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ITpoBeneH aHaIM3 3JIEKTPOHHOTO M TPOTOHHOTO TPAHCIIOPTA B XJIOPOIIJIaCTax BBICIINX PACTeHUI HA OCHO-
BE MaTeMaTU4YeCKO MOJe/U, yuuThiBalolieil pH-3aBUCUMYIO PEeryIsiliiio 3JIEKTPOHHOTO TlepeHoca 1 pa-
6oty ATP-cunTa3bl. YncaeHHbIe 3KCIIEPUMEHTHI 110 MOJASIMPOBAHUIO 3TUX IIPOLIECCOB B YCJIOBUSIX IICEB-
JMOLMKJIMYECKOTO 3JIEKTPOHHOTO TpaHCIopTa (LIMKJI “Bojga—Boa”) ToKa3aJiu XOpolllee corjiacue ¢ dKCIe-
PUMEHTAJIbHBIMU JaHHBIMU 110 KUHETUKE MepeHOoca 3J1eKTpOHOB K ¢otocucteme 1 (PC1) B xstopormnacrax
ki1acca b B MeTaboJIMUeCKUX COCTOSTHUSIX, COOTBETCTBYIOIINX BBICOKOI (COCTOsTHUE 3) M HU3KOM (COCTOSI-
Hue 4) aktuBHOCTU ATP-cuHTa3pl. MonenrupoBaHue 3J1€KTPOH-TPAaHCIOPTHHIX IIPOLIECCOB C y4eTOM pado-
1ol IuKJa KaasBrnHa—beHcoHna (IIKB), nukimdyeckoro TpaHcmopra 31eKTpoHoB BOKpyr @C1 u pH-3aBu-
cuMoit nuccunauuu sHepruu B porocucteme 2 (OPC2) — Hedoroxummueckoe tymeHue (HOT) — mos3Bo-
JIUJIO OLIEHUTb BKJIAN 3TUX (haKTOpOB B KUHETUKY WHAYKLIMOHHBIX SIBIEHWI B XJIOpOIUIacTax in Situ.
[MokasaHno, yto MHOrodasHas kKuHeTnkKa orookucienus: P,y (mepBuuHbIil foHOp 351eKTpoHOB B PCl1)
oTpaxaer IepepacripesieJiIeHUe 3JIEKTPOHHBIX IMTOTOKOB MEXIY LUKINYECKUM U HeLUKIMYECKUM TTyTSIMU
repeHoca 3JIeKTpoHa, odycioBiaeHHoe aktuBanueil IIKDB BciencTBue 3aiienaynBaHUsI CTPOMBI, a TakkKe
CMeHY JIMMUATHUPYIOIIEH CTaINH B LIETTH TlepeHOca 3JIeKTPOHA, MHIYIIMPOBAHHYIO YMEHbIIIEHUEeM 3HaYeHU I
pH BHyTpuTUnakounHoro npocrpaHctsa (pH;,). ITo Mmepe cHxenust pH;, moTok 31eKTpoHOB Mexny PC2
u ®C1 3amemisieTcsi, YTO MOXET OBbITh BBI3BAHO 3aMeUIEHUEM CKOPOCTH OKHUCJICHMS TIACTOXWHOJA U
ocnabienrem aktuBHocth PC2 Beneacteue HOT.
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BBEAEHUWE

Y pacteHuii (hOTOCMHTE3 MPOUCXOAUT B IHEPIO-
peoOpa3yroIInX OpraHe/iax — XJopoIuiacTax. Xjao-
poIuiacTbl UMEIOT CJIOXHYIO CTPYKTYypy. BHeuiHss
000J104Ka XJI0pOIJIacTa COCTOUT U3 ABYX JIMITUIHBIX
MeMOpaH, a BHYTpPEHHEe IIPOCTPAHCTBO (CTPOMY)
MPOHU3BIBAIOT YIJMHEHHbIC MEMOpaHbI (JITaMeJLJTbI),
KOTOpble 00pa3yloT 3aMKHYTbIe YIUIOIIEHHBIE My-
3bIpbKM — TUJIaKOUIbI. [ITOTHO MpUMBIKatOIIMe IpYyT
K APYTY TUJIaKOUIbl 00pa3yloT IpaHbl, KOTOPbIE CO-
€OUHAIOTCA OPYT C IPYIOM IOCPEACTBOM MEXIPAaH-
HBbIX TUJIAKOUIOB, SBJSIOUIUXCS TPOAOJKEHUEM
rpaHaJbHBIX TUIaKouaoB [1—3]. B memOpaHe tuna-
KOUIIOB pacroJjiaraloTcs IUIMEHT-0eJIKOBble KOM-
TJIEKChI, KOTOPbIE MOTJIOIAI0T CBET U 00eCcTieurBatoT
MpoTeKaHWe MEePBUYHBIX IPOIecCOB (hOTOCUHTE3A:
MOTJIOLIIEHUE CBETAa MUTMEHTAMU CBETOCOOMPAIOIINX
anTeHH doTtocuctembl 1 (PC1) u dotocucreMnr 2

(PC2), Murpaiyio d3Hepruu MorjolleHHbIX KBAHTOB
CBeTa K PEeaKIIMOHHBIM IIeHTpaM. B peakImoHHBIX
neHTpax ®C1 u @C2 npoucxoauT NEPBUYHOE pa3ie-
JICHUE 3apsIIOB Y MTHULIMHPYIOTCS ITPOIIeCCHI TIepeHO-
ca 3JIEKTPOHOB TI0 IIETIA 3JICKTPOHHOTO TpaHCITOpTa
(IDT) [4—6]. POTOMHAYLMPOBAHHBII TPAHCHOPT
3JIEKTPOHOB COIIPSIKEH ¢ TpaHCMEMOpaHHBIM TIepe-
HOCOM TIpOTOHOB. TpaHcC-TWJIaKOWIHAsT pPa3HOCTHb
3JIEKTPOXUMUYECKUX TTOTEHIIMAJIOB MOHOB BOIOpOAa

(Aﬂw) CIIYXXUT “ABWKYIIEH CUION” mJIsi pabGOThI
ATP-cuHTa3HOrOo KOMILIEKCa, OO0eCcreYnBalolIero
obpaszoBaHue Moaekysl ATP uz ADP u Heopranuue-
ckoro ¢ocdara (P;). B ctpome pacnonoxeHbl ¢ep-
MmeHTHI 1nkiia KaneBuna—bencona (LIKbB), karanu-
3UpPYIOLLIME peaKIIMU BOCCTaHOBJIEHUS yriaepoaa [7].
OCHOBY TUJIAKOMIHBIX MeMOpaH XJIOPOIJIAacTOB
COCTaBJIsIeT TUNUAHBIIA OUCIION, B KOTOPHI BCTpOE-
HBI OeJIKOBBIe KOMIUIEKCH. OnHa M3 0COOEHHOCTEM
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CTPYKTYPHO-(DYHKIIMOHAIBHOM OpraHu3anuu (GpoTo-
CUHTETUUYECKOTIO aIlapaTa B XJIOPOIIACTaX BBICIIMX
pacTeHuil — HEOMHOPOMHOE pacIipelecHUE 3JIeK-
TPOH-TPAHCIIOPTHBIX 1 ATP-CHMHTa3HBIX KOMILIEK-
coB. béabiras yacts KomruiekcoB @C2 n1oKaaIn3oBa-
Ha B MeMOpaHax TeCHO MPUMBIKAIOIIUX APYT K APYTY
Tunakounos rpaH [1—3]. Hanporus, ®C1 u ATP-
CUHTa3HbIe KOMILJIEKCHI paCIONI0XKEHbI B TEX y4acT-
KaX TWJIAKOMIHOM MeMOpaHbl, KOTOPbIE 9KCIIOHUPO-
BaHEBI B 00J1aCTh CTPOMEI (MEXXTpaHHbBIE TUJIAKOUIBI 1
TOpLEBbIE YYACTKM TUJIAKOMIOB TpaH). LlmToxpom-
Hble by [~-KOMIUIEKChl paclpeneieHbl PaBHOMEPHO
MEXIy TpaHAIbHBIMHA 1 MEXTPaHHBIMM TUJIAKOWIA-
mu [8, 9].

BoeisicHeHMe MeXaHU3MOB PETYJISILIUU 3JICKTPOH-
HOT'O Y IIPOTOHHOI'O TpaHCHOPTa B (DOTOCUHTETUYE-
CKHUX CHCTeMaX — aKTyaJibHas 3agada OMo(U3NKHA U
ouoxumuu dortocuHTe3a. CTpyKTypHO-(PYHKIIMO-
HaJIbHasI “TUOKOCTh” (POTOCHMHTETUYECKOIO anIapa-
Ta obecrieunBaeT ero 3PPeKTUBHYIO pabOTy B M3-
MEHUYMBBIX €CTECTBEHHBIX YyCIOBMsX. B xyopora-
CTaX MOXHO BBIIEJIWTh JBa THUIIA PETYISITOPHBIX
npoueccoB [10—16], xoTopble BKIIOYAKOT B cebs
OBbICTpbIE (CEKYHIIBI—MUHYTHI) U MEAJIEHHbIE (4achl—
CYTKM) MEXaHU3MBI peryJisinuu. BeICTphle MexaHU3-
MBI CBsI3aHBI C aKTUBAIUE/IeaKTUBanein hepMeH-
toB LIKDB, nepepacnpeneieHieM HEPTUM MOJIONIA-
emoro cBera Mexxny @C1 u PC2 1 noH-3aBUCUMOI
peryisimeii 3JIeKTpOHHOro TpaHcmopra. MemieH-
HbIE MEXaHU3MBbI OOYCJIOBJIEHBI U3BMEHEHUSIMU KC-
npeccud O6eJIKOB (OTOCHMHTESTMUYSCKOIrO arapara
xjoporiacToB. Hapsioy ¢ aTM BaXXHYIO pOJIb B peTy-
s OTOCHMHTE3a UTPAIOT TMPOLIECChl CBETO3aBU -
CUMOTO MepeMeIIeHMsI XJIOPOILUIACTOB BHYTPU PacTU-
TeapHOU KieTku [17].

OnuH 13 KITI0YEeBBIX MEXaHU3MOB peryasaun ¢go-
TOCUHTETUYECKOTO TPAHCIIOPTa 3JEKTPOHOB CBsI3aH
¢ usMeHeHUsiMU PH BHYTpUTMIAKOUIHOTO TIPO-
crpaHcTBa (pH;,), KOTOpbIE BIAMSIIOT HA CKOPOCTb Me-
peHoca s51eKTpoHOB Mexxay PC2 u @C1. JIumutupy-
omuM 3BeHoM B LIOT xymopomnacTtoB siBasieTcst
ctaaus okuciaeHus miacroxunosna (QH,) uuroxpom-
HbIM bgf-komruiekcom [18, 19]. Okucnenue QH, co-
MPSKEHO € BbIAEIEHUEM TTPOTOHOB BO BHYTPUTHUJIA-
KOUIHBIN 00beM: nMpu yMeHbleHuu pH;, ckopocTb
MepeHoca 3JIEKTPOHOB 3aMmeyisieTcs. TpaHCcTuIako-
unHas pazHoctb pH (ApH), co3maBaemas 3a cuet pa-
6otel LIDT xnopomiacToB, BHOCUT OCHOBHOI BKJIA
B BEJIMYMHY “HPOTOH-IABWXKYIIEH CUJIbI” Al [20],
obecnieunBaomieit pabory ATP-cunTazer (ADP +
+ P, > ATP). ITotok nnporoHoB uepe3 ATP-cuHTazy
(Jorp) BusieT Ha BenuunHy ApH. Ilpu u3bbsiTke cy6-
cTparoB 1151 peakuuu cuHTe3a ATP motok Jurp U, CO-
OTBETCTBEHHO, CKOpPOCTh cuHTe3a ATP OGynyT BbICO-
kumu. [Tpu aTOM nonaepXuBaeTcsi BbICOKasi CKOPOCThb
IepeHoca 3JeKTPOHOB MexXay (doTtocucteMamu (Me-
Taboandeckoe “cocrossHue 3”). I[lociie yMeHbIIEHUS
koHueHTpauuu ADP BcieactBue padbotsl ATP-cuH-
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Ta3bl IIOTOK IIPOTOHOB, COIIPSDKEHHBIM C CHMHTE30M
ATP, ocnabeBaeT, IPOUCXOAUT HOMOJHUTEIBHOE
yMeHbleHue pH;,, UTO BbI3bIBaET TOPMOXKEHUE Te-
peHoca 3JIEKTPOHOB (MeTaboIMIecKoe “cocTrossHue 47)
[15,20-22].

B Hacrosieii paboTre mpoBeAeH TeOPEeTUICCKUIA
aHamm3 pH-3aBucuMoOIl perysiuny 3JIeKTPOH-TPaHC-
MOPTHBIX ITPOLIECCOB B XJIOPOILIACTaX B paMKax MaTe-
MaTUYECKOM MOAeM, pa3paboTaHHOW HaMM paHee
[23—29]. YncneHHOE MOASINPOBAaHNUE CBETOBBIX CTa-
nuii GoToCUHTE3a MTO3BOJISICT aHAJIM3UPOBaTh 00OpaT-
HEIC CBSI31 B Pa3BETBJICHHOM CETH BHYTPUKIIETOYHBIX
MeTabommaeckux 1poueccos [30, 31]. Mcmonp3oBa-
HUE MaTeMaTUYECKUX METOI0B OKa3bIBAETCs TLIOIO0-
TBOPHBIM JIaXe IIPU TOM, YTO XJIOPOIUIACTBI MMEIOT
CJIOXKHYIO TOTIOJIOTHIO — HEOTHOPOMTHOE pacIpenaesie-
HUE TUTMEHT-0eJIKOBBIX KOMITJIEKCOB BAOJIb TUJIAKO-
UIHbIX MeMOpaH [32, 33]. B gaHHOI1 paboTe OCHOB-
HO€ BHUMaHHE yIeJeHO aHAIN3y MEXaHU3MOB Me-
TaOOJIMYECKOIO KOHTPOJISI B XJIOpoIulacTax MHpu
dyukuonuposanun LIKB u B ycinoBusix mcesmo-
UKJIMYECKOTO TpaHCIOpTa 3JIeKTpoHOB. Iloka3aHo,
yTo MHOroda3zHasi KUHeTHuKa (hOoTOOKUCIeHUs1 Py,
(mepBUYHLBIA TOoHOpP 37eKTpoHOB B PC1) oTpaxkaer
rnepepacmnpeeicHe 3JeKTPOHHBIX IIOTOKOB MEXIY
LUKJIMYECKUM U HELIUKJINYECKUM ITyTSIMU MepeHoca
9JIEKTPOHOB, oOycioBieHHoe akTupauueili LIKbB
BCJICICTBME 3allleIadMBaHUS CTPOMBI, a TAKXKE CMEHY
JIMMUTUPYIOLIEH CTaAuUM B LIETIM MepeHOoca 3JIEKTPO-
HOB, MHAYLIMPOBaHHYIO yMeHbIlleHueM pH BHyTpu-
TuiakounHoro npoctpadcta (pH,,). [To mepe cHu-
xkeHus pH;, morok anexkrpoHoB Mexny PC2 u OCI1
ocjlabeBaeT BCJIECACTBUE 3aMEIJIEHUSI OKHUCJICHUS
IUIACTOXMHOJIA 1 ociabieHus aktuBHocTt DC2 B pe-
3yabTrate Hedoroxumudeckoro TtymeHus (HDT)
BO30Y>KIESHUSI MOJIEKYJ XJIOpOopUILIa.

OINMCAHUWE MOJIEJIN

B ocHOBy Mopenu, UCHOJb30BaHHOI B HACTOSI-
et pabore, Jieria Moleidb (POTOCMHTETHUYECKUX
IIPOLIECCOB OKCUT€HHOTO THUIIA, IIOJIPOOHO OMMCAH-
Hasg B [23—29, 34—39]. CxemMa paccMaTpuUBaeMbIX
MPOLIECCOB BJIEKTPOHHOTO TpaHCIOpTa MoKa3aHa Ha
puc. 1. Monenb onuchIBaeT aJlbTepHATUBHBIE ITyTU
repeHoca 3JeKTPOHOB B XxjoporacTtax: (/) HeluK-
JINYeCcKuii mepeHoc 3J1eKTpoHOB oT @ C2 k PC1 u na-
nee K NADP*, (2) nceBIOLMKIMYECKUI TPAHCIIOPT
BJIEKTPOHOB C YYaCTUEM MOJIEKYJISIPHOTO KHUCIOpOaa
B KadecTBe akienropa aynekrtpoHa B ®C1, u (3) uuk-
JINYeCKUii mepeHoc 3jieKTpoHoB Bokpyr PC1. Hapsi-
JIy C 9TUM paccMaTpHBaIOTCSI MPOLECChl TPaHCMEM-
OpaHHOTO TIepeHoca MPOTOHOB M cuHTe3a ATP mn3
ADP u Heopranuueckoro docdara (P;). OnuceiBa-

€TCsI TIOBEIEHUE CIIEMYIOIINX MEPEMEHHBIX: [Pyg] —
KOHLIEHTPALIM$ OKUCJIEHHBIX LEHTPOB Py, (1IepBuy-

o +
HBII TOHOP 271eKTpoHOB B PC1), [Py, | — KOHILIEHTpa-
1IMS1 OKUCJIEHHBIX LIEHTPOB Pggy (MEpBUYHBIN TOHOD
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Puc. 1. IIpoiieccol 2J1eKTPOHHOTO M IMTPOTOHHOTO TPAHCIIOPTa, paccMaTpuBaeMble B Monenu. O6o3Hauenust: Fd — deppenok-
cuH; FNR — deppenokcuH-NADP-penykrasza; FQR — deppenokcuH-xuHoH-penykrasa; P7gy 1 Pggg — mepBUYHBIE TOHOPBI
anekTpoHa dorocuctemMbl 1 (PC1) u dotocucremsr 2 (PC2) cooTBeTcTBeHHO; Pc — rutacrounanud; PQ — rmacToXuHOH
(okucnennast popma); PQH, — rutactoxuHon (BoccraHoBieHHast opMa); bgf — HIUTOXPOMHBIN KoMInekc bgf. IKB — ki
KanbBrHa—beHcoHa. KOHCTaHTBI Y CTpEIOK XapaKTepU3YyIOT CKOPOCTU COOTBETCTBYIOIIMX peakinii (IToApOOHOCTH B TEKCTE).
Hudpamu 0603HaYEHBI MOAETNPYEMBIC IIYTH JIEKTPOHHOTO TpaHcnopTa ot deppenokcuna: I — B LIKB, 2 — Ha Monekysip-
HBII KUCIopos (peakiust Mesepa), 3 — IMKINYeCKuii myTh BOKpyT D CI1.

a5ekTpoHOB B PC2), [Pc] — KOHIIeHTpalus OKMC-
JICHHBIX ITEPEHOCYNKOB — HETIOCPEICTBEHHBIX TOHO-

POB 3JIEKTPOHOB ISl OKUCIEHHBIX LIEHTPOB Py,
(TUTaCTOLIMaHWH B XJIOPOIIACTAX U/UJIU LIUTOXPOM Cg
y umaHoOaktepuii), [PQ] — KoHLeHTpalusi OKUC-
JIEHHOTO 1iacTtoxmHoHa, [Fd] KOHILICHTpaLMs
okucaeHHoro geppenokcuna, [N*] u [NH] — koH-
LIEHTpalui TepMUHaibHOro aknentopa ®CI1 B
OKMCJIEHHO 1 BOCCTAHOBJIEHHOM (hopMax — NADP*
nu NADPH coorBerctBeHHo. Ilepemennass [ATP]

onuchiBaeT udaMeHeHus1 KoHueHrpauuu ATP. Ilepe-

+ +
meHHble [H;, | u [H, ] onuceBaloT U3MeHEHN KOH-

LEeHTpalii MOHOB BOIOPOJA BO BHYTPUTUJIAKOWII-
HOM MPOCTPAHCTBE U B CTPOME COOTBETCTBeHHO. [1pu
MOJENUPOBAHUM CUUTAETCS, UTO BCE MEPEHOCYUKU
BJIEKTPOHOB pacIipeie/ieHbl OTHOPOIHO B MeMOpaHe
TUJIAKOWIAa U CKOPOCTh MIEpeHOCa 3JIEKTPOHOB HE JIH-
Mutupyercs nuddysneit MOOMIBHBIX TIEPEHOCYNKOB
aJIeKTpoHa (cM. obocHOBaHMe B [15, 22, 28]). Cucre-
Ma OOBIKHOBEHHBIX IH(MdepeHIMATbHBIX ypaBHE-

BUOJIOTMYECKME MEMBPAHBI

HUI, ONVCHIBAIOIINX MTOBEIEHUE TTIEPEMEHHBIX MOIEIN
BO BpeMeHH, NOAPOOHO omNrcaHa HaMu paHee B [29].

Ilpoueccot 31exmponno2o mpancnopma. IT1oTOK
251eKTpoHOB 0T DC1 kK NADP™ (Jyspp) OOECIICUnBa-
et oopazoBanrie NADPH 3a cuet a1eKTpOHOB ITOCTY-
namoiyx or ®C2 (HELMKITNYECKUIA TPAHCIIOPT DJIEK-
tpoHOB: H,0 — ®C2 - PQ — b¢f > ®C1 - Fd —
— NADPY). Akuenropom anekrpora B @C1 ciayxur
deppenokcun (Fd). JIBa a1ekTpoHa OT ABYX BOCCTa-
HoBJieHHbIX Mosekya Fd (Fd™) mepeHocsTcs Ha
NADP* yepes peppenokcna-NADP-penykrasy (FNR).
BoccranoBnennas monekyina NADP™ nporoHupyet-
¢Sl 32 CYET MOHOB BOAOPO/A, MOCTYMHAIOIINX U3 CTPO-
Ml (NADP~ + H* — NADPH). ITorpe6ieHue
NADPH u ATP omuceiBaeTcss GeHOMEHOJIOTNISCKU
¢ nomoubo pyHkuuu k-g([NADPH],[ATP],pH,,),
3aBucsiieil or koHueHtpauuit [NADPH], [ATP] u
pH ctpomsbl (pH,,), Kak npemioxeHo B paboTtax [23,
24]. B Moaenu npenycMoTpeHo, YTO (DOTOMHAYLIMPO-
BaHHOE 3allieJlayBaHue CTpoMbI (yBenudeHue pH,,,)
Ne 4
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yckopset nnorpediaeane NADPH u ATP B LIKbB (cur-
MOUAHAs1 3aBUCUMOCTb Kcpc OT pH,,,)-

Bropoii nyth orToKa 351eKTpoHOB 0T P C1 — 1nepe-
Hoc ajekTpoHa oT PCI1 Ha monekyny O, (peakuus
Menepa [40—42]). B pe3ynbraTe 3TOTO0 00pa3yloTcs

CYINEPOKCUAHbBIE paaVKabl O;, KOTOpbIE AUCMYTHU-
pyIoT ¢ obpazoBaHueM nepokcuna Bogopoaa (H,0,)

U MoJIeKyJsipHOTO Kuciaopoma (205 + 2HT —
— H,0, + 0,); monekynsl H,0, paznaratorcsa no O,
1 Bofbl. TakuM 00pa3oM, 3JIEKTPOHBI OT MOJIEKYJTbI
BozbI, pa3naraemoii B @C2, rmepeHocITCS K MOJIEeKy-
JlaM 02, IMpn 3TOM KOHC€YHbBIM ITPOAYKTOM OKa3bIBa-
eTcsl MOJIeKyJia BOAbI (TakK Ha3blBaeMbliil IIUKJT BOJA—
Bona, H,0 - ®C2 — ®C1 — H,0). Kak u B ciryqae
HEIMKJINYECKOTO TIepeHOCca 3JIEKTPOHOB, (DYHKIINO-
HUPOBaHUE LIMKJIa BOJa—BO/ia TPUBOIUT K HAKOILIE-
HUIO TIPOTOHOB B JTIOMEHE.

Hukmmaeckuii TTOTOK 31eKTpoHOB BOKpyr PCl1,
IpY KOTOPOM 3JIEKTPOHBI Bo3BpamamoTcs oT Fd ge-
pe3 deppenokcuH-xuHOH-penykTasy (FQR) B LIOT
Mmexnay @C2 u ®C1 (Ha ypoBHE IJIACTOXWHOHA),
OOBIYHO HA3BIBAIOT KOPOTKUM LUKIIOM [43, 44]. Bo3-
MOXEH, B TIpPUHLINUIIE, U JUIMHHBIHA ITyTh LIMKJIMYECKOTO
repeHoca 3JIeKTpoHOB BOKpyr P C1, Korma 371eKTpo-
Hbl 0T NADPH Bo3Bpamatorca 8 LIOT (Ha 1utacro-
XWHOHOBBIN ydyacTok) yepe3 NAD(P)-okcunopenyk-
Tazy [45]. OmHako 3(pPeKTUBHOCTH PadOTHI AJTMHHO-
ro MyTH LIMKJIMYECKOTO TPAHCTIOPTA 2JIEKTPOHOB, KaK
MpaBUJI0, HE3HAUMTEeIbHA Y TO3TOMY B JaHHOI pabo-
T€ 3TOT MYTh HE YUYUTHIBAJIU.

IIpoueccot mpancmembpannozo nepernoca npomo-
Hog. B Momenu paccMaTpuBaeTCsl HAKOIUICHUE IIPO-
TOHOB BHYTPU TWJIAKOUIIOB B PE3yJbTaTe pa3ioxe-
Hus Boabl B ®C2 n okucienuss QH, MMToXpoMHBIM
bg f~KOMIIIEKCOM. YUMTBIBAETCS, YTO UOHBI BOJIOPO-
Jla, JIOKaJu30BaHHbIE BHYTPU (JIIOME€H) U CHapyxKu
(cTpoMa) TWJIAKOMAOB, MOTYT CBSI3BIBATHCS C ITPO-
TOH-aKleNTOpHbIMU (OydhepHbiMEI) rpynnamu (Buf),
KOHILIEHTpaLUs KOTOPBIX 3HAYMTEJIbHO MpeBbIIIa-
€T KOHIIEHTpPaHUIO 3JICKTPOHHBLIX IIEPEHOCYMKOB
([Buf]/[®C1] ~ 100; mogpobHee cM. [46]). Bausaue
OydepHBIX TPYI CKa3bIBaeTCSI HAa CKOPOCTU JTOCTH-
KEHHUSI CTAlIMOHAPHOTO COCTOSIHUSI CUCTEMBbI; OdHA-
KO, KaK OTMeYeHO paHee [46], cTallnoHapHbIe 3Haye-
HUSI IEPEMEHHBIX MOJEJIM HE JOJKHBI 3aBUCETh OT
OydepHOiT eMKOCTH XJIOPOTLIIACTOB.

Buixon mpoTOHOB 13 TUJIAKOUIOB B CTPOMY MOXET
MPOUCXOOUTH IBYMS MyTsaMu: dyepe3d ATP-cuHTasy
(conpskeHHBIN ¢ cuHTe30M ATP mMoTOK IMPOTOHOB
JuTp) Y TIyTEM MACCUBHOI YyTEUKU MPOTOHOB, HE CBSI-

3aHHOII ¢ cuHTe30M ATP (MOTOK MPOTOHOB JH+).

B Momenu Takke y4UThIBaeTCss OOMEH HpPOTOHAMM
MEXIY CTPOMOM U IIMTO30J1eM (ITOTOK ITIPOTOHOB J.;,
cM. moapoOHee [23—25]). MBI mpearionaraem, 4To
KOHIIEHTpAaLIM1 MOHOB BOAOPOJAa B CTPOME U B JIIOME-
HEe He 3aBUCSAT OT MPOCTPAHCTBEHHBLIX KOOpPAUHAT,
YTO 3KBUBAJICHTHO YCJIOBUIO “OBICTPOTO ITE€pPEeMEIIII-
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BaHus”. 3HayeHue pH., B IMTO30/1€ (IIPOCTPAHCTBO
MeXIy 000JIOUKOI XJIOpOIlIacTa U KJISTOYHON MEM-
OpaHoOIi) cuMTaeTCsl MOCTOSTHHBIM 3a CYET BBICOKOI
OydepHoii eMKocTH uToruiasmel (pH,y, 8).

Ilapamempot modean. CucteMa KUHETUYECKUX
ypaBHEHU M METOIOJIOTUSI BBIOOpa 3(PPEKTUBHBIX
KOHCTaHT CKOPOCTEM Mpo1eccoB, 0003HAUYEHHbBIX HA
puc. 1, moapoOHO onurcaHbl B HaIMX padorax [23—
29]. KiroueBoii cTagueit, onpenessiolnieii CKOpoCTh
nepeHoca 3J1eKTpoHoB Mexny @C2 u DCI1, apisercs
okucieHue rtuiactoxuHosa (QH,) LUTOXPOMHBIM
b¢f-komruiekcoM. CKOpOCTb 3TO# peakluu, Kak
n3BecTHO [15, 18—22], 3aBUCUT OT KOHIEHTpalUU
MOHOB BOIOPOAAa BHYTPU TUJIAKOUIOB, [H;'n]. Cko-
poctb okuciienuss QH, xapakrepusyercs GyHKIUEH

kq = AIQ1,[Pc],[H}.]). 3nauenue kq 00paTHO Ipo-

NOPLIMOHATIBHO BEJMYMHE Ty — XapaKTEPHOMY Bpe-
MeHn okmciaeHust QH,. DTo BpeMs ompenensieTcs
cKopocThio B3anmoneiictBusg QH, ¢ IIMTOXpOMHBIM
b¢/f-KOMILIEKCOM 1 TIEPEHOCOM 3JIEKTPOHA Ha MOJie-
KyJ1y TJIacTOLIMaHnHa [46].

Bri6op dpynkumm kg =A[Q],[Pc], [H;. ]) cnenan Ha
OCHOBaHMM CpaBHEHMsI 3KCIIEpPUMEHTAJIbHOI 1 T€O-
PETUYECKOM 3aBUCUMOCTEN CKOPOCTU BOCCTAHOBJIE-
HMs OKMCIIEHHBIX LeHTpoB Py, or pH;, mocie BbI-
KJIIOYEHUS cBeTa. AIEKBAaTHBIM BBIOOD 3TOM (PyHK-
UM UTpaeT KJIIOYEBYIO POJIb MPU MOACINPOBAHUU
SBIEHMS (POTOCUHTETUYECKOTO KOHTPOJISI B XJIOPOILIA-

crax. st moctpoenust byHkumm ko =A[Q],[Pe],[H;, 1)
MBI HCIOJIB30BAIM SKCIEPUMEHTAIBHYIO KPUBYIO,
OTPaXAIOIIYIO 3aBUCUMOCTb oT pH,, BpeMeHu moiy-

BOCCTAaHOBJIeHUs Py, MOCje BBLIKIIOYEHUM Oel0ro
cBera [47—49]. Puc. 2 moka3pIBaeT, 4TO MOJEIbHAs
pH-3aBMCUMOCTL CKOPOCTU BOCCTaHOBIEHUS Py,
HAXOJUTCS B XOPOIIIEM COTJIACUM C DKCIIEPUMEHTOM;
MpU yMeHbIlIeHUU pH;, CKOpocTh mepeHoca 3J1eKTpo-

+
Ha K P, 3amemisiercs. B kauecTBe MOMMOTHUTENBHO-
ro KpUTEpPUS aIeKBaTHOro BbiOOpa (YyHKIUU

kQ([Q],[Pc],[H;]) MBI UCIIOJIb30BAIA DKCIIEPUMEH-
TaJibHbIE TaHHbIE O 3HauYeHusx pH;, B MeTabonuye-
CKUX COCTOSIHUSX 3 (YCIOBUSI UHTEHCUBHOIO CUHTE-
3a ATP) u 4 (cocrosiHue “(hOTOCMHTETUYECKOTO KOH-
Tpoas™). Ilpu 3TOM MBI UCXOOWIU U3 TOro, 4TO
cTallMoHapHbie 3HaueHus1 pH nroMeHa paBHbl pH;,, =
=~ 6.0—6.25 (coctosgnaue 3) u pH;, = 5.5—5.75 (cocro-
sHue 4) [47, 50, 51]. Jna onucaHusi moTpeOACHUS
ATP u NADPH B LIKDB MbI vcrioib3oBaiu GYHKLNIO
kcgc([ATP],[INADPH],pH,,;), KoTopas onuceiBaeT
aktuBauuioo peakuuii LIKb B 3aBucumoctn ot pH
crpomsl (pH,,). [Tonpo6Hoe onucaHue 3Toi PyHK-
LY JaHO B HaIIUX padoTtax [23—25].

MO>XHO HAalTH MHOXECTBO paboT, MOCBSIIEHHBIX
MonaearpoBaHuio padbotel ATP-cuHTa3bl (HampuMmep,
Ha OCHOBE KMHETUYECKUX MOJEJIE C HECKOIbKUMU
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COCTOSIHUSIMM, CM., Hampumep, o03o0psl [52, 53]).
s ontucanust padoTel ATP-cuHTa3bI HAMU UCITOJIb-
30BaHa CPaBHUTEIILHO IpoOCTas MOACIb pPabdOThI
ATP-cuHTa3b1, NpemnoxkeHHas B [54]. s monem-
poBaHMs MPOLIECCOB TPaHCMEMOPAHHOTO MepeHoca
IIPOTOHOB MbI MCITOJIb30BaJIN (PYHKIIMH, OTTMChIBAIO-
II1Me aKTUBHBIN (compskeHHBIA ¢ cuHTe3oM ATP,
Jorp) U TIACCUBHBIN (yT€uKa MPOTOHOB YEPE3 MEM-

Opany, JH+) TTIOTOKH ITIPOTOHOB, KOTOPHIE 3aBUCSIT OT
pa3HOCTU KOHIIEHTpalliii MOHOB BOIOpOIA [H;] u
[H;,.]. TTOTOK NPOTOHOB J,1p 3aBUCUT TAKKE OT CO-
otHomeHMs1 KoHueHTpauuiit ADP u ATP — cybcTpa-
Ta M MPOJAYKTa peaklnu, KatanuznpyeMoit ATP-cun-
Tazoii. O60OCHOBaHUE TOTO, KaK BbIOMpaeTcs (hyHK-
1IMsi, OTMKCHIBAaIOIIasi TpaHCMEMOpPaHHBbIN IMepeHoC
npotoHOB yepe3 ATP-cuHTasy, a Takke onmucaHue
(byHKUMIT 1 KOHCTaHT, ONPENESIOIINX TOTOKU Jrp
u JHH JIaHO B Halleit padote [29]. KoHkpeTHBIE 3HA-
YeHUsI KOHCTaHT, BXOASIIUX B (OPMYJIbI TTOTOKOB
Jarp U JH*’ BbIOpaHbBI ITyTeEM (DUTUPOBAHUS SKCIEPU-
MEHTAJIbHBIX TaHHBIX TaK, YTOOBI MOJYYUTh HAUTYY-
11Iee COoIVIaChe PaCUETHBIX U 9KCIIEPUMEHTaJIbHbBIX Be-
JuunH pH;, u ckopoctu cuntesa ATP nipu paznuy-
HbIX 3HaueHusX pH,,.. OyHKIMS yTeUKU TPOTOHOB,
OIKMChIBalOIIAasi OOMEH MPOTOHAMU MEXIY CTPOMOI 1
uto3oieM (J;), BbIOpaHa aHAJIOTUYHO (DYHKIIUU
Jus 125, 27, 29].

Bapuanuu B cTeXMOMETPUM TMMUTMEHT-0EIKOBBIX
koMmiuiekcoB @C1 u @C2 yuutsiBaiv, BHIOMpast pas-
HbI€ COOTHONIEHUS mapaMeTpoB L, u L,, XapakTepu-
3YIOLIUX YUCTIO KBAHTOB CBETa, MOIAaaaloInuX B eau-
HUIYy BpeMeHU K P,y 1 Pggy coorBeTCTBEHHO. [1pu-
HITO, 4YTO JanbHMi KpacHblii cBer (AKC),
Bo30Oyxnaromuii ipeumyiectseHHo PC1, cooTBeT-
cTByeT oTHolueHuio L,/L, = 10, a 6ensiit ceet (BC),
3¢ dekTUBHO BO30OyXnawluii o6e GhoTocucTeMBl,
COOTBETCTBYET oTHoleHuw L,/L, = 0.8. Takue co-
oTHoueHue L,/L, BbIOpaHO HaMM, UCXOAsI U3 CpaB-
HeHus criekTpoB geiictBug ®C1 u PC2 [55, 56].
Kpome sTOro, kak mnokazaiu pe3yjabTaTbl HaIIUX
Mpeablayux ucciaenoBanuii [24, 25, 38], BeiOupast
JIaHHbIE COOTHOILLIEHU TTapamMeTpoB L, u L,, ynaercs
MOJIYYUTh BIOJIHE NPaBAONIOAOOHOE ONMCAHUE MHO-
rodasHoit KMHETUKU (POTOUMHIAYLUPOBAHHBIX IIpe-
BpalueHuii P;y, B JIUCTBSIX BbICIIMX pacTeHUid. st
mopenupoBaHust HOT Bo30y:KneHUsST MOJEKYI XJIO-
podmia B cBeTocobupaloneit antenHe ®C2, KoTo-
poe, KaK U3BeCTHO [57], ycuauBaeTcs IpU 3aKUCIe-
HUU BHYTPUTUIAKOUIHOTO MPOCTPAHCTBA, Mbl 3aJa-
Basn L, B BUne pyHkuuu L,(pH;,), yMeHbluatomencs
Mo Mepe cHUXeHusi pH BHYTpUTHIAKOUIHOTO TPO-
crpaHcTBa (cM. mompoOHee [29]). MakcumanbHOE
ocnabnaenune akTuBHocTd PC2 3a cueT reHepaluu
H®T (B Moaenu 3ToMy COOTBETCTBYET YMEHbILICHUE
napameTtpa L,) B pesynbTare cHuxeHusi pH,, mpuHu-
Majloch paBHbIM TpeM (nipu pH;, <5.5).

BUOJIOTMYECKME MEMBPAHBI
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Puc. 2. DkcriepyMeHTaIbHAsI M TeOpeTUYecKas 3aBUCH-
MOCTHM BPEMEHHU IOJIyBOCCTaHOBJIEHUsT P;, mocie BbI-
KJIIoYeHUs1 0ejioro cBera or pH BHYTpUTHUIAKOMIHOIO
npocrpaHcTBa. CBET/IbIE TOUKU — SKCIIEPUMEHT, TEMHBIE
TOYKHU — pacyeT. DKCHEPUMEHTAbHBIE TOUKH MOJTYYCHBI
IIJIsSI CYCIIEH3UM Pa300IeHHBIX XJIOPOILIACTOB, IO MaTe-
puanaM paGoTsl [49].

B kauecTBe HaYaJIbHBIX YCIOBUI, €CJIM HE OTOBO-
PEHO CIeUaIbHO, CYMTAIH YTO MYJIbI IJTACTOXUHOHA
u Fd okucnenn, a Py, P¢o U miacTonmaHmHa
BOCCTAHOBJIEHBI. DTU YCIOBUS ObUIM TIPUHSTHI U3
CJIeAyIoIIMX cooOpakeHuii. IlnacTonmaHuH — 3TO
BBICOKOTIOTEHIIMAIBHBINT TIEPEHOCYUK 3IJIEKTPOHOB

(E., ~+380 MB), KoTopblit, KaK 1 P;q (E, ~ +500 MB),
rnocJjie aganTaluy XJIOPOIJIACTOB K TEMHOTE Haxo-
JIUTCSI B BOCCTAHOBJIEHHOM COCTOSIHUM. JIefiCTBUTEb-
HO, 3(pDEKTUBHBIN pPEeTOKC-ITOTCHIINAI CTPOMBI TO-
pa3no Huxe (cMm., Hampumep, [58]), a noTomy
MPaKTUYECKU BCe MOJIEKYIbl Py, u Pc B HauaibHOM
COCTOSIHUY AOJIKHBI HAXOIUTHCSI B BOCCTAHOBJIEHHOM
COCTOSITHUU. B COOTBETCTBUM ¢ 3KCHEPUMEHTAbHbI-
MU JaHHBIMU [18, 19, 59, 60] 06111y10 KOHIIEHTPAITIIO
MOJIEKYJT TIJIACTOXMHOHA (JABYX2JEKTPOHHBIN Mepe-
HOCYMK) NpuHsiv B 10 pa3 6osbuie [Pyg,], KOHLEH-
Tpaluuu riactolyaHuHa — B 1.5 paza, a Fd — B 7 pa3
6osblie [P;g].

PE3VYJIbTATBI 1 OBCYXIEHHUE

Memaboauueckuii Konmpoav 6 Xaoponaacmax
kaacca b. B HacTosieM pasaesie mpeacTaBIeHbl pe-
3yJbTaThl MOJEIUPOBAHUS MPOLIECCOB, CBA3aHHBIX C
rnepexonamMy MeKAy MeTaOOIMIEeCKUMM COCTOSTHUSIMU
(cocrosiHue 3 — coctosiHue 4) B YCJIIOBUSIX IICEBIO-
Ne 4
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Puc. 3. PacuerHast KuHeTHKa (POTOMHIYLIMPOBAHHBIX U3-
MEHEHUII OTHOCUTEJbHBIX KOHLIEHTPALIMil OKUCIEHHBIX
PEaKIIMOHHBIX IICHTPOB P7+00 (@), OKUCJIEHHOTO TLIACTO-
xuHoHa PQ (6) u dhoToOMHAYUMPOBAHHBIX M3MEHEHWI
BHyTpuTWIakounHoro pH;, (6) B 3aBUCUMOCTH OT MeTa-
6oTMIecKoro cocTosTHUS Xytoporutacta kinacca b. Cocro-
ssHUe 3 — akTUBHbIN cuHTe3 ATP (B McXomqHOM cOCTOSI-
Huu [ATP]y/[P7g0lg = 150), cocTosinue 4 — doTtocuHTe-
THYeCcKUii  KOHTpoib (ATP-cuHTaza HeakTUBHA),
cocTosiHue S — pa3obIeHHbIe XaoporutacTel (ApH = 0).

LIMKJIMYecKoro TpaHcnopra snekrpoHoB (H,O0 —
- PC2 - QH, - bsf - Pc - PC1 — 0O,).
B xnopomnactax kimacca b, JMIIIEHHBIX OOOJIOUKH,
orcyrctByioT pepmeHTHl LIKDB; omHako mpu 3ToM co-
XpaHSIETCSI LIEJIOCTHOCTD (3aMKHYTOCTh) TUJIAKOUIOB,
OJjlarogapsi YeMy XJOpoIuIacThl Kjlacca b crmocoOHBI
renepupoBatb ApH u cunresuposats ATP. 3Haue-
Hue pH BHeumrHeit cpenbl TIpuHSATO paBHBIM pH 8.
DTOT BEIOOP OOYCIIOBJIEH TEM, UTO MBI MOIEINPYEM
pH-3aBucuMbIe MeTabOJIMYECKUE TIEPEXOabl B U30-
JIMPOBaHHBIX XJIOpoIiacTax Kiacca b, cycnennupo-
BaHHEIX B Oydepe ¢ pH 8, usyueHHsie panee [15, 48].
Taxkoit BeiOOp pH ompenensiercs Tem, 4TO MaKCH-
MajibHasi cKopocTb cuHTe3a ATP B xmopomnacrtax
kiacca b Ha6momaercs ipu pH 8 [33].

OCHOBHbBIE 3aKOHOMEPHOCTU (HPOTOCUHTETUYE-
CKOTO KOHTPOJISI, CBI3aHHOTO C TepexogaMy MeXIy
METa0OJIMUYECKUMU COCTOSITHUSIMU 3 U 4, aeKBaTHO
ONMCHIBAIOTCI B paMKax Hameil momenu. Ha puc. 3
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IMOKAa3aHbl pPe3yJIbTaThl MOICIMPOBAHUS KUHETUKU
(OTOMHAYLIMPOBAHHBIX  OKUCIUTEIbHO-BOCCTAHO-
BUTEJIbHBIX MIpeBpaleHuit P,y (@) u PQ (6), a Takxke
usmeHenuii pH;, (6) B xjoporuiactax kiaacca b.
IMpenmnonaraercd, yro B ctpome pH,, 8 = const.
B cornmacnm ¢ 3kcnepMMeHTAILHBIMM JAaHHBIMU [48,
49] pacyeThl IOKa3ajlu, YTO OCBEIICHHME XJIOpOIlIa-
croB JIKC, B030yXIaroliuM IPpeuMyIllIecCTBEHHO
®Cl1, uanymupyet okucieHue P,y [1pr aToM Takke
okucasgercsa PQ. INocie Bkmouenus bC, adpdexTnB-
HO Bo30yxpaawiiero ooe MC, mporucxoauT OLICTpoe

BOCCTaHOBJIeHMe Py, 32 cYeT MPUTOKA 2J1E€KTPOHOB
no HOT or ®C2 k PC1. Xoa KUHETUYECKOM KPUBOM
3aBUCHUT OT META0OJIMYECKOIO COCTOSTHUS XJIOPOILJia-
ctoB. B orcyrcTBre ADP, Korna He IporCcXOauT CUH-
te3a ATP (cocrosinue 4), HaGaomaeTcss He3HAUYU-

TEeJIbHBIN caJ KOHLICHTpaLUuU P7+00 (puc. 3a), yto oT-
paxaeT TOPMOXEHME TlepeHoca  3JIEKTPOHOB
BCJIECTBME CHMXeHMs 3HadyeHuil pH snromMeHa no
pH,, = 5.8 npu BHemiHeMm pH,, 8 (puc. 36). B ycnoBu-
sax cuHTe3a ATP (coctostHue 3) TIPOTOHHBI U3 JIIOMEHA
BBIXOJST BO BHEIIHEE MTPOCTPAHCTBO Yepe3 aKTUBHO
¢yukumonupylone ATP-cuHTa3HbBIE KOMILJIEKCHL.
ITpu sToM pH;, cHUXaeTcs cinabee, UeM B COCTOS -
HUU 4, a TIOTOMY TIOAAEPKUBAECTCS BBICOKASI CKO-
pocTb TepeHoca 3yieKTpoHoB Mexay PC2 u OCI1 B
cocTtosiHuu 3. bojee MHTEHCUBHBIN TTOTOK 3JI€KTPO-
HOoB Mexxny @C conmpoBOXIACTCS 3aMETHBIM CHIKE-

HUEM [P;BO] 1 HEKOTOPBIM yBenmdeHueM [PQ].

ITo mepe ucromeHus 1myna Moaekyia ADP xnopo-
TJIACThI TIEPEXOASAT B META0OINUECKOE COCTOSTHUE 4.
ITpu aToM [P7+00] BO3pacTaeT U B KOHEYHOM UTOTE J10-
CTUTaeT YPOBHSI, XapaKTepHOro ISl COCTOSIHUS 4.
B 10 ke BpeMsi, KOHLIEHTpallusi OKMCJIEHHOTO IJia-
CTOXMHOHA YMEHbIIIAeTCs U3-3a 3aMeJIEHUSI CKOPO-
ctu okucieHust QH, B pesynapraTe cHuxeHusi pH;,
(puc. 36). I1pu MmogenpoBaHUN Pa300IIEHHBIX XJI0-
poruiactoB (coctossHue S5), korma pH;, = pH,, =
= const, CKOPOCTb TepeHOCca IJIEKTPOHOB COXPaHSI-
€TCsI BBICOKOI Ha TPOTSIKEHUU BCErO BPEMEHMU NIeii-
ctBusi bC, npu 3TOM Npoucxoaut OoJiee 3aMeTHOE
cHuxenue [Pj,] ¥ yMeHbINAETCs KOHLEHTpaLMs
BOCCTAHOBJIEHHOTO TIJIACTOXMHOHA.

O ckopocTu IepeHoca 3JIeKTpoHOB Mexny PC

MOXHO CyIUTh 110 KMHETUKE BOCCTAHOBJIEHMs Py,
mocJie BeIKIIoueHus cBerta [48, 49]. Ecau T2 — CYTh

BPEMSI TTOJTyBOCCTaHOBJIEHUS Py, TO 0GpaTHas Besu-
-1

YMHA Ty, MOXET CJIYXUTh 1apaMeTPOM, XapakTepu-

3YIOLIMM CKOPOCTb MEPEeHOCca 3JEKTPOHOB K OKHC-

JIeHHBIM 1leHTpaM Pjy,. Puc. 4 mmumoctpupyer cka-
3anHoe. Ha manenn 4a moka3aHo, KaK IMPOMCXOIUT

criag TepeMeHHOMN [P7+oo] B OTBET Ha BBIKJIIOYEHUE
ceeta nociae 20 c¢ peiictBuss BC. CkopocTh cnama

[Py ] 3aBUCUT OT METAGOIMYECKOTO COCTOSHMUS XJIO-
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Puc. 4. KuneTnka cnana nepeMeHHoii [ P | mocie neiictsoBasiuero B TeueHue 20 ¢ 6eJ10r0 cBETa, pacCUMTaHHAsT IS pa3ing-
HBIX COCTOSTHUM XJ10poruiacToB kiacca b (manens @). O603HaueHUSI KWHETUYECKUX KPUBBIX COOTBETCTBYIOT META0OJIMYECKUM
coctosiHUSIM 38, 4 1 5 (cM. ompenesieHue B TeKcTe). Ha maHenum 6 moka3aHbl pacyeTHBIE 3aBUCUMOCTH CKOPOCTH TepeHoca

1 o
anekTpoHOB Mexny PC2 u PC1 (mapamerp T /2 ) OT IJTUTEJIBHOCTU ACHCTBUSI OEJIOTO CBETa IPU Pa3INYHBIX META0OIMIECKIX

cocTostHUsIX X1oporuiacta kiacca b. Kpurbie 3a, 36, 36 OTHOCSITCSI K COCTOSIHUIO 3 IPU Pa3IMYHbBIX UCXOAHBIX KOHIEHTPALIUSIX
ATP: a — [ATP]o/[P709lo = 100, 6 — [ATP]o/[P70lp = 150, 6 — [ATP]y/[P700]¢ = 200.

poIIacToB: B COCTOSIHMM 4 BoccTaHoBieHue Py,
TMPOUCXOONUT MEIJIeHHee, YeM B YCIIOBUSIX CHHTE3a
ATP (cocrosinue 3) win B cOCTOSIHUU 5 (pa3oOIieH-
HBIE XJIOPOTLIACTHI).

Ha puc. 46 moka3aHO KaK MEHSIETCs 3HaUeH1E KM -

-1
HETHYECKOTO Mapamerpa Ty,, XapaKTepH3yIOLIero

CKOPOCTb BOCCTAHOBJIEHUsI Py, 110 Mepe neiicTBust

-1
BC. 3aBucuMocTth mapamerpa Tyj, OT IUIUTEbHOCTH

neiictBust BC cBUIETENLCTBYET, YTO CKOPOCTh Tepe-
Hoca 2JieKTpoHOB Mexxny PC2 u MC1 3amenngercsa
MpU Tepexoe OT MeTabOJIUUYECKOTO COCTOSIHUS 3 B
coCTOsIHHUE “(DOTOCMHTETUYECKOr0 KOHTPOJIsi” (Co-
crostHue 4). B orcyrcrBue nobasieHHoro ATP top-
MOXEHHE 2JIEKTPOHHOrO TpaHCIoOpTa HACTymnaeT 3a
BpeMsI, paBHOE =5 C, 4TO OOYCIIOBJIEHO OBICTPBLIM
cHuxeHnuem pH;,. B meTtabonuueckoMm coctossHuu 3
(mpu n366ITKE ADP) ckopocTh mepeHoca 3JIeKTpO-
HOB OCTaeTCd BBICOKOM B HAayaJIbHbII IIepPUOLI OCBE-
IIeHUs, TTOCKOJBKY yTedKa IpoToHOB 4epe3 CFj,—
CF, npenoTBpaniaet CIMIIKOM CUJIBHOE 3aKUCTIEHNE
momeHa (pH;, ~ 6.2 pu pH_,, 8.0). Co3naBaemas B
cocrossHuu 3 paszHoctk pH (ApH = 1.8) mocrarouHa,
YTOOBI TIOAAEPKNBaTh WHTEHCUBHEBINT cuHTE3 ATP
[50]. ITpu 3TOM BCIEeACTBUE YMEPEHHOTIO 3aKUCICHUS
JIIOMEHAa MOTOK 3yeKTpoHOB Mexny PC2 u P®Cl
ocTaeTcst BEICOKMM. 1o Mepe ncromenns ADP 1 06-

'
pa3oBaHus M30bITKa ATP MpUTOK 371€KTPOHOB K Py
3aMeIsieTcsl. DTO TIPOUCXOIUT BCIAEACTBHE AOIOJ-
HUTEJIbHOTO CHUXeHus pH;,, 4To oTpaxaer cMeHy

BUOJIOTMYECKME MEMBPAHBI

MeTabO0INYECKIX COCTOSTHUI (COCTOSTHUE 3 — COCTO-
sHue 4). Pe3yabraThl pacuyeToOB OIS pa3HBIX MCXO-
HBIX KOHUeHTpauuii ADP xopoiio coriacyroorcs ¢
9KCNEPUMEHTATbHBIMUA AaHHBIMU [15]. Kak BumHO
u3 puc. 46, 3agepxKa, IpeaIIeCTBYIONIAS TOPMOXKE-
HUIO 3JIEKTPOHHOIO TpaHCIopTa (Iepexoa XJIopo-
IUIACTOB M3 COCTOSIHMS 3 B COCTOSIHME 4), BO3pacTaeT
OpH yBEJIMYEHUN HCXOMHOI KoHueHTpauuun ADP,
J100aBJIECHHOTI'O K XJIOpOIljlacTaM, B COTJIaCUU C U3Me-
PEHUSIMU CKOPOCTH II€PEHOCa 3JIEKTPOHOB MEXIY
DC2 u OCI1 B xyoporuiacrax kiacca b [15]. B To xe
Bpems, B coctossHUsX 4 (ApH = 2.2 = const) u 5
(ApH 0) cKoOpoCTH 3JeKTPOHHOIO TpaHCIopTa
OCTaIOTCSI MOCTOSTHHBIMM.

ComnocTraBieHue pacdeTHHIX (puc. 4) U 3KcOepu-
MEHTAJIbHBIX (pUC. 5) JTaHHBIX MOKA3bIBAET, YTO HAIlIA
MOJEIb MPaBWIBHO OTpaXkaeT OCHOBHbBIC 3aKOHO-
MepHOcTH pH-3aBUCUMOI peryIsiiuu TICEBAOLIMK-
JIMYECKOTo 3JIeKTpOHHOro TpaHcriopta. Ha pwuc. 5
MPUBEACHBI JAHHbIE M0 JUHAMUKE U3MEHEHUI Ku-

—1
HETHYECKOTO MapaMeTpa Ty, , MOIyYEHHbIC Ha OCHO-
BaHUM HWCCIeOOBaHUS KWUHETUKU BOCCTAHOBJICHUS

P),, B 3aBMCMMOCTH OT JJIMTEJHLHOCTU OCBEILEHMs
M30JIMPOBAaHHBIX XJIoporutactoB 06000B (Vicia faba)
kiacca b [15] u nmucTheB KuTaiickoii po3sl (Hibiscus
rosa-sinensis) [61]. B orcyrcTBue gob6aBieHHoro ADP
(cocrosiHue 4) B xJIOpoIutacTax 6000B IIPOMCXOIUT
ObICTpOE 3aMelJIeHHe 3JEKTPOHHOIO TpaHCIIOpTa,
00YCJIOBJIEHHOE TOCTaTOYHO CUJIbHBIM CHMXXEHUEM
pH BHYTpUTUIIAaKOUIHOTO MPOCTPAHCTBA, XapaKTep-
HbIM Uis coctosiHus 4 (pH;, ~ 5.5). B npucyrctBumn
Ne 4
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JlucTes
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Bpems ocBeleHus, ¢
Puc. 5. MHAMMKa U3MEHEHUN KMHETUYECKOTO napa-

MeTpa T/, NTOCTPOCHHasi Ha OCHOBAaHUM Pe3YJIbTaTOB
9KCMEePUMEHTATILHOTO UCCIEAOBAaHUSI KWHETUKU BOCCTA-
HOBJICHUS P7+00, B 3aBUCUMOCTH OT JUTUTEJIbHOCTU OCBE-
IIeHUsT U30JIMPOBaHHBIX XJIOpoIutacToB 60608 (Vicia faba)
kiacca b (1o pesyiabrataM paboThl [15]) 1 TUCThEB KK~
Taiickoit po3sl (Hibiscus rosa-sinensis) (1o pesyiabTaTaM
pa6oTsl [61]). B ombiTax ¢ M30JIMPOBAaHHBIMU XJIOPOTLIA-
craMu 6000B, cycnieH3usi cogepxaia 10 MKM MeTuiBuO-
JioreH (Meauartop nepeHoca 3J1eKTpoHoB oT PC1 K Moste-
KYJISIpHOMY Kuciiopoay). Kpome Toro, B CyCreH3UIo XJ1o-
pormacToB nob6aByieHo 2 MM ADP (TeMHbIe TOUKM) WU
10 MxM ATP (cBeTible poMOBI), KaK OTMEYECHO Ha pu-
cyHke. OcTajibHbIe YCIIOBUST (METONMKY BBIIEICHUS XJIO-
pOIJIaCTOB U TPOBEACHUSI KMHETUYECKUX U3MEPEHUM
meTtonoM DITP) omumcansl panee (cM. mompoo6Hee [15] u
LIMTUPOBaHHBIE TaM paboThl). [TapameTp Af xapakTepusy-
€T BpeMsi Tepexoia XJIOPOIUIACTOB U3 MeTabOJIMYEeCKOro
coctosiHusA 3 B cCOCTOSTHUE 4.

nob6aBieHHOro ADP (2 MM) TOpMOXEHUS 3JIEKTPOH-
HOTO TPpaHCIIOPTa He HAOIIOIAIOCh IO TeX MOp, MOoKa
cnycts 20 ¢ mocjie Havalia OCBEIeHUsI He TTPOUCX0-
IWJIO 3aMeIJIeHUsT IepeHoca 3JeKTPOHOB, 00YyCJIOB-
JICHHOTO JOTOJTHUTEILHBIM CHIDKeHueM pH;, B pe-
3ynbraTe ociiabieHuss padotel ATP-cuHTE3BI M3-3a
ucrouieHust ATP (nmepexon B cocrosiHue 4). Hnu-
TEJIbHOCTb 3aIePKKHU Af, KOTOpast XapaKTepu3yeT Ha-
XOXIIEHUE XJIOPOIIJIACTOB B COCTOSTHMU 3, 3aBUCEsa
OT KOHIIeHTpauuun noodasneaHoro ADP: mar-gaza Af
Bo3pacTaja Mo Mepe YBEIWYCHUSI KOHLEHTpaluu
moiiekynl ADP, mo6aBiaeHHBIX B CYCIIEH3UIO XJIOPO-
miacrtos [15].

Ha puc. 5 TakxKe IIPpUBEACHDbI JaHHBIC ITO JTUHaAMM -

. -1
Ke M3MEHEHHii MmapameTpa Ty,, TMONyYEeHHbIE A
XJIOPOIUIACTOB in Situ B JIACTbIX KUTAMCKOW PpPO3bI

-1
[61]. B aTOM cilyyae MOCTOSSHHOE 3HAaYeHUE Ty, cO-

XpaHSJIOCh TIpU 00Jiee IIUTEIbHOM OCBEILICHUU JIN-
cTbeB. OU4eBUIHO, 3TO OOYCJIOBJIEHO TEM, YTO B
MHTAKTHBIX XJIOPOILIACTaX, B OTJIMYME OT U30JIUPO-
BaHHEBIX XJIOPOILIACTOB KJiacca b, mpoucxogut pere-
Hepauust ADP B pesynbrare runponusa ATP nmpu mo-

BUOJIOTUYECKHWE MEMBPAHBI
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tpedsennu ADP B LIKb 1 npyrnx MetaboamdecKmnx
LIMKJIaX.

PH-3a6ucumasn pezyaauus 34eKmpoHH020 mMpanc-
nopma 6 UHMAKMHbIX XAoponaacmax. B WHTaKTHBIX
XJIOpOIUTIacTax (POTOCUHTETUUYECKUI TPAHCIOPT SJIEK-
TPOHOB perynupyercs Ha aAByx ydactkax LIOT: (1) mex-
oy @C2 u dC1, (2) Ha cTamuKM OTTOKA BJIEKTPOHOB OT
®C1 B UKD [21]. Kunetnka dorookuciaenust P,y
OIpeNeNsieTCsl COOTHOIIEHNEM CKOPOCTeil OTTOKa U
npuToka 31ekTpoHoB K @C1. HabiomaeMoe B 3KC-

HnepUMeHTe yBelMdeHHe KOHLEHTpauuu Py, MoxeT
OBITb OOYCJIOBJIEHO HE TOJIBKO YCKOPEHHEM OTTOKA
a51eKTpoHOB oT @ C1 B pesynbraTe akTuBauuu 11KB,

HO U ocnabjeHMeM MpPUTOKA 3IEKTPOHOB K Py,
BceACTBUE (DOTOMHAYLIMPOBAHHOTO 3aKUCJIEHUS
momeHa [61, 62]. YMmenbiienue pH;, MoxeT 3amen-
JaTh okucieHue QH, LIUTOXPOMHBIM by f-KOMILIEK-
coMm [15, 19—21], a Takke OCIIa0IATh AKTUBHOCTH
DdC2 Beneacreue yewnenuss HOT Bo3OyxneHus Mo-
JIeKyJ XJopoduiia B CBEeTOCOOUpAIONIeil aHTeHHE
DC2 [52]. Bece Tpu (pakTOpa peryasaliuu SIEKTPOH-
Horo TpaHcnopTta — aktuBauus LIKDB, 3amenieHue
okuciieHust QH, u ycunenue HOT — 3aBucar ot dho-
TOMHIAYLIUPOBAHHBIX M3MeHeHuir pH B cTpome u
JoMeHe. CBETOMHIYLIMPOBAaHHOE 3alllejlauMBaHue
crpomsbl (pH,,, 7 = pH,, 8) cnocodcTByeT yckope-
Huto peakuuii LIKb, B To Bpems kak cHuxeHue pH;,

BBI3bIBAET 3aMEJICHUE MPUTOKA JIEKTPOHOB K Py .
DortouHmyMpoBaHHble u3MeHeHus pH,,, u pH;, npo-
SIBJISIIOTCSL B KUHETHKe (hoTookucienus Py, B MHTaKT-
HBIX XJIOPOIUIACTAX, afalITUPOBAHHBIX K TEMHOTe [61, 62].
INepepacripeneneHre 3JIEKTPOHHBIX ITOTOKOB MEXIY
HELMKINYECKMU U HAKITMYESCKUMU ITyTSIMUA TAKKe MO-
JKeT CKa3bIBAaThCsI HA KWHETUKE OKUCIUTETLHO-BOCCTA-
HOBUTEJIBHBIX MPeBpaIieHuit Py

MopenupoBaHHUe 3J1EKTPOH-TPAHCIIOPTHBIX IPO-
meccoB ¢ yyeroM LIKB 1 HOT no3Boyinio HaM onu-
caTb BKJIaJl OTMEYEHHbIX BbIIlIe (DAKTOPOB B KUHETHU-
Ky (hOTOMHIYLIMPOBaHHBIX MpeBpaiieHuit P,y B 11-
CThSIX BBICIIMX pacTeHuit. Ha puc. 6 mpuBeneHBI
pe3yJibTaThbl YMCJIEHHBIX BKCIIEPUMEHTOB, MOICIU-
pywoiux BausHue pH-3aBucumoit peryasuuu LIKDB
U 2JIEKTPpOHHOrOo TpaHcmopTta Mexay @C2 u @C1 Ha
KUHETUKY (DOTOMHAYLUPOBAHHBIX peIoKC-TIpeBpa-
weHuit P,y (a), mnactoxuHoHa (6), a TakxKe Ha U3Me-
HeHus1 BHyTpuiakouaHoro pH,, (). Pacuersl BbI-
MOJHEHBI IJIS1 Ha4aJbHBIX YCIOBUIA, COOTBETCTBYIO-
WX OKUCJICHHOMY IIyJy TLIACTOXMHOHA U U30BITKY
ADP. Bravane “Bxmouann” JIKC, Bo30yxXmalommii
npeumyliectBeHHo @C1, a 3atrem BC, Bo30yxmaio-
it 06e MC. U3 puc. 6a BUIAHO, YTO GYHKIIMOHUPO-
BaHME LENU TUKINISCKOIo TPAaHCIIOPTa 3JIeKTPOHOB
Bokpyr @C1 HeCcKOIbKO 3aMeIsieT okucaeHue Py, u
PQ npu peiictBun JKC. 3ameTrHO OoJiee CUIIbHOE
BIAWUSIHME LMKJIMYECKOTO TPAHCIOPTA IIPOSIBIISICTCS
npu gevictBuu bC. B ciyyae, Korma padoraeTt JUIIb
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[enb HEMUKINIECKOTO TpaHCcIopTa (KpuBkie [ u 2),

TIPOMCXOIUT 3aMETHBIIA criaf [Py, ] B OTBET Ha BKJIIO-
yenue bC. B aTux yciioBMsx, Korma HUKJINYECKUIA
TPaHCIIOPT 3JIEKTPOHOB MPEHEOPEKUMO MaJsl, KMHE-
TUYecKasi KpuBash HWMeeT HEMOHOTOHHBI BUI C
“TmpoBajioM” B mmepBoe BpeMsI rmocie BKmodeHus bC.
I10 obyciosneHo teM, uro 1IKbB He aktuBeH B Ha-
YaJIbHBII IEpUOJ OCBEIIEHUSI, 2 TOTOMY OTTOK 3JI€K-
TpoHOB OT ®C1 TopMO3uUT hoTookuciaeHue P,y,. 1o
mepe aktuBauuu LIKB ortok 3nektpoHoB oT PCI
yCWIMBaeTcs, Ojaromapsi 4eMmy IIPOMCXOIUT POCT

[P;Oo]. MNHTepecHO, 4TO HUKIMYECKUIA TpaHCIOPT
9JIEKTPOHOB (KpuBbie 3 U 4) CIOCOOCTBYET OKUCJIIE-
Hu1o P54, B ycioBusix Huskoii aktuHoctu LIKbB. Oto
IIPOUCXOAUT BCJEACTBUE TOTO, YTO OTTOK 3JIEKTPO-
HoB oTr DPC1 obGneruaerca u3-3a okucieHuss Fd~ 3a
cUeT paboThI LIENU UKINYECKOIO TPaHCIIOPTa 31K~
TpoHOB (PC1 — Fd — PQ). 3aMeTHBIIT BKJIad LIUK-
JIMYECKOTO TPAHCIOPTAa YETKO MPOSBISICTCS B Ha-
JanbHBI nepuon ocBemeHuss bC, cocTaBisiomimii
okoJio 20 ¢ (kpuBsie 3 u 4). 3a cyeT nepepacipenese-
HUS TIOTOKOB Ha aklienTopHoii ctropoHe M@ C1 nposai

o o +
Ha KWHETUYCCKOU KPUBOU P700 IIPAaKTUYCCKHN NCYE3a-
CT.

®opma kpuBoit doTookucienus P,y, 3aBuCUT
TaKKe OT TOTO, YUTEHO JIU B pacueTax Biausaue HOT.

I'enepaunsg HOT npuBoIUT K TOMY, 4TO P;OO JIOCTH -
raeT CTallMOHAPHOIO COCTOSIHUSI ObICTpee, 4yeM Oe3
H®T, npu aToM ycTaHaBiauBaeTcsl 6ojiee BBICOKUIA

CTallMOHAPHBIA YPOBEHb P;[)O (kpuBas 2). 9To cBsa3a-
Ho ¢ TeM, 4To Iipu HOT nputok 31eKTpoHoB oT PC2
K @©C1 yMeHbIIaeTcs, NOCKOJbKY aKTUBHOCThL PC2
ocjlabeBaeT BCIIEACTBUE YCUICHUS pacCesIHUSI SHEp-
MU B cBeTocoOupartolieii anteHHe DC2.

KuHeTnueckue KpuBble IJIsl KOHIEHTpaluit
OKMCJIeHHOTO TutacToxuHoHa ([PQ]) mokaszaHbl Ha
puc. 66. [lepBoHAYaIbHO MTPAKTUYECKHU BCE MOJIEKY-
161 PQ HaxomsaTcsa B OKMCISHHOM COCTOSHHUM, 4TO
XapaKTEpHO IJISI XJIOPOILIACTOB, adalTUPOBAaHHBIX K
teMHoTte. I[Tocie BkintoueHust bC mpoucxoauT ObICT-
po€ BOCCTAaHOBJICHME YaCTHU IIaCTOXMHOHOBOTO ITy-
ma. Yaer HOT u menu UMKIMYECKOro TpaHCIIOpTa
CYILIECTBEHHO BIUSIET Ha KUHETUKY (DOTOMHIYLINPO-
BaHHBIX M3MeHeHuit [PQ] (kpuBbie 2 u 4). Ecau
H®T nHeakTuBHO (KpuBble [ M 3), TO MyJI MIACTOXU-
HOHa BOCCTaHOBJIEH 00Jiee 3aMETHO BCJIEACTBUE 3a-
MeieHus okucnenuss PQH, ns-3a 6onee cunbHOro
3aKHUCJICHUS IToMeHa (puc. 66). [1o cpaBHEHUIO C KK~

HeTuKoil dorookucienus: Py, Bmusaue HOT Ha
KUHETUKY OKHUCIMTETbHO-BOCCTAHOBUTEIBHBIX TIpe-
BpalllcHU I TIACTOXMHOHA MPOSIBIISIETCS] 3aMeTHee U
MPUBOIUT K MOBBIIICHUIO CTAaIlMOHAPHOTO YPOBHSI
PQ. BT1o 00BsIcHSIETCS TEM, uTO PQ sBisieTcst akiien-
TOPOM D3JIEKTPOHOB, moHupyeMbix PC2, a HDT
ocyabaser pabory @C2.

BUOJIOTMYECKME MEMBPAHBI
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Puc. 6. KuHeTuku (GOTOMHAYLIMPOBAHHBIX M3MEHEHUIA
OTHOCUTEJIbHBIX KOHUEHTPALUMil OKUCIEHHBIX peaKlu-
OHHBIX LICHTPOB P7+00 (@), OKMCJIEHHOTO TJIACTOXMHOHA
PQ (6) 1 doToMHAYLIMPOBAHHBIX U3BMEHEHUII BHYTPUTU-
JlakounHoro pH;, (6), paccuuTaHHBIE C y4ETOM pa3iny-
HBIX YCJIIOBUI 3JIEKTPOHHOTO TPAHCIIOPTA B MHTAKTHBIX
xyioporuiactax. Kpusast 1 — KoHTpoJib (6e3 yuera HOT
MPU HU3KON MHTEHCUBHOCTU LUKJINYECKOTO TPAHCIIOPTa
a1ekTpoHOB BOkpyr PCl), 2 — HedoTOXMMHUYECKOE
TylieHue (MakcuMalibHOe ociabiieHue akTuBHocT DC2
3 pa3a), 3 — uukianyeckuit rpancnopt Bokpyr @C1 (KoH-
cTaHTa kgq yBeJanyeHa B 10 pa3 1o cpaBHEHHMIO ¢ KPUBbI-
mu 1 u 2), 4 — HOT 1 uMKIMYECKUI TIEPEeHOC JIEKTPO-
HoB Bokpyr MCI.

JuHamMuka (GOTOMHIYLMPOBAHHBLIX W3MEHEHUMN
pH,, moka3ana Ha puc. 66. UHTepecHO, 9YTO KUHETH-
Ka u3MeHeHui pH;, npakTuyecku He 3aBUCUT OT pa-
OOTBI LIEITM IMKIJINYECKOTO JIEKTPOHHOTO TPaHCIIOP-
Ta BOKpyr DC1 (cp. kpuBbie 1 1 3). DTO 0OBICHSIETCS
teM, uto LIDT Bauser Ha nmepepacnpenejeHue IIOToO-
KOB Ha ak1enTopHoii cropoHe @C1 Bo BpeMs MHIYK-
LIMOHHOM a3bl, HO TIPAKTUYECKU HE 3aTparuBaeT
TpaHCMEMOpaHHBIE ITIOTOKM IIPOTOHOB M padoTy
ATP-cnHaTa3bl. Kak 1 ciemoBano oXugaTh, B 3TOM
cllydae KWHETUYeCKUEe KPUBbIE, OTpaXkalllnue U3Me-
Henus pH,, (puc. 66) u [ATP] (puc. 76), npaktnde-
CKMU He u3MeHstorcss npu Hamuuuum DT Bokpyr
®dC1. C gpyroif CTOpOHBI, KMHETUKA 3aKUCJICHUS
moMeHa gyBcTBUTeIbHA K HDT. Ecau He paboraer
MexaHu3M akTuBaiuu HOT (kpussie 1 1 3, puc. 66),
TO IPOUCXOAUT OoJiee cujibHOE cHUXXKeHue pH;,, ueM
Ne 4
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Puc. 7. PacueTHble 3aBUCMMOCTH CKOPOCTH II€peHoca
anekTpoHoB Mexay ®C2 u ®CI1 (rmapamerp ‘cf/z) OT T -
TEJILHOCTU IEeUCTBUs Oesloro cBera (@) U KUHETUYeCKUe
KpUBbIE, OTpaxaroume CKOPOCTb ITPOU3BOJACTBA-TIO-
tpebnenus ATP (6) c yuetroM (hakTOpOB, BIMSIOIINX HA
9JIEKTPOHHBIN TPAHCIIOPT; OCHabJeHUe AaKTUBHOCTHU
DC2 BcaeacTBre ycwieHUs He(OTOXUMUYECKOTO TyIe-
HUST BO30OYXXIEHUsT MOJIEKYJT XJIopo(dusia B CBETOCOOM-
paromeit anteHHe MPC2 u TepepacrnpencieHUEe 3JIeK-
TPOHHBIX MTOTOKOB MEXAY HEUMKINYECKUM U LMKIAYE-
ckuMu TnyTsiMu. Homepa KpUBBIX COOTBETCTBYIOT
TaKOBBIM Ha puc. 6. [IJis cpaBHEeHUS Ha TTaHesu (6) mpu-
BEIEHbI paCUeTHbIe KWHETUYECKUE KPUBBIE, MOACIUPYIO-
mue n3MeHeHus1 [ATP] B xioporiactax kiacca b B MeTa-
6osnueckux coctosiHusix 3 u 4. [Ipennonaraercsi, 4To B
cocTossHUHU 3 HavajbHbI ypoBeHb ATP cocrasnsin 10%
oT 0611elt eMkocTH myJia Hykiieotunos (ATP + ADP). B co-
crostHuu 4 cuaTe3 ATP He npoucxonui, MOCKOJIBKY B 3TOM
cirydae 6bu10 npunHaTo ApH = 0 (mpu pH,, = 8 = const).

B ciydae reHepauuu HOT (kpusbie 2 1 4). Bkimoue-
Hue HDT Heckoyibko ocnabiger (GOTOMHAYLIUPO-
BaHHBIN crram pH,,, 4To oTpaxaeTcss Ha KMHETHKE

hoTOMHIYIIMPOBAHHBIX U3MEHEHUM MEPEMEHHbBIX [P;[)O ]
u [PQ]. KuHetuka (hoTOMHIYIIMPOBAHHBIX U3MEHE-
Huil mepemeHHoM [ATP] Takke oka3anach YyBCTBU-
tenbHON K HOT: cTanmmoHapHbIi YpoBeHb, OTpaka-
rolmii 6aaHc npousBoacTBa-mnorpedacHus ATP oka-
3aJicst Tipy 3ToM Ha 20% Hike (KpuBble 21 4, puc. 76).

Ha puc. 7a npencraBiaeHbl pe3yabTaTbl pacyeToB

—-1
KMHETUYECKOTIO IMapaMeTpa Tl/2 , XapaKTCpUu3yrouero

BUOJOTUYECKUE MEMBPAHBI tom 36 Ne 4

CKOPOCTb BOCCTAaHOBJICHUA P7+00’ B 3aBUCHUMOCTU OT
JTenbHocTu AeiictBusi bC Ha MHTaKTHBIE XJIOpO-

~1
JacThl. 3aBUCUMOCTh Tl/2 OT OJUTCJIIbHOCTU OCBC-

IIEHUs TTOKAa3bIBaeT KaK CKOPOCTh MEpPEeHOCa BJIeK-
TpoHOB MexXny @C2 u @C1 3aBUCUT OT TaKUX (PaKTO-
pPOB pPEryjsiliMi BJIEKTPOHHOIO TpaHCIOPTa, KakK
H®DT (xpusbie 2 u 4) u pabota LIDT Bokpyr ®C1
(kpuBnblie 3 u 4). Kak 1 B ciiydae XJ10pornjaacToB Kjiac-
ca b, 3amemeHne moroka 371eKTpoHOB Mexxay @C2 u
®DC1 obycnopineno cHkeHueM pH,, momena. Ecim
reHepauuy HOT He npoucXoauT, TO IIOTOK 3JIEKTPO-
HOB OCTaeTCsl BRLICOKMM B TedeHuUe TepBbix 10 ¢ ocBe-
IIEHUs, 3aTeM HACTYIaeT TOPMOKEHHE 3JIEKTPOHHO-
ro nepeHoca. Ilo Mepe manpHeilmero neicteust bC
pasnuure MeXIy CKOPOCTSIMU TIepeHOoCca 3JIeKTPOHOB

K Pjy) CTAHOBUTCS HE3HAYMTENBHBIM.

SAKJTIOYEHHUE

Cpenn TIpOIIECCOB PETryIsImuKu (DOTOCHMHTETHYIEC-
CKOTO TPaHCIIOPTa 3JIEKTPOHOB B XJIOPOILJIACTaX OCO-
Oblii MHTEpeC MPENCTaBJSIIOT PETyJSITOpHbIE MeXa-
HU3MBI, CBSI3aHHBIC C (POTOMHIYIIMPOBAHHBIMU M3-
MeHeHUusiMu pH cTpombl u jromeHa. M3MmeHeHUe
BHYTpUTHUJIaKouaHOTO pH sIBIsIeTCS OTHUM U3 IJ1aB-
HBIX (paKTOPOB, KOHTPOJIUPYIOIINX ITOTOK 3JEKTPO-
HOB Mexny PC2 u ®Cl. ®oTrouHAyLUPOBAHHOE
yMeHblieHue pH;, BbI3bIBaeT 3amMelsieHUe nepeHoca
2JIEKTPOHOB Ha ydyacTke LIDOT, cBsA3aHHOM ¢ b f-KoM-
TUIEKCOM, U 3aITyCKaeT MeXaHW3M, CITOCOOCTBYIOIITHIA
YBEJIMYEHUIO PacCesTHUSI SHEPTUU B CBETOCOOMpPaAIO-
mieit anteHHe D C2, IIpersATCTBYS IepeBO30YKIASHUIO
peakLMOHHBIX LIeHTpoB P C2 1 ype3MepHOMY 3aKUC-
JICHUIO JIIOMeHa. DTU MeXaHUu3Mbl 00eCIeurBaloT
CTaOMJILHOCTb PabOTHI (POTOCMHTETUYECKOTO allla-
paTa Ipy U3MEHEHUH YCIIOBUM OKPYKAOIIE Cpebl,
HarnpuMep, MpU BapbUpOBaHUY MHTEHCUBHOCTH OCBE-
IIEHHOCTU 1 Ta30BOro cocTaBa atMocdeps! [ 10—14].

MonenupoBaHe CBETOBBIX CTaauii GOTOCUHTE3A,
yuyuThiBawllee pH-3aBUCUMYIO PEryisiiuIo Kitoue-
BBIX CTaAUM (POTOCUHTETUYECKOTO TPAHCIIOPTA dJIeK-
TPOHOB, MO3BOJIUJIO aIEKBATHO OIUCATH PSIJl 3aKOHO-
MEPHOCTEN CJIOXKHOW KWHETUKU 3SJIEKTPOH-TPAHC-
TMOPTHBIX MPOIECCOB B PA3TMUYHBIX PEXUMaX pabOThI
xyioporiactoB. [TokazaHo, B 4aCTHOCTU, YTO MHOTO-
(asHag kuHeTuKa porookucieHus Py, onpenensier-
Csl CMEHOM JIMMUTUPYIOLLEeH cTanuu: TepeKaoueHue
TMIOTOKOB 2JIEKTPOHOB Ha ak1ienTopHOM yyacTke PC1
U1 TOPMOXKEHHUE DJIEKTPOHHOTO NnepeHoca mexay PC2
u @OCI1 3a cyeT 3aKucaeHUs JiloMeHa. Mojesib onu-
ChIBAET Tepexoabl MeXAY MeTaboJIMYECKUMU COCTO-
SIHUSIMU XJIOPOILIACTOB, OOYCJOBJICHHBIE U3MEHEHHU -
siMU ochaTHOrOo MoTeHIIMala 3a cYeT paboThl MEM-
opanHoit ATP-cunraspl. Ilpm akTUBHOM CHHTE3e
ATP B WHTaKTHBIX XJIOpOILJIacTaX COOTHOIIEHWE
[ATP]/[ADP] menHsitercss oT HayaJbHOIO 3HAYCHUS
0.1 mo 0.5. Ilpu 3TOM KMHETHMUYECKast KpuBasi, oTpa-
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Karoliasi CKOpPOCTh  IPOU3BOACTBA-TIOTPEOIeHUS
ATP He u3aMmeHsieTCs MpU BapbMPOBAHUU LUKIUYE-
CKOro TpaHcnopTa (cM. puc. 76, kpusble [ 1 3), olHa-
KO OHa OKa3aJlaCh YyBCTBUTEIbHOI K padoTre HDT:
CTallMOHAPHBIN YPOBEHb, OTpaKaIOIINii OajaHC IIPo-
u3BoncTBa-norpednaeHust ATP noHmkaercst (cM. puc. 70,
KpuBsble I u 2).

OmHUM M3 TIoKasaTesiel aneKBaTHOCTU Halueit
MOJEU MOTYT OBbITh PE3YJILTAThI PACYETOB U UX CPAB-
HEHUE C DKCIIEPUMEHTAJIbHBIMU TaHHBIMU 110 TUHA-

o ~1
MUKE M3MCHCHUMN KHMHCTUYCCKOIO InapamMeTpa Tl/z B

3aBUCUMOCTH OT JUTUTEILHOCTH OCBEIICHUS W30JI1-
POBaHHBIX XJ10porIacToB 60008 (V. faba) xnacca b u
JIUCTheB KMUTalickoit po3wl (H. rosa-sinensis) (cp.
puc. 4 u 5). Kak rmokaszaiy YucIeHHbIE SKCTIEpUMEH-
Thl, MHOTO(a3Hasi KMHEeTUKa (HOoToOKUCIeHUs Py
oTpaxaeT TepepacnpeaeieHue JIeKTPOHHBIX TTOTO-
KOB MEXIY IMNKINISCCKAM Y HEIUKINIECKUM ITyTSI-
MM TIepeHOCa SJIEKTPOHA, 00YCIIOBIIEHHOE aKTHBAII -
eit IIKb BcienctBue 3allelauMBaHMsI CTPOMBI, a
TakXe CMeHY TuMuTHpytomeit cramuu B LIDT, nHmy-
IIMPOBaHHYIO yMeHbIleHneM pH momena. ITo mepe
CHIXeHUs pH;, TTOTOK 23JIeKTPOHOB MexXIy GhoTocu-
cTeMaMM ocjabeBaeT, YTO BBI3BAHO 3aMeIJIeHUEM
CKOPOCTH OKMCJICHUS TIJIAaCTOXWHOJIA U OCIabjieHIeM
aktuBHOCcTH PC2 Bcnencteue HOT.

B 3akiioueHune oTMETUM, YTO JajibHellee pa3Bu-
TUE MOJEIW, HAalpaBJI€eHHOE Ha AETalu3alMIo Mpo-
1IeCCOB 3JIeKTpoHHOTO nepeHoca B ®C2 u PCl,
MO3BOJIUT PACIIMPUTH BO3MOXHOCTH OIMMCAHUs B3a-
UMOJEUCTBUS XJIOPOIIACTOB C APYTMUMU METabOoIu -
YEeCKHMMU CUCTEMaMU pacTUTENIbHOI KJIeTKU. Pa3Bu-
TUE MOJIEJIM MOXKET UMTU MO MyTH YyYeTa CTPYKTYPHBIX
MEePECTPOEK TUIAKOUIOB, KOTOPBIE, B CBOIO OUEPE/b,
MOTYT BIUATH Ha 3PHEKTUBHOCTh (POTOCUHTETHUYC-
CKMX MPOLIECCOB U PETYJISALMIO SHEPTETUYECKOTO Oa-
JlaHca B xjioporuiactax. Takue siBleHusl, Kak JiaTe-
paJibHasi MUTpalUsl OETKOBBIX KOMILJIEKCOB, (DOTO-
WHIyLIUPOBaHHOE HaOyxaHue—cxXKaTue TUJIAKOUIOB
U U3MEHEHMWE TUIOTHOCTU YIMAaKOBKM TWUJIAKOWIOB B
rpaHax, MOTYT CKa3bIBaThbCsl Ha MEpPEeHOCe BJEKTPO-
HOoB Mexay PC2 u ®C1 1 THOYKIIMOHHBIX SIBIICHUSIX
dorocuHTe3a. KpoMme TOro, TeKy4ecTh TUJIAKOUTHOMN
MeMOpaHbI SIBJISIETCSI OMHUM U3 BaxKHEHIINX (haKTOPOB,
OIpeNesIIoIuX TEPMOUHAYLIMPOBAHHbBIE CTPYKTYp-
HblE NEepecTPOHKU B TUJIAKOUAHBIX MeMOpaHax M
BJIMSIIOIIMX Ha CKOPOCTb MPOLIECCOB MepeHoca 3JeK-
TPOHOB U MPOTOHOB, cuHTe3a ATP 1 npyrux peakuuii
doTocuHTE3A.

PaGota BbInmoIHEHA TPU YACTUYHOM (PMHAHCOBOM
noanepxkke Poccuitckoro poHma pyHmamMeHTaIbHBIX
uccienoBanuii (Ne 18-04-00214).
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pH-Dependent Regulation of Electron and Proton Transport
in Chloroplasts In Situ and In Silico
A. V. Vershubskii' and A. N. Tikhonov! % *
! Faculty of Physics, Moscow Lomonosov State University, Moscow, 119991 Russia

2 [nstitute for Biochemical Physics, Russian Academy of Sciences (RAS), Moscow, 119334 Russia
*e-mail: an_tikhonov@mail.ru

In this work, we analyze electron and proton transport processes in higher plant chloroplasts within the
framework of our mathematical model which takes into account the pH-dependent regulation of electron
transport and operation of the ATP synthase. Numerical experiments on modeling these processes under the
pseudocyclic electron transport conditions (class B chloroplasts) demonstrated a good agreement with exper-
imental data on the kinetics of electronic transport in metabolic states corresponding to high (state 3) or low
(state 4) activity of the ATP synthase. Simulation of electron transport processes in intact chloroplasts by tak-
ing into account the Calvin—Benson cycle (CBC), cyclic electron transport around photosystem 1 (PS1), and
pH-dependent energy dissipation in photosystem 2 (PS2) — non-photochemical quenching (NPQ), allowed us
to analyze the contribution of these factors to the induction phenomena in chloroplasts in situ. It is shown that the
multiphase kinetics of photo-oxidation of P4, (the primary electron donor in PS1) reflects the redistribution of
electron fluxes between cyclic and non-cyclic electron transport pathways conditioned by CBC activation due to
alkalization of the stroma, as well as the pH-dependent interchange of the rate-limiting step in the electron trans-
port chain. As the intrathylakoid pH;,, decreases, the intersystem electron flow decelerates due to slowing down of
the rate of plastoquinol oxidation and the attenuation of the PS2 activity upon the NPQ generation.

Keywords: photosynthesis, membranes of chloroplasts, electron and proton transport, mathematical modeling
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