Toro, B orcyrcTBue PsbO 3amemsi-
eTcs1 0OMeH CcyOCTpaTHO# BOMIbI, KOTOpas CBsI3aHa C
aKTUBHBIM LIEHTPOM B S;-cocTossHUU [42].

ApsbO-Mytamun. HamHoro 6ojee cepbe3HBbIC
noBpexaeHus @C-2 Bui3biBaeT nmotepst PsbO in vivo.
B 3ToM ciyyae HapyliaeTcss He TOJBKO (DYHKIIMO-
Huposanue BOK, HO 1 cTpamaeT cTpyKTypa Bceit
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Chlamydomonas reinhardtii 1711 UBYUYEHUSA MYTALMM B BEJKE PsbO in vivo

DC-2 B 11€10M, BIUIOTH A0 ITOJHOIO MCYE3HOBEHUS
komiuiekca @C-2 B KJIeTKax MYTAaHTOB M THUOEN
opranu3mMa. Crienyer 3aMeTUTb, YTO CTEIICHb Hapy-
menuit B ®C-2 B orcyrctBue PsbO OyneT pa3Hoit
IIJIST paCTeHU# U naHobakTepuii. Tak, y pacTeHuin
(Arabidopsis thaliana) wHakTuBaums PsbO c¢ mo-
motbslo PHK-unTepdepenumu (RNAi) npuBogut
K 3aMeIJICHUIO0 pocTa U rubenu pacteHuit [15]. B
aTOM ciy4dae otcyrctBue PsbO compoBoxkmaercs
ImoTepeil MIrMeHT-0enKoBoro Komiiekca ®C-2 u
HECITOCOOHOCThIO pacTeHusl K (POTOaBTOTPO(GHOMY
pocty. Y ApsbO-myTaHTa Ipyroro MoJaeJIbHOTO opra-
Hu3Ma — 3ejeHol Bogopocnu Chlamydomonas rein-
hardtii (iutamm FUD44) MmyTtanus npuBoauia K 1mo-
Tepe KUCIOPOIBBIIS/ISIONIC aKTUBHOCTA 1 OTCYT-
CTBUIO pocTa B (pOTOABTOTPODHBIX yciroBusx [43]. B
ciTydae MHKYOaIIK KYJIETYphl MyTaHTa B MUKCOTPOd-
HBIX YCJIOBUSIX (Ha CBETY B IIPUCYTCTBUM alieTaTa) B
kietkax C. reinhardtii He HaOmMOgAIOCH OOpa30Ba-
HUs cTabmibHOro KoMruiekca MC-2, HecMOTps Ha
TO, YTO CHUHTE3 IPYTruX OEJIKOB, BXOISIINX B COCTaB
DC-2, He Hapywmancs [36, 43]. OgHako, KaK ObIJIO
IMOKa3aHO B HAIIMX MCCICIOBAHUSIX, IIPU T€TePO-
TpodHOM BbIpaiBaHuu C. reinhardtii B TeMHOTe
(6e3 moBpexpnatoniero neiictBusi cera), PC-2 B
KJIeTKax ApsbO-MyTaHTa Bce-TaK1 COOMPAETCS, XOTS
U 0e3 cOoCOOHOCTH K BBIACICHUIO KUCIopoaa [44].

B otamume ot 3ykKapuoT MPOKapuoThl (IIMaHO-
GakTepun) cnocodHbl hopmuposath DC-2 u gaxe
OKHUCHIATEL Boay u B oTcyTrcTBrUe PsbO. Tak, Harmpu-
Mep, ApsbO-mytant Synechocystis sp. PCC 6803
Croco0eH pacTu (POTOaBTOTPO(PHO, XOTS BhIAETE-
HUE KHCJIOpOAa B HEM He CTaOWIBLHO 1 CHIZKEHO Ha
60% 10 cpaBHEHMIO ¢ AUKUM TUTIOM [45—46]. Cre-
JIyeT, OMHAKO, OTMETUTh, UTO JIJIsI BbIAEICHUS KKC-
JIOpoaa B 3TOM ciIydyae TpeOoBaIoCh IIPUCYTCTBUE B
®DC-2 npyroro BHemHero 6eka BOK — PsbV (1m-
ToxpomMa ¢550), KOTOpPOro HeT Yy BBICIIMX PacTeHUM
U 3elieHbIX Bogopocaei [11, 45]. ITomumo 3Toro,
ApsbO-MyTaHT IMaHOOAKTEPHUI HE CIIOCOOEH pacTu
B cpelie ¢ (GU3MOJOTUYECKUM COJEPXKaHNEM MOHOB
Cl- u Ca’?". lna coxpaHeHUs] aKTUBHOCTU BOJIO-
OKUCJISIONIETO [IEHTPAa MyTaHTOB TPeOOBAIOCH MO -
NIep>KUBaTh B CPeie BRIpAIIMBAaHUS BHICOKOE (Hehu-
3uosnornyeckoe) cogepxkanue Cl- (=100 MM), Ca?*
nnu Beicokue 3HadyeHus pH cpenwr (10,0) [45,
47—48]. JanHable HaOIIOACHWS TTO3BOJISIOT IIPEAIIO-
JIOKXWTh, UYTO COCTOSIHME Mn-Kjacrepa B OTCYT-
crBue PsbO Oyner 3aBuceTh OT COCTaBa OKpYXKalo-
IIEH €T0 CPEedbl.

MOXXHO TIPEeArnoIoXUTb, U 3TO XOPOIIIO COTJia-
CyeTcsl ¢ SKCIIEpUMEHTAIbHBIMU AAHHBIMU, YTO
dynkuus 6enka PsbO MoxeT 3aKiiouaThes B pery-
msauun B3amMmopelictBuss BOK co cpemoii mome-
HaJIbBHOTO TTPOCTpPaHCTBA XJloporuiacToB. Kakum xe
00pa3oM MOXHO OOBSICHUTH Torga BaussHue PsbO
Ha aKTUBHOCTb BOMOOKMCISIOIIETO KOMILIEKCa
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®C-2? [peamnonaraeTcsi, YTO 3TO MOXET OBITb CBS-
3aHO C ITOJIOKEHUEM Oejika BOJIM3U caiiTa OKuc/Ie-
HUs Bombl. CoTjIacHO KpUcCTaaaorpadudecKuM
naHHbIM, PsbO cBs3bIBaeTCS ¢ TOHOPHON CTOPOHBI
®C-2, BOJIM3M OT aTOMOB MapraHiia, U MOXKET
OpaTb Ha ce0s1 HECKOJILKO OCHOBHBIX (DYHKIIMIA.

Bo-miepBBIX, 0OecrneumBaTh CTPYKTYpHYIO CTa-
OmnIm3alunio BeceX (PYHKIMOHAJTBHBIX aTOMOB Map-
raHia, a Takxke XJopa 1 KaJIbIIds B KaTaJaUTHIeC-
koM 1ieHTpe BOK ®C-2. DT0 MOXET IMPOUCXOAUTH
3a cueT B3aumoaelicteus PsbO c 6enkamu simepHO-
ro komriuiekca ®C-2. MsBectHo, yTOo caM PsbO He
SIBJISICTCSI INTAHIIOM aTOMOB MapraHiia M KaJbIIUs B
coctaBe Mn,CaOs-kiactepa. K mpumepy, MAHU-
MaJbHOE paccTossHue, Ha Kotopoe PsbO ymaercs
npuOIM3UTLCA K atoMaMm Mapraniia B BOK, cocras-
qaset 15—20 A, a 3TO CIMILIKOM OOJbIIOE PacCTOsI -
HUe IJIs TIpsiMOTro B3anumonaeicTBus [5]. Tem He me-
Hee PsbO MoxXeT oKa3wIBaTh BIMSHME HA CTPYKTYPY
U CTaOWILHOCTh Mn-KitacTepa, II0CKOJIBKY OTHEIb-
Hble ydyacTKu Oenka PsbO KOHTaKTHUPYIOT ¢ TeMM
yagactkamu 6enkoB D1, D2 u CP43, koTopbie SIBIsI-
I0TCS TIPSIMBIMU JTUTaHAaMu Mn-kJacrepa [5], wiun
HEOOXOIMMBI IJIsI €70 CTAOMIIBHOCTH [6].

Bo-Bropeix, npu cBsa3biBaHuu PsbO ¢ DC-2
nmocturaercd 3amuta BOK ot mHaktmBanmm pas-
JIMIHBIMY COCIMHEHUSIMM, 3a CUET W30S Mn-
Kiactepa oT JiomMeHa. Kak mojaraioT, ocHOBHas
NpUYMHA BbIX0Ja MOHOB Mn u3 coctaBa Mn-kiac-
Tepa, BEpOSTHO, CBSI3aHA C MX BOCCTAHOBJICHHEM
penykraHtamu [8, 49]. CnenoBaTeabHO, poib OenKa
PsbO MoxeT cocTosITh B cO3JaHNUM Oapbepa Ha MyTU
9TUX MOJIEKYJI K KaTaTUTUIECKOMY LIEHTPY OKHCIIe-
Hus Bombl. IloaTBepXkmeHWeM MACHU O 3alIUTHON
¢dyHkuru PsbO MOTYT CYy>XKUTh PEe3yJIBTaThI MCCIIe-
JIOBAHUS IO UMMOOWIN3AllAN BHEIIHUX OEJIKOB HA
®OC-2 npu MOMOIIM XUMHAYECKON MomudUKAIUH.
3akperuieHre BHELTHUX 0eKoB Ha @ C-2 MpuBOIUT
K cTabwinzauuu Mn-KjacTepa B YCIOBUSIX TEPMU-
YeCKOI, KUCIOTHOU 1 coyieBoii 0OpaboOTOK mperna-
patoB MC-2 [50].

Kak nponomxeHue atoit pyHKLIUU, poiab PsbO
MOXET 3aKJII04aThCsl B OpraHU3allMM TpaHCIIOpTa
HEOOXOIMMEBIX MOJIEKYJT MEXIY LIEHTPOM OKHCIIe-
HUS BoAbI U IoMeHOM. Tak, PsbO BeposiTHO MOXeT
peryauMpoBarth O0CTyNl K Mn-KiacTepy MOHOB XJIO-
pa, Kanbuusl, OuKkapOboHaTa U oOecIieurBaTh yaep-
KaHUe 3TUX MOJIEKYJ psaaoM ¢ Mn-KiacTepowm.
KpoMe Toro, mockoibKy MapraHieBblii Kjlactep, B
KOTOPOM IIPOMCXOIUT OKMCICHHUE BOABI, 3aKPBIT OT
OKpYKaIoIllelil ero BOMHOM Cpeabl OCIKOBBIM OKpY-
>KeHUEM, JOCTYIT K HEMY BOJIBI, a TAKXKE OTBEICHUE
MMPOTOHOB, MOXET peryauponaTbes [6, 51—54]. B
OpraHM3alMK TAKKX CIIEMATbHBIX TPAHCIIOPTHEBIX Ka-
HaJI0B BaxkHasl pOJib MOXET OTBOAUTHCS OeJiKy PsbO.

Crenyrouieil npeanonaraeMoit pynkiueit PsbO
MOXeT ObITh ydyacThe OejKa B Peryjsluu nepexo-
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OB nuMmep/MoHoMmep koMmruiekcoB PC-2. beok,
TaKUM 00pa3oM, MOKeT ObITh BOBJIEUEH B OMOreHes
DC-2. DT0 TIpeAIoI0XeHEe OCHOBBIBACTCSI HA aHA-
J3e Kpuctaimyeckoit ctpykrypsl ®C-2, rtoe
PsbO kaxnoro m3 moHomepoB PC-2 B3anmoneii-
ctByeT ¢ 6enkom CP47 npyroro MoHOMEpa 1 MOXKET
TaKUM 00pa30M CBSI3BIBATh JBa TUTMEHT-0EJIKOBBIX
koMruiekca PC-2 [5—6]. KpoMe Toro, msyueHue
ApsbO-myTaliuu y MaHOOAKTEepHIA I10KA3aj0, 4TO
koMIuieKCc @C-2 y TaKiX MyTaHTOB HaKaIUIMBaJICS
B MeMOpaHaX TOJIbKO B Buae MoHOMepoB PC-2 [55].

B zakmouenue ciemyer oTMeTUTh, 4TO0 PsbO
MOXKeT 00J1agaTh (PepMEHTAaTUBHOM aKTUBHOCTBIO —
(yHKIIMOHMpPOBaTh B KieTKax kak ['Tdaza uau
KapboaHrugpasa. Tak, B pabote Crierea ¢ COaBT.
OBLIM IIPEACTaBICHBI 9KCIIEpUMEHTAIbHBIE JaHHBIC
o ToMm, uTo PsbO (Ha cBeTy) obOnamaeT croco0-
HOCTBIO CBSI3bIBaTb M TUIPOJM30BAaTh MOJIEKYJIbI
I'T® [56]. A B onyGIMKOBaHHBIX paHee paboTax Ha-
et naboparopuu u nadoparopumn Cremiaepa ObLIO
BBICKa3aHO MpennoyioxxeHue, 4to PsbO MoxXeT BbI-
MOJTHSTh POJib KapOOaHTUAPAa3bl, YUacTBYS B yaaje-
HUM TIpoToHoB oT BOK [57—58].

I[IpuBeneHHBII 3O€Ch CIHMCOK BO3MOXKHBIX
¢yukuuit 6enka PsbO He mosoH. Bo-MHOrOM, Ta-
KO€ MX pa3HOOOpa3ne MOXET ObITh CBSI3aHO C TEM,
YTO OHU OIMMCHIBAIOT pa3HbIe CTOPOHBI OIHOTO SIB-
nenust. CesasbiBasich ¢ PC-2 6enok PsbO ogHOBpe-
MEHHO CTa0MJIM3UpYeT Te yyacTku 6enkoB D1, D2 n
CP43 xortopble ciayxar auraHmaMm Mn-Kiractepa,
Tak 1 3anuiaeT Mn-kiaactep ot JioMeHa. OgHako,
C JIpyroii CTOPOHBI, TAKOE KOJWYECTBO MPEANOJIO-
XKeHuii o yHKIMM OelKa yKa3blBaeT Ha TO, UTO
TOYHBIN MOJICKYJISIPHBIN MeXaHN3M (QYHKIIMOHUPO-
BaHust PsbO B @C-2 10 cux Iop He yCTaHOBJICH.

CaiiT-nanpasiennblnii mytarene3 PsbO. OnHum
U3 OCHOBHEIX CITOCOOOB OIIpEHesINTh Ha MOJICKY-
JIIPHOM YpOBHE, KaK UMeHHO 0ey1ioK PsbO yuyacTBy-
eT B (POTOCUHTETUYECKOM OKMCJIEHUHN BOJbI, SIBJISI-
eTCsl METO[I CaliT-HaIpaBJIEeHHOIO MyTareHes3a, Ipu
IIOMOIII KOTOPOTO MOXHO M3MEHUTh aMUHOKMC-
JIOTHYIO TIOCJIeNOBaTeIbHOCTh Oejika, 1, CjleloBa-
TeJIbHO, €T0 CTPYKTYPY U PyHKIMIO. BaxkHbIM (hak-
TOPOM Ha 3TOM 3Talle CTAHOBUTCS BHIOOpP MOICIIb-
HOI CUCTEMBI IIJIsI MCCIIeAOBAaHYS.

Mg nzydenus PsbO, kak mpaBuiio, UCIIOJIb3Y-
JOT METOH MyTallnii B YCIIOBUSIX in Vvitro (Ha TIpera-
parax ®PC-2), myTeM 3aMeHBI MCXOTHOTO OejiKa
PsbO B ®C-2 Ha MoaudpUIIMPpOBaHHKIN OEJIOK, YTO
npuBoaMT K pekoHcTpykunu BOK [10, 12]. B kier-
Kax Oakrtepuii E. coli CUHTE3UPYIOT MOAUDULIPO-
BaHHBIN 6eyoK PsbO, mocje yero ouymnileHHbIN Oe-
JIOK no6apngioT K npenapataM MPC-2, y KOTOpPBIX
npeaBapuTe/ibHO ObLT yAajieH COOCTBEHHBIM (Ha-
TUBHBII) PsbO, 4To mpUBOAUT K YACTUYHOMY BOC-
CTaHOBJICHUIO (DYHKIIUM BBIACJICHUSI KHCJIOpPOAA.
bnaromapst BeIcOKO#T Tomonoruu PsbO y pa3HbIX
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BUIIOB OPraHM3MOB MOXHO T00aBJsTh OEJOK, B3SI-
TBII Y OMHOTO BUJa, K npernaparam O C-2 u3 apyrux
OpPraHM3MOB M HaOJI0JAaTh BOCCTAHOBJIICHHE CKO-
pocTu BblAeneHUs Kuciaopoaa. CKOpoCTh Bblaesie-
HUSI KMCJI0pOJa Iocjie peKOHCTPYKLIMU YBEeJIMUYMBa-
Jack, B cpeaHeM, 10 40—50% OT cKOpPOCTH MCXO[I-
HBIX TiperaparoB P C-2, Torma Kak 0e3 100aBIeHUS
Oesika oHa cocTaBjsiia ToJbKO 15—20% OoT KOHTpO-
s [59-60].

OCHOBHBIMHU ITapaMeTpaMM, KOTOPbIE M3y4aroT
in vitro, siBAsIeTCS KMHETUKA CBSI3bIBAaHMS Oejka ¢
MeMOpaHoil 1 3(p¢GEeKT YaCTUYHOIO BOCCTAaHOBJIE-
HUsI cKopocTH BhineneHus O, [12, 61—63]. B 6011b-
IIMHCTBE CJIyJ4aeB JaHHasl CUCTEMa SIBJISIETCS OBbICT-
poli ¥ yIOOHOM, OMHAKO Y TaKOI0 IMOaX0Aa UMEeTCs
psim orpaHndeHU. Bo-niepBBIX, YTOOBI yIAIUTh UC-
XOAHBIN (HaTMBHBIN) 6e10K PsbO uz @C-2 mpuxo-
JIIUTCS UCITOJIb30BaTh 00PabOTKY, IMPU KOTOPOii Oy-
IyT yOaJdeHbl U Apyrue BHelmHue Oenku. Bo-BTo-
PBIX, BBHIIEJICHHWE KHciaopona B mpemaparax @C-2
HeoOpaTUMO CHUXKAETCS MPU JJI000M METO/IEe yaaje-
HUsl 6e1KoB. VM, B-TpeTbUX, UCCIEN0BATEISIM TIPU-
XOIUTCS IIPOBOAUTH 3KCIEPUMEHTH ¢ Mn-KimacTe-
poM u B 1iesioM ¢ @C-2, koTopbie ObUIN CHOPMUPO-
BaHBl B KJIETKaX AMKOro Tuma. YacTo e ydyeHbIX
MHTEPECYeT BOIIPOC O TOM, OKa3bIBACT JIM MYyTallUs
apdekT nMeHHO Ha cOopKy KomnoHeHToB BOK u
®C-2. YToOBI OTBETUTH HAa 3TU BOIPOCHI, MPUX0-
IUTCSI UCCIENOBATh BAMSHUE MyTalliM Ha (PyHKIIM-
onmnpoBanue MC-2 B yCIOBUSIX in Vivo.

o HemaBHETO BpeMEeHU €IMHCTBEHHBIM O00bEeK-
TOM TaKUX UCCIENOBAHUIN C CAWT-HAIPABJIECHHBIM
MyTareHe3om PsbO ObL1u imaHoOGakTepun Synecho-
cystis sp. [13]. ImaHoGakTepuu OTHOCSTCS K pOKa-
pHOTaM U SBIISIIOTCS MPOCTBIM MOJEJIBHBIM Opra-
HU3MOM 111 u3ydeHust PsbO, mocKonbKy y HUX
BCETO ONMH T€HOM M aKTUBHBIN Komiuiekc PC-2
MOXeT cobupaThbcs 1 6e3 6enka PsbO. Kak npasu-
JIO, IPY UCMOJIb30BaHUU LIMAaHOOAKTEepUil UCCIIen0-
BaJIM BIWSHUE TMOJHOM WHAKTUBAIlUM TeHa psbO
WIN XK€ B KOMOMHALIMY C BHEIKJIIIOUYCHUEM CHHTE3a
Ipyrux BHemHHX OenakoB DPC-2 (ApsbO:ApsbV,
ApsbO:ApsbU vt np.) [14, 45, 47—48, 64—65]. 3ameH
OTAEAbHBIX aMUHOKHUCIOT B caMoM 6eyike PsbO ObI-
J1o caenaHo HeMHoro [10, 13]. B kauecTBe npumepa
MOXHO IIPMBECTH padOTy I10 MOJYYEHUIO MYTaHT-
HBIX IITAMMOB Synechocystis 1o muctenny. s usy-
YeHUsI poJIM IUCYIbPUaHOM cBI3U B Oenke PsbO in
vivo GBI co3aH MyTaHT Synechocystis sp. PCC6803,
B KOTOPOM OJWH M3 OCTaTKOB LIMCTEMHA OeiKa ObLT
3ameHeH Ha cepuH — C20S [13]. MUccnenoBaHue
3TOro MyTaHTa IMokKa3ajo, 4Tto 6ei1oK PsbO y Hero
MPaKTUYECKY He HaKaruIMBaJICs, U, KaK CIeACTBUE,
OH XapaKTepU30BaJICsS HU3KOI CKOPOCTHIO BEIIEIIC-
HUS KUcaopoaa (conoctaBuMoit ¢ ApsbO mTaMMoM
Synechocystis). OTCyTcTBUE OeKa B KJIETKe, OJHAa-
KO, He OBLUIO CBSI3aHO CO CHMXEHHEM YPOBHS
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MPHK, KOTOpBIii COOTBETCTBOBAN AUKOMY TUITY
[13]. ABTOPBI IPEAITOIOXKIIIN, YTO TIPU ITOM 3amMe-
He y PsbO Hapylianack HaTuBHasi KOHPopMaLys 1
cBsi3piBaHKe Oenka ¢ PC-2, Mo3TOMY CMHTE3UPO-
BaHHBII O€JIOK MoaBeprajcs Aerpagaliy 1 IpoTeo-
JIN3Y.

PaccmaTpuBast maHoOakTepuy Kak MOTEHIIM-
aJIbHbIN OOBEKT JJ1s1 U3YYEHUsI, ClIeIyeT YIUThIBATD,
YTO CYyOBeTMHUYHEIN cocTaB 6en1koB BOK cumbpHO
BapbUpyeT MEXIY IUAaHOOAKTESPUSIMU M PACTCHUSI-
mu: 6enku PsbO, PsbP u PsbQ npucyrcTBy1oT y 3¢-
JIEHBIX BOJOPOCJIEH U BBICLIMX pacTeHUl, a OelKu
PsbO, PsbU u PsbV y imanobakrepuii. ¥ npokapu-
oT misg aktuBHocTu BOK BaxkHOe 3HaueHHEe MMeEeT
6e0Kk PsbV, KoToporo Her y BBICIIMX PacTeHUM,
BCJIEICTBHE Yero y LIMaHOOaKTepuii (B OTIMYNE OT
BBICIIMX PACTEHUI W BOMOPOCJIEH) MHAKTUBAIWS
PsbO He mpuBOAUT K MpeKpallleHWIO BBIACICHUS
KHCJIOpoAa U CJENOBATEIbHO TPYOHO OLIEHHWBATh
pojib otaenbHbIXx MyTauuii B PsbO. IIpu onpene-
JICHHBIX YCJIOBUSIX B KyIeTKax ApsbO mTamMma Iina-
HoOaKTepuii CKOpOCTh BbiaeseHuss O, MOXET coc-
TaBIITh >50% OT KJIETOK OUKOIO TUIIA U IIOJI-
HOCTBIO TIOJAaBUTh BBHIICICHUE KUCIOPOIa MOXKHO
TOJIbKO B cJiydyae OBOHHONM MyTtauuu: ApsbO:ApsbV
[45, 48].

B cBs131 ¢ 5TUM 0COOBIN UHTEPEC TIPeaCcTaBsIeT
paboTa ¢ UCITOJIb30BaHMUEM 3YKapMOTUUECKUX Opra-
HU3MOB CO CXOOHBIM OeJIKOBBIM cocTaBoM. Mccie-
JIOBaHMSI Ha BBICIINX PACTCHUSX OCJIOKHSIIOTCS TEM
dakToM, 4TOo Apsb(O-MyTaHT Y HUX HEKU3HECTIOCO-
6eH. KpoMe Toro, myrauuu B 0enke nenaior OC-2
OYCHBb YYBCTBUTEIBHOU K (poToMHAKTMBaLIMU [15].
[IpobaeMy Takke IPEACTaBIISLIO M OTCYTCTBUE OO
MOCJIEAHETO BpeMEHY METO/1a, MO3BOJISIONIETO Hall-
PaBJICHHO MHAKTHUBUPOBATh T'€HHI B SIAEPHOM T'€HO-
Me pacTeHuid BcTaBKoit romonornyHoilt JIHK, kak
9TO BO3MOXHO Y APOXKEN, OaKTEpUiA U ¢ TEHOMOM
xynoporactoB. Ceityac, omHaKo, IS 3TON Lienu
BO3MOXXHO HCIIOJIb30BaTh CUCTEMY IIJI PEIaKTHPO-
BaHus1 reHoma in vivo — CRISPR-Cas9 system u ap.
[66]. Kpome Toro, B HacTosIiee BpeMs MOTYT OBITh
noaydyeHsl T-JIHK mHcepLMOHHBIE MYTaHTHI apa-
Oougorcuca NpakKTUYECKU 110 T1000oMy reny [67—68].
Taxcke, TTOJAaBUTH 3KCIIPECCHIO TEHOB ceifyac BO3-
MOXHO MCIoNb3ysd MeTonuky RNAi-caitneHcuHra
[69]. [IpuMeHeHME ABYX ITOCAEIHUX TTOIXOA0B M03-
BOJIWJIO U3YYUTH POJIb IBYX U30popM Oenka PsbO y
apabujoricuca.

B xnerkax pacrenust Arabidopsis thaliana cpazy
nBa reHa koaupyloT Oeiok PsbO. Hopas ¢opma
oenka PsbO-2 BO3HUKJIA CpPaBHUTEJIbHO HEIABHO
(25—50 mutH neT Ha3am) B X0 BOJIIOLINU, TTOSIBUB-
IIKNCH B pe3yjIbTaTe AYIUIMKAIIUY reHa. AMUHOKIC-
JIOTHAsI TIOCIeAOBATEILHOCTh ABYX OCIKOB OT/IMYa-
€TCs TOJBbKO IO 11 aMUHOKUCIOTHBIM OCTaTKaM,
OIHAKO Y KaXI0i 13 3TUX N30(hopM, KaK M0JIaraor,
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€CTh COOCTBEHHAsl YHUKaJIbHasl (DYHKIIUS, 1 OHU He
MOTYT MOJTHOCTBIO 3aMeHUTH IpyT apyra [70—72]. C
nomoinbio RNAi nHTepdepeHLIMU MNoaaBlieHUE
3KCIpeccuu cpasy aByx 6eakoB (PsbO-1 u PsbO-2)
MPUBOIMJIO K 3HAYUTEJIbHBIM HapylieHusiM B @C-2
M pacTeHMSI HE MOIJIM pacTd B (pOTOABTOTPOGDHBIX
ycioBuUsx [15]. BeIkiitoueHHe OJHOTO 13 IBYX TEHOB
(mpexaeBpeMeHHBIN cTom-KogoH B PsbO-1 [70]
v BetaBka T-JIHK [72]) Takke mpuBoaniIo K pa3-
BUTHUIO OIpene/ieHHOro (heHOTHUIIa, CO CHIDKCHHOM
akTUBHOCTBI0O PC-2, YTO MOmIepKMBAET MICIO O
crnielaNmn3aly Kaxaoro BapruaHTa 6eiaka. OCHOB-
HoIt n3odopmoii 6enka asistercss PsbO-1 [70—73].
MMeHHO OHa MMeeT OTHOIIeHNE K (PYHKIITMOHUPO-
Banuio ®C-2, rorna kak PsbO-2 ciryxut, mo-Buan-
MOMY, 1JIs1 Apyrux GyHKLU#A. B yacTHOCTH, OgHO U3
MPeAnoaoKeHU CBSI3aHO ¢ TeM, uTo PsbO-2 yyacr-
ByeT B AedochopunupoBanum 6enka D1 u pyHk-
uuoHupyet Kak ['Tda3za [72].

HccaegoBarensiMu Takke OBLIO IIPOAEMOH-
CTPUPOBAHO, YTO YPOBEHBb 3KCIIPECCUM OEIIKOB
PsbO-1 u PsbO-2 no-pa3zHomy U3MeHSIeTCS ITIPU XO-
JIONOBOI aKKJIMMaTu3aluu pacTeHuii. B xone obpa-
OOTKM pacTeHUil XOJOIOM COAepKaHWEe OCHOBHOI
¢dopmel PsbO-1 cHuxanoch, a ypoBeHb PsbO-2 Bo3-
pactan [74]. Tem He MeHee BILJIOTH IO CAMOTO TTOC-
JIEMHETO BPEMEHM IIPOM3BOIUTh aMUHOKUCIIOTHBIC
3aMeHbI B 6esike PsbO B BBICIINX pacTeHUSIX C UC-
nojab3oBaHueM MeTonoB aHTuceHc-PHK, cucrem
penaktupoBanusi reHoma in vivo (TALEN, Zinc
Finger nucleases, CRISPR-Cas9) u caiiT-Hamnpas-
JICHHOTO MyTareHe3a IIpeACTaBsUIOCh 3aTPYIHM-
TeJabHbIM. XOTs, BEPOSITHO, YK€ B OJvxkaiiiiem Oy-
IyIIeM TEXHOJNIOTUM, OCHOBAaHHBIE Ha METOIe
CRISPR-Cas9, ctaHyT rj1aBHBIM ITOAXOA0M JJISI 1O~
JIydeHUs TaKuX (CalT-HalpaBJeHHbBIX) MyTaHTOB in
vivo [66]. KpoMe TOro, Kak ye roBOpujIoCh, MyTa-
mn B PsbO genaror @C-2 HeycTONYMBOI K HOTO-
WHaKTUBALlMK, YTO MPUBOAUT K IOCIEOYIOIIEH ee
Jerpagalyu. PemnThs onvcaHHbIe BhIlle TPOo0eMbl
MOXHO IIpM HMCIOJIb30BaHMM B KadeCTBE OOBEKTa
uccaeaoBaHus 3ejaeHoi Bogopocau Chlamydomonas
reinhardtii.

Kaxk u BeICIINE pacTeHUs, XJIaMAIOMOHAAA SIB-
JISIeTCSI 9YKApMOTHMYECKUM OPTaHU3MOM CO CXOI-
HBIM 6e1KoBbIM cocTaBoM BOK, u, kpome Toro, aTa
BOAOPOCJIb 00J1aJaeT YHUKAJIbHBIM METa00IU3MOM
[16—17]. B oTnmume OT BBICHIUX pacTEHUIi, KOTO-
pble IS pocTa HYXIAlOTCsl B cCBeTe (OOJUraTHbBIE
¢doroTpodbl), XTaMUIOMOHAIA CITOCOOHA pacTH B
TeMHOTe (reTepoTpodHO) Ha allerare M, B TO Ke
BpeMsi, GOPMUPOBATh 3€JICHBI aKTUBHBIA XJIOPO-
riacT. [Togo6Hass 0cOGeHHOCTh MO3BOJISET U3yUaTh
¢yHKIIMoHaIbLHOEe cocTosgHne PILI m OumoreHes
komrnrekca @C-2 in vivo Ha BEIpalIEHHBIX B TEMHO-
Te BOAOPOCISIX, YTO UCKI0UaeT nospexaeHne BOK
BCJIeACTBUE (POTOMHAKTUBAIIUMU. Jpyrumu ciaoBa-
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MM, TIPEeIOCTaBIsSCTCSI BO3MOXHOCTh M3ydaTh HeE
MOCIEACTBUS (POTOMHAKTUBALIMM, a HEMOCPed-
CTBEHHO BJIIMSITHME aMUHOKUCIIOTHBIX 3aMEH Ha 3()-
(exTUBHOCTL TIpolecca (HOTOCUHTETUYECKOTO
OKHUCJIeHMS BoAbl. VI3 3TOro Takxke ciemyeT, 4To y
HcclieoBaTeliss OyIyT B pacIopsLKEHUU cpa3y IBe
MOJIeJIbHBIE CHCTEMBI, KOTOpPbIE MOXKHO CpaBHHU-
BaTh: TEMHOBAas 1 cBeTOBas1 KyNnbTyphl C. reinhardtii.
Hpyrum npeumyinectBoMm C. reinhardtii (Kak Mo-
JIeJIbHOTO 00BbEeKTa) SIBISIETCS MPOCTOTa PabdOThI C
HUMM, OTHOCHUTEJbHO KOPOTKUM KJIETOYHBINA LMK
pa3Butusg (6—8 4), reHeTMYECKass U3y4eHHOCTh U
HaJIMYKMe Pa3sHOOOPa3HBbIX MYTAHTOB IO SIACPHBIM,
XJIOPOIUIACTHBIM W MUTOXOHIPHWAIILHBIM TeHaM
[16—17, 75].

bnaromapst cBoemy merabonmmsmy C. reinhardtii
SIBJISIIOTCSI OY€Hb MOJIE3HBIMU B U3YYCHUN MyTalLlUid
B ®C-2. Ha cpene ¢ MICTOYHMKOM yriiepoja (alera-
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Puc. 2. Kunetrka OTOMHAYLIMPOBAHHBIX U3MEHEHU BBIXOIA
dayopecueHuuu xiaopopunna (AF), usmepeHHast Ha KileTKax
CBETOBBIX KYyJIbTYp auKkoro tuna (/) u mramma ApsbO (2) C. rein-
hardtii. TpeyrolbHUKaMH yKa3aHbl MOMEHTBI BKJTIOUEHUST W3-
MEPUTEJBHOTO CBETA; CTPEJIKAMU BBEPX M BHU3 YKa3aHbl MO-
MEHTBI, COOTBETCTBEHHO, BKJIIOUCHUSI 1 BBIKJTIOUEHHSI ICVCTBY-
tomiero cseta (1500 Mmxmoseit - M2+ ¢71)

IMATOJIEB, KJIINMOB

TOM) MYTaHTBI CIIOCOOHBI PacTu C JIIOOBIMU IOB-
pexaenusmu ®C-2, BIJIOTh A0 MOJHOTO €€ OTCYT-
ctBusd. OmgHako ApsbO-mutamm C. reinhardtii nns
caiiT-HampaBJIeHHOro myrareHe3a O6enka PsbO nmo
MOCJIEAHETO BPEMEHU He MCIOoJib3oBajicsa. OTyacTu
9TO CBSA3aHO C IPEACTaBICHUSIMHU O TOM, UYTO Y SyKa-
puot 6esok PsbO obsi3aTesieH o151 cOOpKM cTaOUIb-
Horo komiuiekca @C-2 1 YTO ero MHAKTHUBAIUS BE-
mer K moaHol merpagamuu PC-2 B kietke [43].
Hampumep, kputndecku BaxHbI 11t coopku DC-2
6enku gaepHoro Komimiekca MC-2, morepss KOTO-
peIx y C. reinhardtii TpUBOAWT K AeTpamalliy HeTlpa-
BIWJIBHO chopMHpOBaHHOIO KoMIuiekca ®C-2 mpo-
TeazaMHM Jaxke B TeMHoTe [76]. OmHako, KakK MmoKa-
3aHO B HaIllMX MCCAEAOBaHUSIX, AeTpagalis KOMII-
nekca OC-2 y ApsbO-mytanta C. reinhardtii 6bu1a
BO MHOTOM CB$I3aHa C MOBPEXIAIOIIUM IEeHCTBUEM
ceta [44]. IIpu BeIpaiuBaHuu ApsbO-miTamMma B
TeMHOTE B KJIETKax IIPOMUCXOIMIa COOpKa, 110 MEHb-
LIeil Mepe, CTabMIBLHOrO «siapa» Komiuiekca OC-2,
cnocobHoro K ¢ortopasaeneHuto 3apsaoB B PII.
OcobeHHOCTBIO cobOMpaeMoro Komiuiekca PC-2
OBLIO OTCYTCTBHE CITIOCOOHOCTH K BBIICICHUIO KIC-
JIopoJia, OTHAKO C MOMOILbIO METOJA «TIEPEMEHHOM
(ayopecuieHIIMM» OBLT 3aperMcCTpPUpPOBaH 3HAUYM-
TEJIbHBII1 YPOBEHb (POTOXMMHYECKON AKTMBHOCTH
®C-2: orHomenue Fv/Fm, xapakrepusymoiiee 3¢-
dekTUBHOCTh Mpeodpa3oBaHus 3Hepruu B OC-2,
ob110 paBHo 0,37 (puc. 2 u 3). Kunetuka repeMeH-
HOI1 (hITyopecLIeHIINY TaKKe OblIa IyBCTBUTEIbHA K
IUYpOHY (MHTMOUTOPY TpaHCIIOpPTa 3JEKTPOHOB B
®DC-2), 4TO CBUAETEILCTBOBAJIO O COOpKe (DYHKIIM-
oHaybHO-aKTUBHBIX PLl ®C-2 y 31010 MyTaHTAa.

Chlamydomonas reinhardtii
KAK MOJEJIbHBIN OPTAHN3M
JJIS1 CAUT-HAITPABJIEHHOTI'O
MYTATEHE3A BEJIKA PsbO

Kaxk npumep ucnonb3zoBanus C. reinhardtii nis
U3yYEeHUS aMUHOKHWCIOTHBIX 3aMeH B Oejike PsbO
MOXHO IPUBECTH HEAABHO OITyOJMKOBAaHHOE MC-
ciaepoBaHue Hamiel Jabopatopuu [77]. C ucmoib-
3oBaHueM ApsbO-mutamma C. reinhardtii 6b111 10-
JIydeHbI IBa MyTaHTa 110 0enKy PsbO: B mocnenona-
teabHOCTH PsbO ObLIM 3aMeHEHHI OBa JTU3MHA — B
nostoxkeHun 223 u 226 (K223E u K226E, romosno-
ruyHbeie His228 u His231 y nuaHobakTepuii). Ot
MMOJIOXKUTEIbHO 3apsLKeHHBIE aMUHOKUCIOTHI pac-
MOJIOXKEHBI C JIIOMEHAIBLHOI CTOpOHbI Oe1Ka PsbO n
SIBJISIIOTCSI  BBICOKOKOHCEPBATUBHBIMU Y BBICIIINX
pacTeHUil 1 3eJeHbIX Bogopocieit. CoriacHO psiay
MPEITooXeHN (puc. 4, CM. LIBETHYIO BKIICHKY)
[6, 78], oHu MOryT y4acTBoBaTh B (pOPMUPOBAHUU
rUAPOGWILHOIO KaHajla, COSAUHSIONIEro JIOMEH U
BOK.
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M3yyeHune CBOMCTB 3TUX MYTaHTOB IOKa3alo,
YTO OCTATOK JIM3UHA B MOJOXEHUU 226 ObLI BaxXeH
TS cTabMIbHOCTHU Oesika. Ero 3aMeHa Ha MPOTUBO-
MOJIOXKHO 3apsSKeHHBI OCTAaTOK IIIOTAMWHOBOM
AMUHOKMCJIOTHI MPUBOIMI K PE3KOMY CHIDKCHUIO
YPOBHSI O€JIKa B KJIIETKE 1 pa3BUTHIO ApsbO-beHOoTH -
na (orcyrcTBUe (POTOABTOTPO(GHOro pocta U hoTo-
cuHTeTHueckoit aktuBHocth PC-2) [77]. Ananus
CTPYKTYPHI O€lKa ITO3BOJIMI HaM IIPEIIIOOXUTD,
YeM BBI3BaHHI TaKHe HApYIICHUSI. DTO MOXET OBITh
CBSI3aHO C TE€M, YTO JIM3MH B ITo3uLnu 226 — Lys226
(His231 y umaHobakTepuii) pacriojiaraeTcsl Hermoc-
pencTBeHHo nepes HayaaoM C-KOHLIEBOTO [3-TsKa
(K*DIKVTGLWYAQLK), KoTOpbIii, KaK ObUIO YC-
TaHOBJICHO paHee, HEeOOXOIMM JJISl CBSI3bIBAHMUS
PsbO ¢ xommrekcom ®C-2 [79]. KpoMme Toro, aToT
C-KOHIIEBOI y4aCTOK SIBJISIETCS BaXKHBIM CTPYKTYp-
HBIM 3JIEMEHTOM OCHOBHOTO oMeHa PsbO — B-uu-
JIMHJpa, OTBeYalollero 3a CTabMJILHOCThb Oenka.
IToaToMy 3aMeHa B 3TOM yJacTKe OeJIKa MOXET IIpe-
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Puc. 3. KuHeTnka hOTOMHIYIMPOBAHHBIX M3MEHEHMIA BBIXOIA
dayopecueHuun xiaopopuna (AF), uamMepeHHast Ha KiieTKax
TEMHOBBIX KYJIbTYp nukoro tuna (/) u mrramma ApsbO (2) C. rein-
hardtii. TpeyronbHUKaMK yKa3aHbl MOMEHTBI BKJIOUEHUST W3-
MEPUTEJLHOTO CBETA; CTPEJIKAMU BBEPX M BHU3 YKa3aHbl MO-
MEHTBI, COOTBETCTBEHHO, BKJIIOUSHUSI 1 BBIKJTIOUEHUS ICCTBY-
torzero cseta (1500 mxmoseit - M2+ ¢ 1)
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MSATCTBOBAaTb HOpMaJIbHOMY (DOJIMHTY OenKa, 4To
MPUBOIUT K HApYILLIEHUIO CBA3bIBaHMs Oejika ¢ PC-2
U TOCeAYIOIEei ero aerpaialuu.

M3zyuyenne cBoiicTB apyroro myrtaHta (K223E)
mokaszajo, 4To coxepxaHue PsbO B KiieTkax 3Toro
MyTaHTa COXPaHSUIOCh B IIpelejaX HOPMbI, M1 OH
OBbLT crocobeH K (poToaBTOTPODHOMY POCTY U (Ho-
TOCHMHTETUYECKOMY BblAeIeHUIO Kucaopona. OnHa-
KO, 10 cpaBHeHUIO ¢ KoHTposeM (pWT — mceBmo-
IUKUM TUTIOM) CKOPOCTh BBIIEICHUS KHACIOpOAa 1
otHomenre Fv/Fm Gbimn cHkeHbl Ha 15—20%. Y
myranta K223E ormeuanoch Takke YBeIWYeHUE
BpeMEHM TeMHOBOI penakcaunu Fv B mpucyTcTBUM
IUYpOHA, YTO MOXET CBUIETEIbCTBOBATH O Hapy-
LIeHUX (PYHKIMOHUPOBAHUS BOJOOKUCIISIOIIETO
KOMILIEKCA.

C yeM Moru OBITh CBI3aHbl HAOMIOJaeMble U3-
MmeHeHus1? CorjlacHO ogHoOI U3 runote3 Lys223 Mo-
XKeT ObITb BaxkeH JJisl yaaJleHus MPOTOHOB OT Mn-
KJIacTepa B JIIOMeH, (GOpMUPYS YaCcTh KaHaIa IS UX
nepemelneHrs ot BOK k momeHy. OgHUM U3 CIO-
CO0OB IIPOBEPKM 3TOI TUIOTE3hI SABJISETCS OLIEHKA
qyBCTBUTEAbHOCTH PC-2 K (POTOMHAKTUBAILIVU.
CUNBHEIN CBET IOJDKEH BBI3LIBATH YBEJIMUCHUE aK-
tuBHocTU Pl 1 BOK 1 npuBoauTh K 3aKMCIEHUIO
momMeHa u oBpexaeHussM B BOK. IToatomy, ecin
yaajaeHue IIPOTOHOB 3aTPyIHEHO, K IIPUMEPY, BCIIEI-
CTBME MYyTalliM, 3TO MOXET YCHJIMBATh (POTOITOB-
pexaenne MC-2 u CHU3UTH ee aKTUBHOCTL. OHa-
KO TIpOoBepKa UYYBCTBUTENIHLHOCTH KieTok K223E
IITamMMa K (pOTOMHAKTUBAIIUM HE BBISIBUJIA Pa3jind-
YU MEeXIy MYTaHTHBIM IITAMMOM M KOHTPOJEM —
pWT (puc. 5).

Hpyras mpuymHa HapylIeHW B aKTUBHOCTH
DC-2 MOXeT 3aKJII09aThCsI B TOM, YTO MU3MEHEHNE B
CTPYKType OejiKa MOIJIO CKa3aThbCS Ha €ro 3allluT-
Holt pyHKunmu. M3BecTHO, YTO MHOTHE BEIIECTBA —
JIOHOPBI 3JEKTPOHOB, 00J1aJal0T CIIOCOOHOCTHIO
uHrubuponath padbory BOK dotocuctemsr 2 [49,
80]. Ilpm B3amMojeicTBUM ¢ Mn-KjiacTepoMm pe-
IYKTaHTHI CIIOCOOHBI BOCCTAHOBUTH MapraHer IO
CTereHu OKMCIeHnss Mn?", 4To MOXET IPUBOIUTH
K aucconmann Mn n3 BOK m mHrnbmpoBaHuio
BbIIeecHU Kuciopona. CKOpoCTh MHAKTUBALIMU
OyAeT BO MHOTOM 3aBHUCETh OT JOCTYITHOCTHM Mn-
KJacTepa Ul 3TUX JOHOPOB 3JIEKTPOHA, UTO OIpe-
IeIsaeTcsT KaK pa3MepaMy caMOM MOJIEKYJIbI — JO-
HOpa 3JIeKTPOHOB, TaK U OT CTPYKTYPHI OEJIKOBOTO
okpyxeHuss BOK. YactuyHoe ygajaeHue BHELIHUX
o6enkoB BOK wimm mx Mommdukanms OTKPBIBAIOT
Mn-knactep Al peyKTaHTOB U JIEaloT ero bosee
JIOCTYIHBIM JJ11 MuHruoupoBaHus [49, 80—82].

I[Ipu wuccnemoBaHMM Ha CyOXJIOPOILIACTHBIX
npenapatax ®C-2 OBLIO YCTAaHOBJIECHO, YTO Hapy-
mweHusa B padore BOK y K223E myrtanTta C. rein-
hardtii MOTYT OBITH CBSI3aHBI C U3MEHEHUEM CTPYK-
TypBl OeJiKa, IIPUBOASIINM K YBEIMICHHUIO TOCTYII-
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Puc. 5. YyBcTBUTEIBHOCTh K (DOTOMHAKTUBALIMU KJIETOK CBE-
ToBOM KynsTypbl pWT-Ttuma u K223E myranTa B reuenue 90 MuH
OCBEILEHMS C UTHTEHCUBHOCTBIO cBeTa B 2500 MKMoJIei - M2 - ¢,
u3MepeHHas 1o cHkeHuto yposus F, = (F,—F) /F,,

HocTu Mn-Kjacrepa Il MTHAKTUBALUMK JOHOPaMU
3JIEKTPOHOB. Ha 3TO MOXeT yKa3bIBaTh ITOBBIIICH-
Hasl 4yBCTBUTENbHOCTh npernapatoB MC-2, Bblme-
neHHbIx 13 K223E-MyTaHTa, K MTHAKTUBALIMU C 110~
Motbio TM®JI (TeTpameTiii-n-GeHWICHINAMIH),
HUCKYCCTBEHHOIO JOHOpa 3JieKTpoHOB mist ®OC-2,
10 CpaBHEHUIO ¢ KOHTpoJieM (puc. 6). [To-Buaumo-
MY, 3TOT OCTaTOK MOXET OBITh BaXXeH IJIST Perysi-
1y B3auMoaeiicteust mexay BOK u momeHoM.
W3 mpencTaBlieHHBIX BbIlIE€ AAHHBIX MOXKHO
cliesiaTh BBIBOI O ToM, 4To C. reinhardtii aBnsercs
YIOOHOM MOJEIIBIO IS U3YYCHUST MyTalluii B OeJiKe
PsbO in vivo (0coGeHHO B CBSI3U C TEM, UTO UMEHHO
in vivo IpeoCTaBISIETCSd BO3MOXHOCTDb UCCIIEN0BA-
HUS BIusSHUS MyTauuii B PsbO Ha onorenes ®C-2,
B YaCTHOCTH, ucciaeaoBaHus poau PsbO B ¢popmu-

KIIMMOB
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Puc. 6. KnHeTKa TeMHOBOI pejlakcalliy TiepeMeHHOU (hJIyo-
pecuenuum (Fv) B mpemaparax ®C-2 ximetok pWT u K223E
mwraMmmoB C. reinhardtii mnociie 1-CeKyHIHON BCITBIIIKHU
JEACTBYIOLIETO CBETA MHTEHCUBHOCTEIO 4500 MKMoneii/ (M2 ¢).
H3mepeHust mpoBoaAWIIA B OTCYTCTBUE (@) U B IPUCYTCTBUM (6)
TM® (500 mxm)

poBaHnu gumepa PC-2). CortacHO CTPYKTYPHBIM JaH-
HbIM, HECKOJIbKO y4acTKoB Oeska PsbO (E55—R60;
V66—K69; M110—G113) HaxomsaTca B OIM3KOM
KoHTakTe ¢ 6enkoM CP47 apyroro MmoHomepa @C-2
[6]. B cBsI31 ¢ 3TUM TpeACTABIIET UHTEPEC, KAKOM
a2 GheKT MyTallui B 3TOW 4acTy Oejika OKaXyT Ha
dopMupoBaHue auMepHoro komiuiekca ®C-2 B
kieTkax. Kpome Toro, B mocinenosarenpbHoCcTH PsbO
MOXHO BBIIEJIUTh YYaCTKM, KOTOPble KOHTAKTUDPY-
10T ¢ ApyruMu BHeITHUMHU 0enkamMu BOK (y xmamu-
IoMmoHansl 310 6enku PsbP 1 PsbQ), 3ameHBI B KO-
TOPBIX IIOMOTYT PaCKPBITh 3aKOHOMEPHOCTH B pOp-
MUpoBaHUM OeskoBoro Komiiekca BOK.

PabGota BbinonHeHa npu (GMHAHCOBOI MOAAEPKKE
PH® (rpant 14-14-00535).
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Photosynthetic water oxidation in Photosystem II takes place in a special water-oxidizing complex (WOC) that con-
sists of a catalytic center, the Mn,CaQOs-cluster, and includes a group of extrinsic proteins needed for its stability. The
most important is PsbO, which binds to the donor side of Photosystem II near the Mn-cluster, and it is directly
involved in the regulation of its stability and activity. However, the molecular mechanism by which PsbO is involved
in the process of the photosynthetic water oxidation remains unclear. One of the main approaches to solve this prob-
lem is the use of site-directed mutagenesis. Until recently, the effect of mutations in PsbO in vivo was studied only in
cyanobacteria (prokaryotes). In eukaryotic organisms, such studies (site-directed mutagenesis PsbO) have not been
carried out, although it is known that in plants and cyanobacteria the role of PsbO protein may differ. In this review,
we consider how to use for this aim the unicellular green alga Chlamydomonas reinhardtii, a eukaryotic organism hav-
ing the set of extrinsic proteins of the WOC similar to that of higher plants. However, in contrast to higher plants,
ApsbO mutant of C. reinhardtii is viable. Another reason to use it is that when grown in the dark (heterotrophically)
ApsbO strain of C. reinhardtii is able to build the minimal photochemically active complex of photosystem 11, which
allows exploring the role of individual amino acid substitution in PsbO in vivo without damage to the PS-2 due to pho-
toinactivation.

Key words: photosystem 2, water-oxidizing complex, PsbO protein, Chlamydomonas reinhardtii, site-directed muta-
genesis
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