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KO®PAKTOPbI U
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BPEMEHA NMEPEHOCA 3JIEKTPOHA MEXAOY
KOMIMOHEHTAMU 9TL
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BPEMEHA PEKOMBUHALUWU SAPAOOB
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Kak ans MHOrmx XuMm4ecKkux peakumm, CyLLecTByeT He TONIbKO NPAMOMN NepeHoc
3NEeKTPOHAa, HO U 0OpaTHbIN (peKOMOUHaLUA 3apanoB).




OKUCIIUTENNTbHO-BOCCTAHOBUTEJIbHbIE
NMOTEHLUWAIDbI
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ANEeKTPOH-TPAHCNOPTHbLIEe KOMMOHEeHTblI PC2. P680

PaspeneHue 3apsaoB
1.lMNornoweHne KBaHTa cBeTa U A Qp
BO30YyxaeHue xnopodunna Chl,. ¢ “{}"
2. BocctaHoBneHve Pheo,, BO30yx-
AeHHbIM xnopodcuninom Chly. — 0,6 — 3 pc.

3. BocctaHosneHve xnopocunna Chl + Pheop {0
xnopocwunnom P, — obpasoBaHue
pagvkanbHoii napbl P, “Pheo,, = <) i ®
6 — 11 nc.

6-11ps
4. BoccTaHoBNeHne QA BOCCTAHOBITEHHbIM 0.6 -3.0 pw
PeouTuHomM Pheo, "1 cTabunmnaaums Chlp,
paamkanbHoi napel P, "Q, * ™ -

300 nc. Po1/Pps




ANEeKTPOH-TPAHCNOPTHbIE KOMNOHEeHTblI PC2. P680

CpaBHeHMe pedoKc rnoTeHunana nepBMYHOro JoHopa potocmcTembl 2
C pegoKc noTeHumManamm nepBnUYHbIX JOHOPOB B APYrKMX opraHn3max, a
TakKke xnopodwunna n kKapotuHounaga

P840 = green sulfur bacteria (0,4V)

- P870 = purple non-sulfur bacteria (0,45V)
- P700 = photosystem | (0,49V)

BChl a (0,64V)

Chl a (0,78V)

1.0 + Carotenoid (1,06V) \

- P680 = photosystem Il (1,17-1,25V)




ANEeKTPOH-TPAHCNOPTHbIe KOMMOHEHTblI PC2. TuposunH Yz.

[ K lMNepeHocUYunK aneKkTpoHa Mmexay mapraHueBbiM knactepom (KBK) n P680.
A OkmcnuTenbHO-BOCCTaHOBUTENLHbIN noteHuuan okono 1. 1 — 1.2 B.
) PacnonoxeH B noauuuu 161 nonunentuaa D1.

"I B okKucneHHomMm cocTosiHum peructpupyercs metrogom AMP: curHan Slivf (very
fast, B uHTakTHOM choTOocucteme) unm curHan Slif (fast,B cporocucreme ¢
noBpexaeHHbIM KBK).

Curnanbi 3P Sl . v Sll, oTnnyaroTcs No BpemeHu 3aTyxaHus -
MUKPOCEKYHAHbIN " MwnnwceKyH.qum BpeMeHHOM Anana3oH COOTBETCTBEHHO.

YacTtmubl ®C2 6e3 mapraHuya

MNop ceeToM ———— 3IP curnan Sl (Yz'+ Yd)

> OCBeLLEeHUS

Yd' curHan 3I1P Slls
(slow, Bpems
3aTyxaHus

Yyachbl)
YyacTue nnacTtoxmHoOHa - ncrtopusa

3460 3500
FIELD (G)



‘ ANEeKTPOH-TPAHCNOPTHbIE KOMNMOHEHTblI PC2. Tupo3unH Yz.

TUPO3UH Yz OBPA3YET BOAOPOAOHYIO CBA3b C TMCTUOUHOM
D1-H190
-

BogopoaHas cBssb: > 2,6 A

Hu3kob6apbepHasn
BOAOpOAHAasA CBA3b:
2,45 -2.65 A

[cunbHaAa KopoTKaa cBA3b,
HU3KobapbepHasa BogopoaHas
CBSI3b

(low barrier hydrogen bond,
LBHB)]

PaccTtosiHne mexay AOHOPOM U
akuentopom Bogopoaa (TyrZ/
His190) B Thermosynechococcus
vulcanus 2.46 A



ANEeKTPOH-TPAHCMNOPTHbIE KOMMNOHEeHTblI PC2.
Kucnopoa-sbigensarwwmumn komnnekc (KBK)

Katanutunuyeckmnm ueHtp ®C2 okucnsert Boay u
CUHTEe3UpPYeT MOJIEKYIIAPHbLIU KUcopoga.

CopepXxuTt Knactep, COCToALLNN U3 4 KaTunoHoB Mn, 5
aToMoB Kucrnopoga u 1 katmorHa Ca?*

B coctaB KBK BxoauT Takke oanH unv gBa aHUOHa
Cl.

PacnonoXxeH ¢ BHyTpeHHen CTOPOHbI TUITaKONAHON
MeMOpaHbI U 3aKpbIT nepudepnyeckumm denkamm
33, 24 n 16 kDa (kpome unaHob6aKTepun, B KOTOPbIX
ponb 6enka 24 kDa urpaet untoxpom c550, He
Y4YacCTBYHOLUNN B INIEKTPOH-TPAHCMNOPTHLIX
peakuusx).




ANEeKTPOH-TPAHCNOPTHbIEe KOMMNOHEeHTblI PC2.
AKuenTopHasa CTOpoOHa

AkuenTtopHas ctopoHa ®C2 Bknio4vaeT B ceds heohpUTUH U
NNacTOXUHOHHbIE akuenTopbl Q, 1 Q. [lepeHoc anekTpoHa
ocyliecTBnsieTcsi ot P680 k Q...

PeocpuTUH.

MepeHocuuk anekTpoHa ot P680 k nnacToxMHoHy Q, — okucnsieT Bo36yxAeHHYo hopmy
P680* n BoccTtaHaBnuBaeT Q,.

lMepBUYHLIA NNIACTOXMHOHHBLIN akuenTop Q,.

OOHO3MEeKTPOHHbIN aKUenTop, Npu ABYX3N1eKTPOHHOM BOCCTaHOBMIEHUM (Nponucxoasiuem,
Hanpumep, NpU CUNILHOM OCBeLLeHUN) NOKUAAeT YH4aCTOK CBA3bIBaHUS.

Pepokc-noteHunan 4yBCTBUTESIEH K Ppa3fNM4YHbIM BO34ENCTBUAM (yBerM4YMBaeTCA Unu
yMeHbLUaeTCcs; COABUT B MOJNIOXUTENbHYI o06nacTb MoXxeT gocturatb 150 mB): gectpykuus
KUCINOpOA-BblAENAIOLLEro KOMNeKca, CBA3biBane repomunaos.

Pepokc notreHuuan He 3aBucut ot pH B npeaenax 5,5 - 7,5.

YyacTok cBAi3biBaHUS C BHELWHEW CTOPOHbLI MeMbpaHbl (CTpoMarnbHas
CTOpoOHa). B cBA3bIBaHUM NnpMHMMaeT y4yacTtme 6enok D2.




BenkoBoe okpyxeHue (benok D2) nnactoxuHoHa Q, B T. elongatus.
(Muh et al, 2012)

}\Fe/BCT

A Phe D261 i o

| D g
2@;5% & 4A am '

W .......
TrpD253 ¥~ 7 °°
“ '53'1"":2 His D214

Thr D217

Asp A170

Gl Go

1e ©
0:$
WOC

Glu A189

MexaHu3mM BNUAHUA OOHOPHOMN CTOPOHDI
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BenkoBoe okpyxeHue (6enok D1) nnactoxnHoHa Q; B T. elongatus.
(Muh et al, 2012)

*[lBYX3NEeKTPOHHbIN aKUenTop, Npu ABYX3/IeKTPOHHOM BOCCTAaHOBJIEHMU NOKMAaeT
Yy4aCTOK CBSI3blBaHMUA U 3aMeLlaeTcsl MOJIeKYJIOM OKUCJIEHHOro NNacTOXMHOHA U3 nyna
NNacTOXMHOHOB.

*BoccTtaHOBMEeHWe NfIacToOXMHOHA COMNMPSXKEeHO C ero NPOoToOHUpPoBaHUEM (MPOTOHHbLIN
KaHan).

*Y4acTOK CBsI3bIBaHUA C BHELWHEN CTOPOHbI MeMOpaHbl (CTpOManbLHOWM
CTOpPOHbI). B cBA3bIBaHUU NpUHMMaeT y4yactume 6enok D1.
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Bo3MoOXHble peakumm nepeHoca BTOPOro 3feKTpoHa M ABYX NPOTOHOB K Q

(Muh et al, 2012)
KpacHas cTpernka — Hambonee BepoATHbIN NYTb

JKcnepuMeHTanbHble AaHHble NOKa3bIBaKT, YTO yaaneHue bukapoboHaTa
GroKMpyeT NPOTOHUpPOBaHME QBZ' (wvnun Q H’), TeM caMbim MHIrMOUpPYS
BbICBOOOXAEeHUEe BOCCTAaHOBJIEHHOrO Ny1acToOXMHOHA B MEMOpaHy.

AT pe3ynbTaTthl NO3BOMAKOT NpeAanonaraTtb, YTo OuKapboHaT y4acTByeT B Nnpo-
TOHMpoBaHun Q..



HE YYACTBYIKOLUME B
PABOTE OCHOBHOU 3TU

LUutoxpom b-559.

O6s3aTenbHbIN KOMMNOHEHT peakLMOHHOro ueHTpa ®C2.
PacnonoxeH co ctopoHbl nonunentuaa D2.

PYHKUMA Hen3BeCcTHa (BO3MOXHO, 3awmTta oT OTOMHIrMOMpoBaHUA).
Ha 1 PL| npuxoautcsa 1 monekyna umtoxpoma.

CocTtount n3 2x cy6beauHuy - o9 kDa) u p (4kDa) B ctexmomeTtpum 1:1

Fem cBA3aH Mexay cy6beaMHMLamMm ABYMA ocTaTKaMy rmcTmauHa (no ogHOMy Ha
cyobeauHuuy).

MoTeHuman — cywectByeT 3 hOpPMbl LLUTOXPOMA: BbICOKONOTEHUManbHbin 370-475 mB (B
HaTuBHbIX PC), cpegHenoTeHUManbHbIM 200-250 MB 1 HU3KonotTeHumnanbHbIn — 0 — 80 MB
(B noBpexaeHHbIX ®C).

MexaHu3mM nameHeHus noteHuuana umtoxpoma: (1) M\ameHeHusi BO B3aMMHOMW OpyUeHTauum
NJIOCKOCTEN CBA3bIBAOLWMNX TMCTUANHOB; (2) U3MEHEHNS B MPOTOHUPOBAaHUN U
BOAOPOAHbLIX CBA3AX nNUuraHaos; (3) u3aMeHeHne NonsipHOCTU cpeabl BOKPYr rema; (4)
U3MEeHeHMA B cocTaBe NUraHaos.

BbicokonoTteHuuanbHasa coopma LMTOXpomMa HecTtabunbHa u TpaHcopmMmmpyeTcs B
HU3KONOTEeHLUMarnbHY NpU pasnnyHbix Bo3aencrTeusax Ha KBK.




- Xnopodwmnnbl Z, nZ_,.

PYHKUNA Hen3BecTHa (BO3MOXHO, 3aLuuTa oT
choTOMHrMOMpoBaHUS).

CBsizaHbl COOTBETCTBEHHO ¢ nonunentuaamu D1 u D2.
Okucnsetca (?) nepBUYHbLIM OOHOPOM NPU HU3KUX
TeMmnepartypax u ABIAeTCA OKUcnuTenem Ana umtoxpoma
b-559. OkucneHHble ¢hopMbl permcTpupyeTcs ¢ NOMOLbIO
AMP.

- KapOTUHbBI.

- TMPO3UH Y .
NMo3nuuna 160 B 6enke D2.

MNMpu okncneHnn nosasnserca curian AMP, naeHTUYHLIN
curHany 9MNP ana tuposuHa Yz. CurHan Slis (slow) umeer
BpeMs norny3aTyxaHus HECKONIbKO 4YacoB.

®yYyHKUMA Hen3BecCcTHa (BO3MOXHO, OKUCIIeHUe MapraHueBoro
knactepa B S0 n BocctaHoBneHue mapraHua B S2 n S3
(okono 1c), uto o6ecneymBaeT ctrabunusauuio MapraHueBoro
Kractepa v nepeBopf ero B ctabunbHoe coctosiHue S1).
Pepokc-noteHunan 0.72 — 0,76 V.



KodrakTopbl ®PC2

- HeremoBoe xene3o0.

*KaTtnoH Fe(ll), cBA3aHHbIM rMCTUAMHAMUN TPaHCMeMOpaHHbIX cnupaneu D,
E nonunentugoB D1 n D2.

*PacnonoxeH mexay xuHoHamu Q, n Q, Ho He okucnsietcs /
BOCCTaHaBNuBaeTCs Npu nepeHoce 3reKTPOoHa.

esAKCManbHbLIM NUraHAOM ABNAETCA NOH OuKapOoHaTa.
Pepokc noTeHuman A

450 - 350 mV mexay pH 6 u 8 Glu:Adsa

| Tyr A246

BCT - bukapOoHart

f7
“ His D214 § His D268

His A215

(Miih et al, 2012)




- WoH bukapbonata HCO,".

*YnaneHue 6Mkap6oHaTa NpMBOAUT K UHTMOMPOBAHUIO NepeHoca
anekTpoHa oT Q, n Q...

*Bo3MOXHO, 4TO OukapboHaT yyacTByeT B NPOTOHMpOBaHUU Q..

*CBfi3aH C HEreMOBbIM XeJfe30M, npeaocTaBAaAAaA ABa NUraHga Ans
KaTUOHaA XeJie3a.

*AmetloTca TakKe AaHHble O BIIUAHMM OMKapOboHaTa Ha JOHOPHYK CTOPOHY
(dboToakTMBauUus).



O®OTOUHIT MBUPOBAHME

CBeT MOXeT NpUBOAUTb K YMEHbLUEHUID CKOPOCTU BblAeneHns Kucrnopoaa v
3NeKTPOHHOro TpaHcnopTa. flaHHble 3adhheKTbl MOTryT ObITb CrieaAcTBUEM
BKJTHOYEHUSA PErynsaTopHoOro mexaHuama (oopatumbin npouecc) unwm
crneactBneM HeobpaTtumoro paspyweHus ®C2. NMNocnegHnn npouecc
Ha3biBaeTcs POTONHIMOMpPOBaHMEM.

Pasnuuaror gBa Tuna OTOMHrM6MpPOBaHNA: LOHOPHOE M aKLENTOPHOeE.

®oTONHrMbMpoBaHMe JOHOPHOrO TUNa HabngaeTcsl Npu NoBpeXaAeHUn
KUCIopoA-BblAensitoLero KoMmnnekca.

K hoTOMHrmbnpoBaHmio 4OHOPHOro TUNna oTHOocUTCcA (poTOMHrMoMpoBaHue,
00bsACHAeMOe MapraHUueBOW rMnoTe30M.

POoTOMHIrIMOMpOBaHME aKLEeNTOPHOro Tuna HabnaaeTcs NP UHIMOUpPoOBaHNN
npouecca BOCCTAaHOBIEHUs1 NNIacTOXUHOHa Q..

Mpu dboTonHrMbMpoBaHMM B NepByro ovepeab noBpexaaercsa 6enok D1. dtoT
0enoK umeeT HaMBbICLUYH CKOPOCTbL OOMeHa cpeaun Bcex cyobeauHuy OC2.

B pacTtutenbHbIX KNneTKkax padboTtaeTt cuctema cumHte3a 6enka D1 n 3ameHbl
pa3pyLweHHoro 6enka D1 HOBbIM, MO3TOMY perucTpupyemMmbii ypoBeHb
¢hoTOMHIrMOMpoBaHuA (Hanpumep, CKOPOCTb BblAeNeHns Kucrnopoaa) 3aBucuT
OT COOTHOLLUEHUA CKOpPOCTEeN paspyLueHUsa n BocctaHoBneHua ®C2.



DoTOMHrMOMpoBaHMe HabNaaeTCcH, Korga CKOpPOCTb BOCCTAaHOBMEHUA
Oerika MeHbLUe CKOPOCTU ero paspyweHus. Noatomy, Ana KOPPEKTHON
OLUEeHKN ckopocTu hoTonHrMonpoBaHus in vivo Heobxoammo
Ao06aBnNATbL NHIMONTOP CUHTEe3a Oerika, YToObl NoAaBUTbL NpoLecc
peKkoHCTpyKUunn PC2.

*@OTOMHIIMONpPOBaAHME MOXET ObITb pPe3ynbTaToOM reHepauum n
AenctBmA akTuBHbIX chopm kKucnopoaa (APK; cMHrneTHbIU KUCNOPOA,
cynepokcuaHbIM aHUOH-paAuKan, Nnepekucb Boagopoaa v
rMMAPOKCUNBbHbLIN pagukan) n/vnu nosBrIeHNs OONTOXNBYLLUNX CUSTbHbIX
okucnutenen (P680*, YZ*)

» CoaepxaHue Kucnopoga BHyTpu TurakomgHom memopaHsbi — 2-10
0,/1000 Xn (lvanov et al. 2007).



®OTOUHIT MBUPOBAHME.

BoccTtaHOBUTE b

D2

BK

AkuenTtopHoe ¢poTOMHIrMbnpoBaHue
MMeeT MeCTO NpU MHIIMOUpPoOBaHNU
npouecca BoccTaHoBrneHus Qg
(cunbHbIN cBeT, repoMuMAabI U T.4.)




®OTONHTUBUPOBAHUE AKLUENTOPHOIO TUMNA

CUVHIMeTHbIN Kncnopoa

CUHrneTHbIN Kucrnopoa c4ymtaeTcs OAHOMN N3 OCHOBHbIX NMPUYUNH d)OTOI/IHFI/I6I/IpOBaHVIS| .

MexaHu3m obGpa3oBaHUA CUHINETHOro kucnopoaga B ®C2: monekyna O2 B HopMmaribHOM
TPUNJIETHOM COCTOSIHUM pearupyeTt ¢ Mosiekysrion xnopodunna, Haxoasiwencs B
TPUNJIETHOM COCTOSAAHMU. B pe3ynbTaTte obpasyercs xnopodunsn B CUHITIETHOM COCTOAHUMN
WU KUCropoa B CUHITIETHOM BO30YXXAEHHOM COCTOSHUMN.

TpunnetHoe cocTosiHMe xnopodunna MoXeT NOABUTLCA B pe3ynbTaTte: a) CMOHTAHHOro
U3MeHeHus cnuHa xnopodcunna (intersystem crossing); 6) B pesynbrate peKoMoMHauuu
3apAnoB Npu yBeNnMYeHU BPEMEHM XXU3HU BOCCTaHOBIEHHOro peocuTunHa.

Ha BO3MOXHOCTbL 06pa3oBaHUA CUIMETHOro Kucnopoaa npu pekomouHaumm 3apsaos
BNuseT TaKke coctossHue KBK.



224 P. Posp@il / Bochirnica et Bophysica Acta 1817 (2012) 218-231

acceptor-side mechanism -

donor-side mechanism

Ag 3. ROS production on the eledtron acceptor and the electron donor Sde of PSIL On the electron acceptor side of PSIL the one-electron reduction of molecular oxygen by
pheophytion ( Pheo) (reaction 1), tghtly bound plastosemiquinone {Qy) (reaction 2), Joosely bound plastosemiquinone (Qg) (reaction 3), free plastosemequinone (PQ) ( reaction 4)
and cytochrome by, (Yt bysy) (reaction 5) results in the formation of superoxade anion radecal (05 ). Superaxide anion radical & reduced either by ancther 05 (reaction 6) or
plastoquinol [ PQH:) (reaction 7) to free hydrogen pemxide (H20z). The interaction of O3 with the heme iron of oyt bzzs (reaction 8) or the non-heme iron (reaction 9) forms the
ferric-hydroperaxo intermediate. The protosation of the proximal axygen of the ferric-hydroperoxo intermediate by the proton released from the heme-binding histdine of cytbssy
causes the formation of H;O;, The reduction of Hx0; by free metak such as Fe* * or Mn” ' (reaction 10) or the reduction of the ferric-hydroperoxo intermediate by the non-heme iron
(reaction 11) foem hydroxyl radical ( HO™). On the electron donor side of PSIL, the two-electron axidation of water results in the formatson of H>O; (reactson 12). The one-electron
oxidation of H20; by tyrosine residue ( Tyrz) results in the formation of 03 (reaction 13 ). Ore -electron reduction of H;0; by free Mn® ' released from the manganese complex foems
HO" (reaction 14). The arrangement of cofactors is based on three-dimensional aystal stnucture of PSI from thermophilic cyanobacteria Thermesynecho coccus elongatus [29],



CurHanbHasa cuctema € yyactuem
aKTUBHbIX (pOpM Kucnopoaa

(a) (b) Response
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Figure 1. Dynamics and specificity in ROS signaling. (a) Time-lapse imaging of a ROS wave propagating through an Arabidopsis plant in response to wounding. Wounding
site is indicated with a white arrow. Imaging of the ROS wave was obtained using a luciferase reporter gene fused to the promoter of the zinc finger protein ZAT12 as
described in [6]. (b) Model for the extracellular propagation of the ROS wave [6]. Each cell along the path of the wave activates its NADPH oxidase (RbohD) and produces
ROS in an autonomous manner resulting in an auto-propagating ROS wave. (c) Different models for ROS signaling specificity. Different signals (A, B, C, D) are transmitted
between cells, or between different organelles within a cell, via ROS and other signaling pathways such as calcium, MAPK pathways and others.



®OTONHI MBUPOBAHUE.

CunnbHbIEe OKNcanTenm



POTONHIT MUBUPOBAHMUE.

CnekTp aencrena (poToMHrMonpoBaHus
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Tyystjarvi, 2013



®OTONHI MBUPOBAHUE.

3ameHa nonunentuaa D1 B peakumoHHOM UeHTpe PC2.
OOMeH 3Toro 6enka B pacTeHUAX:

. 0,5 — 1 yac npu cUNBLHOM CBeTe;

. 10 yacoB npu HOpManbHOM OCBELLEHUMN.

OpHako, akTuBHbIe (pOopMbI KUCIIOPOAA,
noasnawmeca npu goToMHrMonpoBaHUU, MOTyT

WHAKTUBMPOBATb MeXaHU3M TPaHCNALUN OEnKoB u,
Takmm obpa3om, cmellaTb paBHOBecUue Mexay
CKOPOCTbIO UHaKTUBaLUuun 6enka D1 n ckopocTbIO ero
CUHTEe3a.

CuHTes — D1 ——) pacnap




Table 1
Comparison of the half-life times of PSI and PSII proteins in wild-type and SCP-less
strains. The half-life times were calculated from the decrease in the percentage of
unlabeled protein correcting for the increase in unlabeled protein shortly after the
start of labeling that occurred for the longer-lived polypeptides. Listed are the average
results of two independent experiments + error.

Strains
PsaA

PsaB

PsaD

PsakE

PsaF

Psal

PsbA (D1)
PsbB (CP47)
PsbC (CP43)
PsbD (D2)

Half-life time (h)

Wild-type
40+7
40+7
75+7
707
507
301
<1
11425
65 E15
33+1




®OTONHIMBUPOBAHME.

State of adaptation to light 1 (state 1)
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O®OTOUHITMBUPOBAHME.
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O®OTOUHITMBUPOBAHME.

B pacTeHnAax n BOAOPOCIIAX CYLLECTBYOT MEXaHU3M 3alLNTbIl OT
CbOTOI/IHFI/I6I/IpOBaHI/IFI, Bbl3bIBAEMOIO CUJ1IbHbIM CBETOM — KcaHTOCbI/IJ'IbeIe LIKIbI.

KcaHTodunbHbIN UMKN obecnevnBaeT obpatumoe nepekntodeHne LHCI mexay
cBeTocobupatowen yHKUmen (HM3Kass UHTEHCUBHOCTb CBETA) U pacCcenBatoLLeN

doyHKUMen.

N3BecTHO 3 kcaHTOdUIbHBIX LMKIa. Hanbonee pacnpocTpaHeHHbIM SiBSeTCH
BUONMOKCAHTUHOBLIN LMK — Nepexon Mexay BMOSIOKCAHTUHOM N 3€aKCaHTMHOM.
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Cobopka cynepkomnrnekca sgpo ®C2-
CCK2 in vivo

(1) p-sss (2) psss.

Figure 3. Model for assembly of the PSII-LHCII supercomplex. Proposed assembly steps are as follows: (1) formation of a pre-
complex consisting of Cyt bsso and D2, (2) integration of DI into the precomplex to form RC, (3) integration of CP47 into the RC to
form RC-CP47 sub-complex, (4) assembly of CP43 PsbK sub-complex, (5) integration of CP43-PsbK into RC-CP47 to form PSII
core complex and binding extrinsic polypeptides on the lumenal side of PSII core complex, (6) dimerization of PSII core complex, (7)
synthesis of major and minor antenna complexes independently of the assembly of PSII core complex, (8) association of PSII core
complex dimer and outer antenna to form PSII-LHCII supercomplex.

Minagawa & Takahashi, 2004
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KoMnoHeHTbl,06pa3yrowme KBK

4 KaTUOHA MapraHua
1 KaTUOH KanbLUunAa

2 aHUOHAa XJ1opa

5 aToMOB Kucnopopaa
TnposuH YZ (?)
'mctnavH (?)

B ctabunnsayumm KataJiIMTUYECKOro LeHTpa NpuHMMaloT yyacTtme
nepudepuyeckmne 6enkn 33, 24 u 16 k[la, pacnosjio)XKeHHbIe C
BHYTPEeHHeN CTOPOHbI TUJlakongHoun membpaHsbl (lumen) n
3aKpbiBaloLWe KaTaJIMTUUECKUN LLeHTP.

33 k[la 6enok yyacTteyeT B CTabusinsaumm MapraHUeBoOro Kjiacrepa
MHOrAa MCNoJib3yeTcs Ha3BaHue “"MapraHey-crabunusmpyrowmm

™.

benkun 24 n 16 k/[la y4acTBYIOT B CTabunmsaumm KanbLUa U KaAaKUM-
TO 06pa3omM cBsAizaHbl ¢ 06ecneyeHneM PpyHKUMOHMPOBAHUA XS1Opa.




Jlokann3zauma KaTMOHOB MapraHua
n Kanbumsa B ®C2

KBK pacnono>xeH ¢ BHyTpeHHeun ctopoHbl (lumen)
TUNakKomaHon MeMbpaHbl.

B cBA3biIBaHUM MapraHua v KaabLUua NPUHMUMAIOT yyacTtue
aMMHoKucnoTtbl C-KOHLIeBOIro yyactka nonmnentmaa D1 mn
oAHa aMUMHOKuUcNoTa noavnenTtuga CP43.

Y
D1 ‘




CTPYKTYPA Mn/Ca KINACTEPA

Mo aHanormm ¢ Mn-cBsA3biBarOWMMU benkamm
B KOOpAMHAUMM MapraHua Moryt npyuHuMMaThb
yyactuve a3oT (rMCTUANH) U Kucnopona
(kap6oKcunbHbIE rpynnbl rMyTaMUHOBOU UM
acnaparmHOBOM aMMUHOKMUCIIOT).

MakcMManbHOEe KOJIMYEeCTBO aMUHOKMUCAOT,
YyUYacCTBYHOLLMX B CBA3bIBAHUM MapraHua = 6

X4 = 24,

OAHAKO, 3TO YMCJZ1I0 3HAQUYUTEJIbHO MEeHblle,
NOCKOJIbKY KaTUMOHbI MapraHua M KanabLuus
o6pa3yloT KJ1acTtep, B KOTOPOM KaTUOHDI
MeTaJIJ10B coeAnHEeHbl Mexay coboM.




CTPYKTYPA Mn/Ca KITACTEPA

+ KaTtnoHbl MeTannos MoryT 6bITb COeAMHEHbI Mexay coboun
MOCTUKAMMWU:

. aToMaMu Kucraopoaa °

n)
(0,

L NDOOKCUIBHON FPYNMNoun




Ucnonb3oBaHune EXAFS ansa onpeaeneHna pacCTosHMN Mexay
KaTUOHaAMM MapraHua m 6amxanwummMmm nMraHaamMm B ero
KOooOpAMHALMUOHHOM cdepe.

1,8 - 2,0A - o(N)

Mn...Mn
paccTtodHue 2,7A
(aBa nnu Tpun)

3,3 - 3,5A
(oaviH nnn asa)

N3mMepeHo ans
COCTOsSAHMA S1. e
[lpn nepexone u3 | Hye
S2 B S3 Habnwaay
N3MEHEHUS B ' | ‘

PaCCTOSIHUSIX. A L‘:g‘._-‘,“f‘_

4 S 8
Apparent Distance R' (A)

Kern et al. 2007



PeHTreHOCTPYKTYpPHbIXN aHann3 ®C2

BrniepBble CTPYKTypa (POTOCMHTETUYECKOIro peakKLiMOHHOro LeHTpa 2ro tmna
(nypnypHble 6aktepun Rhodopseudomonas viridis) 6bina onpeaneneHa c
MCNoJiIb30BaHUEM PEeHTreHOCTPYKTYpHOro aHanusa B 1984 r. (Deisenhofer et
al., 1984).

PeHTreHOCTPYKTYpPHbIX aHanmns ®C2.
Umena et al.,, 2011 Thermosynechococcus vulcanus 1.9A

N3yueHue cTpykTtypbl ®C2.

o peweHnsa npobnembl kpuctannmsaumm ®C2 ana n3yuyeHUs ee CTpyKTypbl
ncnonb3loBancsa metoa EXAFS (Extended X-ray Absorption Fine Structure,
paccesiHue X-nyyen Ha KaTMUOHAX MapraHua), No3BONAOLWMA onpeaennTb
paccTosiHMe MeXxay KaTMOHOM MeTaJsula U ero JimraHagaMmm M, Takum o6pasom,
NPOrHo3MpoBaTb CTPYKTYpPYy Kaacrtepa.




Ctpyktypa Mn/Ca knacTtepa

Umena et al. 2011
PaspeweHune 1.9 A

Pacnpepene
Mn: 3+ 1

DI-D170 - D1-E333

D1-A344 D1-D342




Ctpyktypa Mn/Ca knacrtepa

Kawakami et al., 2011
Pa3peweHue 1,9 A

Kawakami et al. 2011

Fig. 2. Structure of the Mn,CaOs<cluster determined at 1.9 A resolution. (A) Structure of the metal cluster with oxo-bridges and water ligands. The bond distances were
shown in A Hydrogen bonds were depicted as dashed lines. (B) Hydrogen-bond network linking the Mn,Ca0s-cluster and Y;, and further from Y; to the opposite side.




Shen J-R 2015

Figure 5

Hydrogen-bond network connecting the MngCaOjs cluster and Y. The numbering of the water molecules
is based on PDB ID 3ARC, with the exceptions of W1-W4. Residues of D1 are in green, a residue of PsbV
is in cyan, and a residue of CP43 is in pink. The cyan arrow indicates a possible proton transfer from His190
back to Yz, the blue arrows indicate proton paths mediated by several water molecules back to the
Mn4CaOs cluster, and the pink arrows indicate proton paths out to the lumenal solution.




Ctpyktypa Mn/Ca knacrtepa

CTpyKTypa MapraHueBoOro Kjiacrtepa, onpeaeneHHas
SAIMOHCKOW rpynnou, no-BUAMMOMY, XOPOLLUO OTpaxaeT
peasibHY KapTUHY pacnoJiIoXXeHUA KaTUOHOB MeTasnna u
CBA3blBalOLWMNX MOCTUKOB B KaTalnTuyeckom ueHTpe KBK.

OaHako, AeTann CTPYKTYpPbl MOTyT 6biTb HEKOPPEKTHbLIMMN.

[aHHasa npobnema cBsi3aHa C BO3MOXHOCTbIO
BOCCTaHOB/IEHUS KATMOHOB MapraHua noa aencrenem X
ny4yeun B npouecce obnyvyeHus kpucrtannia OC2.

Hanpumep, A/IMHbI CBSA3EN MeXAy KaTUMOHOM MapraHua u
O/N nurangamun otnunyatoTtcsa Ha 0,1A (bonblwe) OT AaHHBIX,
nonyyeHHbiXx EXAFS metoaom (MoOWHOCTb 061y4YeHUs
3HAUYUTENIbHO MEHbLLE), a TaKXe PacCToAHUA Mexay
LeHTpasibHbIM aToMOM O5 1 KaTMoHaMM MapraHua He
HabntogaTca ansa cesasen mexay Mn(II1,IV) n kucnopoaom
BO BCeX MOAe/IbHbIX CUCTEMAX.



Ctpyktypa Mn/Ca knacTtepa

Suga et al 2014-2015 Native structure of photosystem Il at 1.95A"
resolution viewed by femtosecond X-ray pulses




+ OreHka napaMeTPOB CBSI3b-BAJICHTHOCTH MO3BOJISIET YTBEPKAAaTh, YTO PEAOKC
COCTOSTHME MapraHieBoro kiacrepa coorerctByeT cocrtossauio 11, ILIILIIL, a ve
III, I11, IV, IV (Grundmeier & Dau 2012).

+ O BOCCTaHOBJIEHMU MapraHIil€BOro KjacTepa IpH 00JIy4YeHUN CBUIETEIbCTBYET
TAKXKE YIJIMHEHUE CBSI3EH MEXAY KATHOHAMU MapraHiia.




INMuranpbl, cBasbiBaowme Mn4/Ca knacrep

Structure Mn1 Mn?2 Mn3 Mn4 Ca

H332, E189 D170, E333

A344°, D342 D170, E333
E354°

A344° D342 D170,E333

a




OyHKUMA MapraHua B OKMCNEHUN
BOAbl

MapraHueBbii KJ1acTep HakKan/mBaeT OKUC/INTE/IbHbIN
noteHuman (aKKyMyJiaiTop 3JIeKTPUYEeCKUX 3apsaaos)
no Mepe noriouweHUs KBaHTOB CBeTa U OKUCNSeT ABe
MOJ1eKy/Jibl BOAbl, CUHTE3UPYSA MOJIEKYJIAPHYIO CBA3b
MeXXAy aTOMaMm Kucnopona

KBK l=>Y .=—;i§680

KBK |=>Y -=g3680
+

"KBK =3V, ﬁ&GSO

KBK =Y, =>P680




CKOpOCTb BblAE/IEHNS KUC/IOPOJa ¢

CKOpOCTb BblAeneHna kucrnopoga
KakK qyHKLIMS HOMEpPa BCMbILLKA

Joliot, Kok, 1975

K
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I — :
1 4 8 12 16
HoMep BCNbILWKN



S-unkn KBK

4-X TaKTHasi 3aBUCUMOCTb Bblj€J/IEHUSA KUcnopoaa oT HOMepa BCnbllKKM 6bu1a
obbsicHeHa cneayowmMm obpasom.

Kucnopoa-sbiaensowmmn komnnekc (KBK) moxxetr HaxoauTcs B 4 COCTOSSHUAX
(State): SO, S1, S2, S3 (MHoraa ewe UCnosib3yroT S4 — NPOMEXYTOYHOe COCTOsIHUue
npu nepexoae KBK u3 cocrosHua S3 B S0). Mo mepe nornouweHunsa (pOTOHOB 3a cyeT
okucsnieimna KBK nocnepnosartesibHO nepexoauTt ms cocrtosHua SO B 6onee
OKMCJ/IeHHOe coCTosiHMe S3, a 3aTeM, B pe3ysbTaTte BocctaHoBNeHusa KBK
3J/IeKTpoHaMum Boabl (4 3/1eKTpoHa), BO3BpaLlaeTcs B coctosiHue SO, T.e.

ocylwjecTBasieTcs umknmueckoe pyHkumoHimposaHme KBK.

SO\

7’




CBOUCTBA S-COCTOAHUN

S-cocTosiHMe paKTUYeCKM O3HavaerT
vypoBeHb okucineHHoctu KBK.

CtabunbHbIM COCTOSSHUEM §B KOTOPOM

KBK HaxoauTtcsa B TEMHOTEe ) AABJiSSeTcH
S1 (okono 75% uUeHTpOB), NO3TOMY
MaKCMMYM BblAeJsiIeHUa Kucnopoaa B
Hadvyane Habnwpaercsa nocne 3
BCNbiWKU. Okono 25% LeHTpOB
HaxoauTcsa B coctossHuu SO.




CBOUCTBA S-COCTOAHUA

Ha cBety konunuyecTtBo KBK B ka>xaOM U3 S-COCTOSAHUM
coctaBnsiet 25%.

B otnivume otr SO n S1 coctossHuA S2 n S3 B TEMHOTE He
ctabunbHbl. KBK BoccTaHaBnIMBaeTcs, nepexoas
COOTBETCTBEHHO B coctosiHMe S1 n S2 (3arem B S1). Bpems
YWXU3HU B TEMHOTEe cocTosAsHUN S2 n S3 okosio 30 - 100 cek. B
NMPUCYTCTBUUN aKLLENTOPOB 3JIEKTPOHOB BPEMS YXU3HMU
yBeJIMUMBaeTCA A0 HECKOJ/IbKUX MUHYT.

CrabunbHocTb coctossHuUK SO n S1 n gocrtaTtoyHoO
NPoOAO/KUTENIbHOE BPpeMS YKU3HU COCTOSSHUU S2 n S3
Nno3BOJISSET UX UCcsieaoBaTb, TOraa Kak cocrosHume S4
HecTabunbHo, nepexoa B SO NponUcXxoAUT CNOHTAHHO U He
gisucwr OT CBEeTa, YTO 3aTpPyAHSET uccseaoBaHMe COCTOSAHUSA




CBa3biBaHMe BOAbI

H,O0 (meaneHHo MexaHu3M CcBA3biBaHUA BOAbI

Lol AABJISETCH OYeHb Ba)>XHbIM ANA
NOHMMaHUA MexXaHu3Ma
OKMCJIEHUSA BOAbl.

Cesi3biIBaHMe BOAbl U3Yy4YasioChb C
ucnonb3osaHuem usorona H,0'%,
u nsotona H,0°.

) S1

MMeeTca ABa yyacTKa CBA3biBaHUA BOAbI,
oT/Zinyarouimecs rno CKopocrtn obmeHa.

OapHa Monekyna BoAabl cBA3biBaeTca B SO
COCTOSIHUMU, a ApYyrasa B COCTOSAHUMU S3 unun S2.

Ckopoctu obmMmeHa:
53_: 52 HU3KaA CKOPOCTb 06MeHa
(<2,1ci)n
6onblIas CKOPOCTb O6MeHa
(102 cY).
H,O0 (6bicTpo
obMeHuBaroLancs)




Kakasa n3 Mmonekyn soabl B KBK aBnsercs
cy6crpaTtHomn Boaoun (6bICTpO M MeaANeHHOo
obMeHuBaowanaca soga)?

B S1 COCTOSAHUM MapraHueBoOro Kaacrepa

NO AAHHbLIM PEHTFEHOCTPYKTYPHOIro aHanmsa
MOJieKkysbl 2 BOoAbl cBA3aHbl ¢ Ca2+ (W3 u
W4) n 2 monekynbl Boabl — ¢ Mn4 (W1 n
W2)(Umena et al. 2011), ogHako, HeESACHO,
cybcTpaTHas 3TO BOAA WM HET;

- B CUHTE3€e MOJIEKYNAPHOro KMcnopoaa
MOrYT TaK>Xe y4yaCcTBOBaTb aTOMbl KMCOpPOAa
KNCcnopoaHbix moctnkos O1 - OS5.




bonee BepoOATHO, YTO 6bICTPO
obMeHMBalOWaAACA MOJIEeKyJia BOAbl - 3TO
Mosiekyna Boabl W2, cBfA3aHHaA C KATUOHOM
mapraHua Mn, (Cox & Messinger 2013).

MeaneHHbIN Yy4acTOK CBA3biBaHUA BOAbI, NO-
BMAMMOMY, nNpeacrassieH Moctukom 05
CBA3bIBAlOLWMM KaTUOHbI MapraHuya (Mn,) n
o- DB



CBsi3biBaHue BOAbI

®opma cBsizaHHOM Boabl — OH™, H,O0 nnu p-0O MocTUK?

- MOJleKy/a BOAbl, CBA3aHHAA C KasbuUMeM, No-BnanmMomy,
HaxoAuTCHa B HenTpanbHoOU popmMme (He OH™), nockonbky pKa
BOAbl, cBsA3aHHOM ¢ Ca paBHO 12,8;

- MOJ1eKy/a BOoAbl, CBSA3aHHAd ¢ Mn, no-BnanmMomy,
HaXoAUTCH B MOHU3NPOBAHHOW popMe, NOCKOoJIbKY pKa
BOAbl, cBA3aHHOU ¢ Mn paBHo 10,5 (ana MnlI), O (ans
MnIII) n gaxxe oCTarLWMNCA NPOTOH TEPSAETCS NMpwu
AanbHenweM okmcneHmn Mn (MnlV), KkoTopbiun
KoopauHupyet O,

[pu yBennyeHnn opMasibHOMN CTEMEHU OKMncneHmnsa Mn
3/1eKTPOH oTbupaetca y 0%, T.e. obpasyerca oxyl paankan
O._



S-LMKI KaTannuTU4YecKoro LeHTpa
OKUCNEeHUs BOObI

SO0 -S1 30 -70 Mkcek
S1-S2 100 Mkcek
S2 - S3 200 Mkcek

S3 -S4 200 MKCeK d SO
S4 - S0 1100 Mkcek

T.e., ogHa ®C2 BblaensgeT 1 Monekysy Kucgopoaa 3a BpeMs 0KOJ10 2 MCeK



Bbliaoenenue

OTKyAa NPOTOHbI?
Cxema BbigeneHuns
NPOTOHOB B

cooTBeTcTBMue C S-

nepexoaoM MeHsIeTcs
B 3aBMCUMOCTH OT
T™Mna o6bpasua, pH un .
A.. bonee TOroO,

BeJINYMHbI 4acTo
Apo6Hble. 3THn
AAHHbIe NOoKa3blBaloT,
YTO MNMPOTOHDbI, HA
caMOM piene,
NOSABJIAIOTCA B
pe3ynbTaTe
AEenpoOTOHUPOBAaHUSA
aMMUHOKMUCIIOT.

2H

(54)

H+
SO

Sl S2
7N

MPOTOHOB



OKUCNNTENbHO-BOCCTAHOBUTESIbHOE
COCTOAHMNE MapraHueBOro Kriacrepa

Mn(III) Mn(IID)

Mn(III) Mn(IV)

SO
/ \ Mn(III) Mn(IIT)
(S4) / 2 Mn(IV) Mn(1V)

CornacHo 3MP aosnkHO
6bITb HEYEeTHOoe

CornacHo EXAFS. 2,7A: \ Mn (1T
B AMMepe MnMn oauH un3 konn4yecrso Mn(II) nn

Mn uau o6a a.6. Mn(IV) S3@=—S2 Mn(1V)
Mn(IV) Mn(1V) Mn(III) Mn(IV)

Mn(IV) Mn(IV) Mn(IV) Mn(IV)




Ucnonb3oBaHue XANES gna nayvyeHunsa penokc
N3MEeHeHN MapraHueBoOro Knacrepa B
npouecce S uukna

XANES - X-ray Absorption Near-Edge
Spectroscopy

So
S
S2
S3

840 6zas
" A(PE)gy.go=24 eV
AllPE)sc-g1=1.1 &V

2p 3
2s —3

T T - 1s
€545 €555 6565 6575

X-ray Energy (V) Mg

Yano&Yachandra, 2007




NMpupooa KOMNOHeHTa, OKUCTIAKOLLErocs npu
nepexoge S2 — S3.

MeTtoaoM EXAFS 3aperncrpnpoBaHo yBennyeHme Mn-Mn pacctodHus
Ha 0.1 — 0.15A un ymeHbweHne Mn-Ca pacctodaHusa Ha 0.1A npwu
nepexoae S2 - S3.

O6bsicHeHMe: okucnsaeTca kumcnopoa oébuiero p-O MocTuka.




+ CKOpOCTb NepeHoca 3/1eKTPOoHa
MeXay KaTMOHaMn MapraHua BHYTpU
KnacTepa CyLleCcTBeHHO HUXe
CKOPOCTU U3MEHEHUS S COCTOSAHUMN, T.
€. HaKoMJIeHHbIN KaTUOHOM MapraHua
OKUCSIAWMN NoTeHUMnasn He
pacCenBaeTcH.



[ToMUMO S-S, COCTOSAHMI MOFYT CYLLECTBOBATb TAKXe "MCKYCCTBEHHbIE”
COCTOSAHMS S_|,S_, ITU COCTOSIHUS NOSIBNSOTCA Npwn 4o6aBleHnn
BOCCTaHoBuUTEeNnen (rmapokcuiamunH, rmapasvH) B pesysibTaTe
YAaCTUYHOIo0 BOCCTAHOBJIEHNA MAapraHUEBOro Kjiactepa A0 COCTOAHMUS
NpeBbILAOLWEro ero CTeneHb BOCCTaHOBIEHHOCTM B COCTOSIHUMK S,,.
Hanpumep,

Mn(1I), Mn(IV), Mn(I1V)

{

Mn(1I), Mn(IV), Mn(IV)



Kansunn B KBK

KBK copgep>xuT 1 KaTUMOH KaJibyus, ABASAIOWMNUNCA 3JIEMEHTOM
KaTaZIMTU4eCKOro LeHTpa.

Kanbuuin akcrparmpyercs nm6o npm yaaneHun nepudepunyecknx 6enxkos
23, 16 KDa, nn6o npu pencremn Hnsknx pH (pH 3,0).

B ctabunnsaumm kanbuua NpuHUMaeT ydyacTtue nepudepmueckmmn 6enok 23

k[a.

B cBA3biIBaHUU Kanbuua npuHuMaeTt yyactume D1-D170 n D1-A344
nonunentuaa D1 peakUMOHHOroO LieHTpa.

DKCTpakuma kanbuusa 6nokupyet nepexoa KBK ns S2 cocrosHmna B S3
(dpakTnueckm B cocTtossHMu S2Yz').

Ponb kanbuus:
a)CTPYKTypHas;
6)xnMmnueckan (Kanbumm cBaA3biBaeT
OoAHY M3 MoJsiekysy Boabl). CMm. Tabnuyy.
B)perynatTop peaokKc noreHuvasia MmapraHua




Table 1. Ionic radii and pK,s of the aqua 1ons of metal cations.

metal ion ionic radius (A)"‘ pK, of aqua ion® pK mMoxeT

CHMXATbCA HA

monovalent cations HEeCKOJIbKO
eaAnHUL B
rmapodobHoOM
OKPY>XEHUN.

divalent cations
M g 2+
NiZ —+

24
Cu

C02+
CdZ-l—
Ca2+
SrZ-I—
Ba2.+

trivalent cations

Lu3+
Dy3+
Gd3+
Pr3+—

La3+ Brudvig, 2008




Kanbuum perynupyeTt peaokc noteHumnan
MapraHLeBOoro Krnacrepa
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pKa of M(aqua)™ ion

Fig. 6. Reduction potentials of MMn;O, complexes (red squares) and
MMn;0, complexes (23) (blue diamonds) vs. pK, of the corresponding M

(aqua)™ ion as a measure of Lewis acidity. Potentials were referenced to
ferrocene/ferrocenium.

Tsui & Agapie, 2013



Xnop B KBK

YnaneHue xnopa nHrnbupyert pa6otry KBK npnébnmsmurenbHo Ha 60%.
ANo6aBneHune xnopa BocctaHaBnimBaeT pa6boty KBK. Br n J-

TaK)>Xe BOCCTaHaBJ/IMBAlOT aKTUBHOCTb, HO B MEHbLUEN CTENEHUN, YEM
Cl. F- aBnsieTca aHTaroHMCToM xJsiopa.

KonuuyectBo aHnmoHoB xsiopa B KBK — 2 aHnoHa xnopa HaxoaaTcs B6aim3mn
MapraHuUeBoOro KJslacrtepa, oaHako B pa6bote KBK, BO3MO>XHO y4yacTByeT
TONIbKO oamH — Cl-1 .

AHMOHBbI xXnopa HE CBA3AHbI c kaTMoOHaMu MapraHua Wim KanbLus.

K. Kawakami et al / journal of Photochemistry and Photobiology B: Biology 104 (2011) 9-18

DI1-E333 DI1-F339
D2-K317




Xnop B KBK

+AHHOH XJIOpAa HEOOXOAUM /I NePexoqa MAPraHueBoro Kiacrepa u3 S2 B
S3 cocTosinue U U3 cocTossHuA S3 B SO.

+Bo3moxknast poas — 1) Tpancnoprt Boabl K KBK; 2) Tpancmopr nporoHos
u3 KBK; 3) cradnau3zanust koopauHanuoHHoi ctpykrypbl KBK; 4)
runore3a Brudvig et al [Pokhrel et al, 2011].

. AHnoH Cl-1 cBsa3biBaeTcsa ¢ D2-K317,
DI-NI8]I npeAoTBpaLyas
| E dopmMupoBaHue coneBoro
MocTtuka mexay D2-Lys317 n
Yt D1-Asp61, o6ecneumnBast
| TeM camMmbIiM 3hpeKTUBHOE yaarneHue
npotoHa n3 KBK aMMHOKUCINOTHLIM
, octatkom D1-D61 m
e : D1-R334 (byHKLI,VIOHVIpOBaHVIe NMPOTOHHOIO

.‘."0....."0.0."..“.. :
- Y L KaHana, No KOTOpoMy
\ - ) oTBOAATCS NPoToHb! oT KBK

D2-K317




Tupo3uH B KBK

Y- Y +e E_= +680 MB
YH - Y + H* +e E_ = +970 MB
YH > YH +e E_=+1380 mMB

pK YzOH = 10
Yz:OH = -2

P680/P680+ Em = +1250 mMB
2H20/02 Em = +820 mMB

b ¢




[lepundepunyeckmne oenkn KBK

Mepundepnyeckmne 6enkn PsbO, PsbP n PsbQ (BbiCluMe pacTeHus u
BOAOPOC/IN) 3aKpbIBAKOT KaTanmtuyeckmn ueHtp KBK, 3awmuias
ero OT aTaku BOCCTAHOBUTENSAMM, XenaTtopamMn n T.4..

Nepundepnyeckme 6enkm He y4yacTBYIOT B CBSA3bIBAHUM KAaTUOHOB
MapraHua n Kanbuus.

Nepudepnyeckmne 6enkm GopMmMpyrOT KaHalbl 4718 BbiBeAEHUS
NPOTOHOB M KNUCA0OpoAa U Ans AO0CTaBKU MOJIEKY BOAbI K
KaTa/IMTUYECKOMY LIEHTPY.

PsbO 6enok ctabunmnamnpyet MmapraHuesbl Knactep. bes aToro
6esika MapraHueBbl KflacTep pa3pyluaeTcs.

Benkun PsbP n PsbQ ctabunmsnpytot KaTMOH KanbUUsS M aHUOHbI
xnopa.



