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B Hacrosmell pabote TeopeTHUeCKU H3yueHO BJHsSHHe AU(D(HY3UOHHBIX OTpPaHUYEHUH, ompeness-
IOLUX JIaTepabHYI0 MOABHKHOCTb IPOTOHOB M MOOWJIBHBIX 3JIEKTPOHHBIX MEPEHOCUUKOB (I1aCTO-
XMHOH, MJ1aCTOLMAHWH) Ha KHHETHKY (DOTOMHAYLHMPOBAaHHbIX H3MeHeHui#l pH; nns MeraGosuye-
CKUX cocTostHH# 3 (ycsoBust nHTeHcHBHOro cuHte3a AT®) u 4 (cocrosiHHE (OTOCHHTETHYECKOTO
KOHTpoJis). UHC/eHHblEe 3KCIIEPHMEHTH OBLIM TPOBENEHbl C TOMOLIbI0 Pa3paboTaHHOH HAMH paHee
MaTeMaTHYeCKOH MOJeJsH MPOLEeCcCOB 3/71eKTPOHHOIO U MPOTOHHOTO TPAHCIOPTa B XJOPOMJACTaX, yuH-
ThIBaIOLLled HEOIHOPOAHOE pacrpefieeHHe 3JMeKTPOH-TPaHCIOPTHBIX U AT®-CHHTa3HBIX KOMIJIEKCOB
B THUJAKOMJIHBIX MeMOpaHaX TIpaH M MeXIPaHHbIX THJIaKOMI0B. M3yuyeHbl KUHETHKA H3MEHeHHH
BHyTpuTHaakouaHoro pH; u JarepanbHble mpoduan pacrnpefeseHds MOOHJBHBIX 3JeKTPOHHbBIX
NePEHOCUMKOB B THJIAKOWAAX I'PaH U MeXIPaHHBIX THJakouzaax. [TokasaHo, 4To B ycJOBUAX CHHTe3a
AT® ycranasauBaloTcst HeoqHOpPoaHble Ipoduan pH;, npy 9TOM 3aKuc/IeHHe JIOMEHa B LieHTpe I'PaH
NPOMCXOAUT CYILECTBEHHO MeJJleHHee, YeM B CTpPOMaJlbHbIX THJakounax. BapbupoBanue ko3hdu-
LMeHTOB AU((Y3UH HOHOB BOAOPOAA BHYTPH TUNAKOWLOB U MOABUXKHBIX NE€PEHOCUMKOB 3JEKTPOHA
(MIacTOXHHOH, MIACTOLHAHHH) MOXKET OKa3blBaTh CYLIECTBEHHOe BJIMsIHHE Ha JaTepasbHble PO(MHIIH
pH; u penokc-cocTosiHMe MOOMJIBHBIX 3/E€KTPOHHBIX MEPEHOCUHUKOB.

Karouesole crosa: q)OTOCHHTeS, 9J1€KTpOHHbIIjI " l'IpOTOHHbIIjI TPAHCIIOPT, MaTeMaTH4YeCKOe MOAeJIMPOBAHHUE.

YIK: 577.355.3. PACS: 87.16.Ac, 87.16.-b.

Beenenune

TunakounHble MeMOpaHbl XJIOPOMJIACTOB COAEPKAT
6esIKOBble KOMILJIEKChl, ofecleurBalollle MOIJIOLIeHHEe
¥ mpeoOpa3oBaHUe IHEPTHH CBeTa. B pesynbraTe COBO-
KYMHOCTH (DOTOXHMUYECKUX U OHOXMMUYECKHX MpOLec-
COB, HHULMMPOBAHHBIX CBETOM, MOMJIOLIEHHBIM BCTPOEH-
HBIMH B THJIAKOUIHYI MeMOpaHy MHUIMeHT-0eJKOBbIMH
kommekcamu dotocuctem 1 u 2 (OC1 u &C2), B x710-
ponactax obpasyiorcs Mosekynsl HAJIDPH u AT —
KOHEYHBIE TPOAYKThl «CBETOBOH» CTaguu (HOTOCUHTE-
3a [1-4]. KntoueBoit cragne#t TpaHcdopMmalui HEPTHUH
B XJIOPOIJIACTaX SIBJSIETCsS T'eHepalusi TpaHcMeMOpaH-
HOU Pa3HOCTH JIEKTPOXUMHUECKUX TOTEHI[MAJIOB HOHOB
Bomopona (Afiy+), oOpasyrolieiicss 3a cUeT TpaHCMEM-
GpaHHOro MepeHoca MPOTOHOB, COMPSI?)KEHHOTO C MpoLec-
caMHU 3JIEKTPOHHOTO TPaHCMopTa. DHeprus, 3anacaemas
B (hopme Ajipg+, o6ecneunBaet paboty ATD-cuHTE3HBIX
KOMILJIEKCOB. B XJjiopomiacTtax, B OTJiHYMEe OT NPOKAPH-
OTHYECKHX KJIETOK W MHUTOXOHAPHUH, OCHOBHOW BKJA[
B 9JIeKTpOXI/IMI/ILIeCKI/I;I HpOTOHHbIﬁ rpafveHT B CTallU-
OHApHOM COCTOSIHUH BHOCHUT TPAHCTHJIAKOMIHAS pas-
nocts pH, ApH =pH, —pH;, rne pH, u pH; — 3Ha-
yenusi pH B cTpome u BHYTpU THAaKounoB [4, 5]. Kpome
SHEPreTHYeCKOH poJsiu («TIPOTOHABHXKYIIAS CHJa», MPH-
Boxsias B neiicteue AT®D-cunTasy), Ajig+ BHIIOJHSET
peryJsitopHble GyHKUHH. CBETO3aBUCHMOE YMEHbIIEHHE
pH BuyTputHaakounHoro mpoctpanctsa (pH;) BbI3HI-
BaeT 3aMelJieHHe CKOPOCTH (DOTOCHHTETHUECKOTo Te-

peHoca 3JIEKTPOHOB U MHULMHPYeT He(OTOXHMHUYECKOe
TylieHHe (hIyopecleHuy xaopoduaia-a [6-8].

Kak HeomHOKpaTHO mpeanosaranoch panee[2, 9-11],
Mop{oJioruyeckasi reTeporeHHOCTb JaMeJJIsIpHOH CH-
CTeMbl XJIOPOIJIACTOB MOXKeT ObITb MPUYUHOU TOTO, UTO
pH BHYTpHM pas3iMyHBIX KOMIApTMEHTOB (Hampumep,
BHYTPHU TPaHAJbHBIX ¥ MEXTIPaHHBIX THUJIaKOULOB) MO-
KeT pasnnyartbes. JlatepanbHas nuddysns MOOUIbHBIX
MepPeHOCUYHKOB (MJaCTOXMHOH M MJAaCTOLHAHUH), Kak
NPaBUJIO, OCJIOXKHEHA NPUCYTCTBHEM MHOTOUHCJEHHBIX
6eJIKOBBIX KOMIIJIEKCOB B THJIAKOMAHOH MeMOpaHe
U BHYTpPU TuJaKounoB. IlpoTskeHHas JsamesssipHas
cUcTeMa THUJIAKOWIHBIX MeMOpaH XJIOpOIMJacTa Mo3BoJsi-
eT MPeAINoJOXNUTb, YTO NU(PQPYy3HOHHBIE OrpaHHYEHMUS,
BbI3bIBAIOLME 3aMejJjieHHe JlaTepajbHOM MHIpaLUH
NPOTOHOB W AW(PGPY3UH MOOUNBHBIX 3JIEKTPOHHBIX
[IepeHOCYMKOB, MOTYT OKasblBaTb 3aMEeTHOE BJIMSIHHE
Ha CKOPOCTb 3JIEKTPOHHOI'O TPaHCIOPTA, TeHEepaLHIo
ApH wu ckopocts cuHTesa AT®P. HeomHopomnHocTb
TUJaKOMAOB, Hapsly ¢ H©X MaJjJblMH pa3MepaMmy,
CYLIeCTBEHHO 3aTpPyAHSIeT H3MepeHHs  JIOKaJbHbIX
3HaueHWd pH B pasjMyHBIX y4acTKax XJOpOIMJacTa.
MaremaTtuueckoe MopeJUpOBaHHE (POTOCUHTETHYECKHUX
TIIPOLIECCOB C Y4eTOM 0COOeHHOCTeH NPOCTPaHCTBEHHOIO
CTPOEHHsl XJIOpPOIlJacTa MOXKeT CJAYyXKHTb OIHHUM U3
UHCTPYMEHTOB AJisl U3Y4YeHHUS BJAUSAHUS AUPPY3UOHHBIX
orpaHuYeHU Ha pacnpenesneHue pH Bposb THsa-
KOWJHOM MeMOpaHbl W [J1s1 aHa/ld3a BJUSHUS TIpo-
CTPAHCTBEHHOH OpraHu3alyM THUJIAKOMIOB Ha CKOPOCTH
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3JIEKTPOHHOI'O W MPOTOHHOIO TPaHCHOPTAa M CHUHTe3a
AT® B xsoponnacrax.

B Hacrosiiell paboTe mnpencTaB/eHbl pPe3YJbTaThl
YUCJIEHHBIX 3KCIIEPUMEHTOB, BBIMIOJHEHHBIX B paMKax
paspaboTaHHOW HaM{ paHee MaTeMaTHUYeCKOH Moje-
au [12-16], koTopbie MOCBSIIIEHBl aHAJIHM3Y BJHSHHS
I (PY3MOHHBIX OrPaHUYEHUH Ha MUTPALMIO TPOTO-
HOB, MOJBHXKHOCTb I[JIACTOXMHOHA W MJAaCTOLMAaHHHA.
C/lefcTBHEM 3TOrO MOXKET OBITb IPOCTPAHCTBEHHO-
HeofHOpo#HOe pacrnpenenenre pH 1 MOOGUIBbHBIX 3JEK-
TPOHHBIX MepeHocYUKoB. IlokasaHo, 4TO BapbupoBaHHe
IU(PPY3UOHHBIX MapaMeTPOB CUCTEMBbl MOXET 3aMEeTHO
BJIMSTH Ha 3aKHCJeHHe BHYTPUTHIAKOUIHOTO IPOCTPaH-
CTBa W 3allleJlaulBaHHe Y3KOH MeXKTHUJIaKOWIHOHU IesH
U TeM CaMbIM Ha OOLLYI0 CKOPOCTb HeLHKJHYeCKOro
3JIEKTPOHHOI'0 TPAHCIOPTa B XJIOPOIMJIACTaXx.

Pe3synbTaThl 1 UX 00CYyXKIAeHHUE

KuHernka ()OTOMHAYLUPOBAHHBIX U3MEeHEHUI
BHyTpuTHIaKouaHoro pH;

Jsi KOJMYECTBEHHOTO aHa/M3a Mbl HCIOJb30BAIU
MaTeMaTHUECKy0 MOJEJb 3JEKTPOH- W MPOTOH-TPaHC-
MOPTHBIX IIPOLIeCCOB B TeTepOreHHbIX (POTOCUHTETH-
YeCKMX CHCTeMaX OKCUI'e€HHOTo THIa, IpelJoKeHHYIO
Hamu panee [15, 17]. Mogesb omuchIBaeT KJiOueBbie
CTaluy JIUHEHHOro (HELMKJIHUECKOro) MepeHoca 3JjeK-
TPOHOB M CONpSi)KEHHblEe C HUMH MPOLEeCCh TpPaHCMEM-
OpaHHOr0 IepeHoca MPOTOHOB C yYeTOM JaTepaJjbHOH
reTepoOreHHOCTH TUJIAKOUIOB W HEOLHOPOIHOIo pacmpe-
JeJIeHUs] MaKpOMOJIEKYJISIPHBIX O€JIKOBBIX KOMILJIEKCOB
B MeMOpaHax, a Takxe cuHTe3 AT® uz AP u Heop-
ranuyeckoro poctara (P;) ATP-cunrazoit tuna FoF .
He BpaBasice B moppoOHOCTH, HM3JI0XKEHHBIE B TPebl-
nyuied paborte [17], oTMETHM JHIb, YTO AJISI OMHCa-
HUS TIPOTOH-TPAHCIOPTHBIX MPOLIECCOB MBI UCIIOJb30Ba-
J¥ nepeMeHHble [;(r,t) u H,(r,t), cOOTBeTCTByMOIINE
JIOKaJIbHBIM KOHIEHTPallUsiM HOHOB BOIOPOJA BHYTPH
TUJaKOWAA U B MEXTHUJIAKOMJHOM IIPOCTPAHCTBE I'PaH.
B paccmaTpuBaemMoil cucTeMe HOHBI BOAOPOAA MOTYT
I1(pQyHIUPOBaTh B BOAHOH (pase BHYTPUTHJIAKOUIHOTO
o0beMa U B Y3KOW LIeJU MEXTHJIAKOWAHOTO MPOCTpPaH-
cTBa rpaHbl. [lpy 3TOM TakXe YyYMUTHIBAJIOCH B3au-
MoJelicTBHe HOHOB BOJOPOAA C IPOTOH-aKLENTOPHBIMH
6ydepHbIMU TPyNnaMy, GUKCHPOBAHHBIMUA Ha BHYTpPEH-
Hell U BHellIHell NOBEPXHOCTSAX TUNAKOUAHOH MeMOpaHbI.
BydepHble rpynmnel THIAKOWAHBIX MeMOpaH, CBS3bIBaIO-
IMe TIPOTOHBI, MEePEHOCUMble BHYTPb THJaKOHIOB, MO-
ryT (popMHpOBaTh crielu(PUYECKU MPOTOH-TTPOBOASIINN
MyTh, MO KOTOPOMY TMpoTOHB oT HT-renepupyrommx
1eHTpoB nepeHocsATcss K AT®-cHHTa3HBIM KOMIIEKCAM.

Bce aTH nepemeHHble ompenesieHbl Kak JIOKaJbHble
KOHLEHTPALHUH COOTBETCTBYIOLIUX KOMIIOHEHT B OKPECT-
HOCTH TOYKH r B MOMeHT BpeMmeHH f. CucremMa Ku-
HeTHYeCKUX ypaBHEHWMH, OMUCHIBAIOLIUX AMHAMHKY W3-
MeHEHUH KOHLEHTpalUU 3JEKTPOHHBIX MepEeHOCUHKOB
U HOHOB BOJOPOZA, a TaKxKe METONOJIOTHs BbiOopa 3¢-
(beKTHBHBIX KOHCTAHT CKOPOCTeH 3/eMeHTapHbIX CTalul

3JeKTPOHHOTO W TMPOTOHHOI'O TPaHCIOPTa MOAPOOHO
paccMoTpeHbl B padorax [13, 15].

Ha puc. 1 noxazaHbl KHHeTHKH (DOTOMHAYIHPOBAH-
HBIX U3MeHeHUH pH; 1/ MeTaGonnuecKnuX COCTOSHUH 3
(ycnoBusi vHTeHCcHBHOTrO cuHTe3a ATD) u 4 (cocTosiHue
(POTOCHHTETHUECKOTO KOHTpoOJisi, HeT cuHTe3a ATD),
pacCuHTaHHble B XapaKTepHbIX Toukax r=0 u r =29,
COOTBETCTBYIOIIMX I'PaHA/bHBIM U MeXKI'PaHHbIM THJa-
kouzaMm. 3HaueHue pH B cTpome NpHHUMAJNOCh MOCTO-
saHHbIM (pHs 8). KpuBble /-3 ObliM mosyueHBl agisi
pa3/MYHBIX 3HaueHUH mapameTpa Momeau Dy+ — 3¢-
(exTUBHOrO KoadduimeHTa Andpy3un npotoHos. [Ipu
3TOM TeOMeTpHYecKHe MapaMeTpel MOJeNHd — LIMpHHA
MeXTHJIaKOAHOH 1enu [, W IIUPUHA [;, XapaKkTepH-
3yolias pasMepbl BHYTPUTHIAKOMIHOIO MPOCTPAHCTBA,
B IIPOLleCCe PaCUeTOB He HM3MEHSJIMCh, OHU IPUHHMA-
JUCh TIOCTOSAHHBIMH B cooTHouleHuH [,/[; = 0.1. Ha-
YaspHBle 3HaueHWss pH BHYTpPH THIAKOMIOB W B LIEJH
JI0 HaJyaJia OCBeIlleH!s XJIOPOMJIacToB OblIM paBHB pHy,
T.e. pH,(0,7) =pH,(0,r) =8.

a 0
PH; PH;
&r 8r
Tr Tr
6r 6
0 10 20 0 10 20
Bpewms, ¢ Bpewms, ¢
Puc. 1. KuHeTuka (OTOMHAYLHPOBAaHHBIX H3MeHEeHUH

BHYTPUTHJIAKOUAHOrO pH; mpH pasgUYHBIX 3HaYeHHAX
napametpa monend Dy+ — 3(pdexTuBHOro KoahduumneH-
Ta AU((Yy3uH MPOTOHOB, PACCUMTAHHBIX B XapaKTEPHbIX
toukax r=0 (a) u r=>0 (6), COOTBETCTBYIOLIUX rpa-
HaJbHBIM M MeXTI'PaHHBIM TUaakounaMm. Kpusbe [, 4 —
Dy+ =1; 2 — Dy+ =10; 3 — Dy+ = 100. Kpuseie 1-3
pacyMTaHbl AJIsi MeTabOJHUECKOTO COCTOSIHUS 3 (yCJ/IOBHS
uHTeHcuBHOrO cuHte3a AT®), kpusas 4 — masi cocrosi-
HUsT POTOCHHTETHYECKOTO KOHTPOJs (HeT cuHTeza ATP)

Kak HeomHOKpaTHO oGcyxknasoch panee [11, 15],
Hallla MoJeJslb MOKa3blBaeT, YTO B YCJOBUAX HHTEHCHUB-
Horo cuutesa AT® (meraGonnyeckoe coCTosiHHE 3),
KOrJa MPOUCXOIUT MepeHOC NPOTOHOB H3 THJAKOWMIOB
Hapy»Ky uepe3 akTHBHO (yHKUHoHHpyoine ATP-cun-
Ta3Hble KOMIIJIEKCH], B CTALlUOHAPHOM COCTOSIHUM BHYT-
pU THUJIAKOWJOB YCTAHABJIWBAETCS HEONHOPOAHBIM MpoO-
¢uap pH;. CreneHp HEOMHOPOOHOCTH B 3HAYUTEJNBHOH
Mepe oIlpeleJ/sieTcsl 3aTPyJHEHHOH MMIpalued MpoTo-
HOB B JlaTepasJbHOM HarpaBJeHHH OT LEHTPa TpaHbl
K ee nepudepuu. BenenctBre Toro uto Bo BHYTPEHHEM
oO6beMe THUJIAKOUIOB (JIOMEH) ¥ Ha 00eUX MOBEPXHOCTSAX
TUJaKOWAHOH MeMOpaHbl HMeeTcsl OOJIbLIOe KOJHYe-
CTBO Oy(epHBIX TPYMI, CHOCOOHBIX CBS3bIBATb HOHBI
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BOJOpOAA, JaTtepanbHas AU(QY3us MPOTOHOB B 3ITHUX
KOMIIapTMEHTaX MPOUCXOOUT TOPa3fo MelJsieHHee, YeM
B BOAHbIX pacTBopax. Ha puc. 1 mnokasaHa kuHeTH-
Ka (DOTOMHAYLHMPOBAaHHBIX H3MeHeHWH JsomeHa (pH;),
paccuntaHHasgs B Toukax r=0 u r=>b. Kak BugHo
U3 DUCYHKAa, KHHETHKU 3aKHCJIEHHsl JIOMeHa B LEHTpe
rpai (r =0) u Ha mepudepun (r =0b) CyLUIECTBEHHO
pasnnyatorcsi. B ueHTpe rpansl pH; OwicTpo mnonu-
’KaeTcsl Ha JBe elMHULbl U B JajbHellleM MeHseTcs
cpaBHUTeJbHO caabo (puc. 1,a). Ha nepudepun (B 06-
JIACTH MEXTPaHHbIX THJIAKOUIOB) KHHETHKA H3MeHeHHH
pH; uMeeT HeMOHOTOHHBIH XapakTep: MocJe OBICTPOro
CHUKeHHUsl BeJW4YHMHb pH; Ha MoJTOpPB eIWHHLBI MPO-
UCXOIUT CPAaBHUTENbHO MelJieHHOe yBesaudeHue pH;,
obycsoBnerHoe pa6otoit ATdD-cHHTa3HBIX KOMILIEKCOB
(puc. 1,6). Ilpu nocreneHHOM CHATHH DU((Y3UOHHBIX
OrpaHWYeHHH Ha MHTpalMI0 ITIPOTOHOB B JaTepasb-
HOM HamnpaBjeHWM (KpUBble 2 W 3 pacCUUTaHbl MPH
yBeJH4YeHHH 3(P(PeKTUBHOro Koa(pduuneHta aupdysnn
npotoHoB B 10 u 100 pa3 coOOTBETCTBEHHO) KHUHETHU-
Yyeckue Kpuble ajs Touek r =0 U r =05 craHOBATCH
nonoOHBIMU APYT 0pyTy. Kak BunHO U3 puc. 1, KpuBble 3
Ha TMaHenssX @ W 6O TpPAaKTHYeCKH 35KBHUBAJEHTHB —
3TO O3HAuaeT, UTO MPU YBeJHYeHHUH KOd(PUILHeHTa TU]-
¢ysun nporoHoB B 100 pa3 saTepasbHEIE NPOPHIb
pH; BeIpaBHUBaeTCs M CTAaHOBUTCS OJHOPOAHBIM B Ja-
TepaJbHOM HampaBseHUH. [las MeTaboIMYeCcKoro co-
crosinust 4 (cocTosiHMe POTOCHHTETHYECKOTO KOHTPOJIS)
xapakrepeH omgHoponubiii npoduab pH; (kpussie 4 Ha
puc. 1,a, 6). B atom ciayuae BHIXOI MPOTOHOB HAapPYKy
yepe3 AT®d-cHHTa3HblE KOMIJIEKCH 3aKPBIT M MOTOMY
JaxKe MPU CPaBHUTEJBHO MeJJIeHHOH JiaTepajbHON Aud-
(py3uH MPOTOHOB MPOUCXOAUT BEIPAaBHUBAHUE JlaTepasib-
Horo npocduast pH;.

Ha puc. 2 wusobpaxkeHbl KHHETHKH (HOTOUHIY-
LMPOBaHHBIX H3MeHeHUH TpaHcmeMOpaHHOH (A pHy)
u sarepanbHod (ApH;) pasnocreit pH, paccun-
TaHHble /5 MeTaboJHUeCKUX COCTOSIHUH 3 W 4.

Beqnunna ApH, (puc. 2,a) ompegmensiach Kak
ApH, =pH, —pH;, a Bemnunna ApH,; (puc. 2,6) —
o
ApH7 ApH;
2 L
2 L
3
21
1 1
0 10 20 0 10 20
Bpewms, ¢ Bpewms, ¢
Puc. 2. KuHeTHKH (OTOWHIYUHUPOBAHHBIX H3MeHEHHUH

TpaHcmeMGpanHoi (A pHy ) u natepanshoit (A pH, ) pas-

HoCTeH BHyTpuTHaakoupHoro pH;, paccuurtaHHble MpH

pas/IMYHbIX 3HayeHHsX nmapametpa monend Dy:. Homepa
KPHUBBIX COOTBETCTBYIOT HOMepaM Ha pwuc. 1

kak ApH; = pH;(r=b6) — pH,;(r=0). Pesynbrarsl pac-
4eTOB, NPHBEJEHHbIE HA PUC. 2, HAVIAHO HUJJIIOCTPHUPY-
I0T BbILIENPUBEIEHHbIE pacCyKAeHHsI 00 0COOEHHOCTAX
KHHETHKH (POTOMHAYLMPOBAHHOTO 3aKHUCJIEHHS JIIOMEHa.
[Tpu yBenuuenun 3pdeKTHBHOrO KOo3(PPHUILHEHTA JaTe-
pajbHO# nUddy3un NpoToHOB (puc. 2, a, KpuBbE 2, 3)
BeanunHa ApHr 3ameTHo Bo3pacTaer, MOCKOJbKY HH-
TEHCHMBHAsl yTeuka NPOTOHOB HapyxKy udepe3 AT®D-cun-
Ta3Hble KOMILJIEKCH yclleBaeT KOMIIEHCHPOBATbCS OBICT-
PBIM NPUTOKOM INIPOTOHOB M3 I'paHaJ/bHON 006JacTH TH-
Jakouga. Ilpu atom narepanbHasi pasHocTb pH ecrte-
CTBEHHO YMeHbIIaeTcs.

Kunernka (pOTOMHAYLMPOBAHHBIX M3MEHEHUI
PEIOKC-COCTOSTHUSI MOOUJIBHBIX JIEKTPOHHBIX
MePEeHOCYNKOB

[TepeHoc snekTpoHa MeXAY yHAJeHHBIMH KOMILJIEK-
camu PC2, bgf u DPCl ocyiectBasieTcss 3a CUeT
i ¢ysnu Mosekyn niactoxvHoHa (PQ) u nmactouu-
annHa (Pc). TunpocoGHble MoJIEKYJIBI MJIACTOXHHOJA
(PQH2) muo¢ynmupytor B MemOpaHe, obecreunBas
nepeHoc 37eKTpoHoB oT PC2 k bgf -kommiekcam. [un-
pouabHble MosieKynbl nuactouuanuHa (Pc) muddys-
IUPYIOT B JIIOMEHe, OCYIIECTBJsIs MepPeHoC JMEKTPOHOB
ot bgf -kommekcoB K ®Cl. Kak Mbl oTMeuaqu B Ha-
wed mpenbiayiieit padore [17], mMomenb mpenckasbipa-
eT yCTaHOBJIEHHE HEOTHOPOAHEIX (DOTOMHAYIHPOBAHHBIX
CTAaLMOHAPHBIX TNpOQUIel KOHIEHTPAUUH MOOUJIbHBIX
3JIEKTPOHHBIX MEePEeHOCUYHUKOB, MIACTOXHHOHA M IJIACTO-
IUaHWHA. DTO XOPOLIO HJJIIOCTPUPYET PHC. 3, TIe
IITPUXOBBIMH TPSIMBIMH 0603HAYeHbl HCXOMHbIE YPOBHH
KOHLIEHTPALUKU MOOUJBbHBIX 3JIEKTPOHHBIX MepPeHOCUH-
koB [PQ] u [Pc], a cO/OWIHBIME KPUBHIMH — UX
CTalIOHApHblE YPOBHH.

1.0

0.5

[Pc]/[Pely

0.00 ‘1 2' 0.00
2r/b

2r/b

Puc. 3. JlaTepasibHble NPOQHUIN KOHLEHTPALUH OKHUCJEH-
Ho#l opmbl miactoxuHoHa (PQ) (a) W miactounaHuHa
(Pc) (6) B craunonapHom coctosiuu 3. ITpuxoBbIMHU
NPSIMBIMH TT0Ka3aHO HadaJbHOe paclpefieieHHe mpoduIei
3/MEKTPOHHBIX IepeHocunuKoB (nmpu ¢ =0), CIJIOMHBIMH
KPUBBIMH — KOHeyHoe cocTosiHHe. Kpuble /-3 c00T-
BETCTBYIOT DasHbIM 3HaueHHsIM Ge3pa3MepHBIX NapaMert-
pOB, XapaKTepHU3yIOLIUX COOTBETCTBYIOLIME KOI(DPUIU-
eHTbl AU(PY3HMH MOOUIBHBIX TNepeHOCUHKoB Dpq (a):
1 —1,2—-5,38—10wu Dp. (6): I — 1, 2 — 10,
3 — 100. BespasmepHasi nepemerHasi 2r/b xapakrepusyer
yIaJeHHOCTb OT LeHTpa rpausl (cM. mogpobuee [17])
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Juddyrnnpys B mUnuIHON (pa3e THIAKOUIHOH MeEM-
Opanbl, mosekyiabl (PQHg) mepeHOCSAT 3/€KTPOHBI OT
OC2 x bgf -kommnaekcam. Crenyer, ONHAKO, 3aMETHTh,
4yTo GeJIKOBble KOMILIEKCH 3aHuMaiT He menee 70 %
IoMaad B TUJIAKOWAHBIX MemOpaHax [9]. Crouk-
HOBEHHUSI MOJIEKYJ MJIACTOXHHOHA C HeNpeofoJHUMbIMH
TPENATCTBUSIMY, CO3IAaBAEMbIMH MaKPOMOJIEKYJ/ISIPHBIMHU
6eJIKOBEIMH KOMIIJIEKCAMH, OTPAHUYHBAIOT JaTepaJsibHble
nepemellienusi B MemOpane [18, 19]. DddexkTUBHBIN
Ko3(pprUureHT NU(DPYy3UH NNACTOXHHOHA B THJIAKOUI-
HOU MemOpaHe, OCI0KHEHHOH yKa3aHHBIMH (DAKTOPaMHU,
KaK MHHMMYM [Ba WJH TPH TOpPsiiKa MeEHbIE, UYeM
B JIMHIHBIX MeMOpaHax CBoGOAHBIX oT GeskoB [20].
Bonpoc o ToM, 4TO sIBJsieTCS JUMHUTHPYIOILEH CTamuel
3JIEKTPOHHOT'0 TPAHCIOPTa HAa MJIACTOXMHOHOBOM y4acT-
ke nenu — nuddysus PQHo ot @C2 k bsf -xommiekey
unn oxkucaeHne PQHy 3TuM KommiekcoMm, — mosroe
BpeMsi ocTaBaJcs auckyccHoHHeiM [21]. Ha puc. 3,a
TMI0Ka3aHbl JlaTepasibHble NIPO(GUNH OTHOCUTEJNbHON KOH-
LEHTPALHUK OKUCJIEHHOU (opMbl muactoxuHoHa ([PQ]),
pacCcUMTaHHble [JiS Pa3JUYHBIX 3HAYeHUH Ko3dhduuu-
eHTa IU(QPy3UU MNJAACTOXUHOHA B THUJIAKOUAHOH MeM-
OpaHe B YCJOBUSIX HHTeHcHBHoro cunresa ATD (co-
crosiHie 3). BumHo, 4TO mMpHU MOHHXKEHHOH CKOPOCTH
b ys3nu naacToxuHoHa (KpuBasi /) ycTaHaBJHBAaeTCs
HEOIHOPOAHBIN JaTepatbHblil npoduab [PQ], coorBer-
CTBYIOLIMH CJIydalo, Korga B MeMOpaHaX THJIaKOHIOB
rpaH KOHLEHTPALHs BOCCTAHOBJEHHOTO IJACTOXHHO-
Ha BbIllle, YeM B 00JaCTH CTPOMAJbHBIX THJAKOMJIOB.
[Ipu yBennueHuu xospduuneHta nudpeysuu Dp. no-
JISl OKHCJIEHHOH (DOpPMBI B TpaHax 3aMeTHO BO3pacTaeT
(xpuBble 2, 3). IlocnenHee XOpoIIO COrJacyeTcss C H3-
BECTHBIMH 3KCII€PUMEHTANbHBIMU JAaHHBIMH O TOM, YTO
B JOCTaTOYHO LIMPOKOM [AHANa3oHe 3KCIepPUMeHTalb-
Hbix yeaoBud (pH M HoHHasi cuna cpenbl MHKyGauuu
XJIOPOIJIACTOB, TeMIepaTypa) MOJEKYJIbl IaCTOXHHOMA
UMEIOT BBICOKYIO IMOABHUKHOCTb B THUJIAKOHTHOH MeM-
6paHe, MJOTHO 3aMOJHEHHOU OeJKOBBIMH KOMIIJIEKCaMH
(cm. o63opsl [22, 23]). [lpu aToM mepemeleHHe MoJIe-
kya PQHy or @C2 k uutoxpoMHOMY bgf -KOMIIIEKCY
He fBJsieTCS JUMUTHUPYIOUIEH cTaaueid B paboTe Lenu
nepeHoca 31eKTpoHoB Mexay PC2 u dCl1.

[TonBUKHOCTD MJIACTOLHAHWHA B JIIOMEHe I'paHajb-
HBIX THJIaKOMIOB MOXKeT OBIThb OrpaHMYyeHa H3-3a CTe-
pUUECKHX MPensTCTBUH A/ ero nuddysuu. Ilonepeu-
HOe pacCTOsSIHHEe MeXKIy BHYTPEHHHUMHU MOBEPXHOCTSMH
COCEICTBYIOIUX THJIAKOUIHBIX MeMOPaH OTHOCHTEJNBHO
masio (10-20 um). [To manubM padoThl Kupxroda u co-
aBT. [18], nuddysus Pc BHyTpH cXKaTHIX THIAKOHIOB
TpaHbl MOXKeT OBITh 3aTpyoHeHa 13-3a GeJKOBBIX KOM-
nekcoB @C2, KOTOpbE CHJIBHO BBICTYMAIT B CTOPOHY
qoMeHa. [lnoTHo pacnosoxeHHble Kommgekcsl DC2
¢ 00BbeMHBIMU BOIOPACILENJISIONIUMYA TOMEeHAMH, KOTO-
pble BBEICTYNAIOT B MPOCBET JIOMEHA, OCTABJSIOT MaJIo
MecTa JJIS MUI'pallM¥ MOJIeKYJ MJacTOLlMaHUHA, pasMe-
pBl KOTOPOT'O COCTaBJSAIOT mopsinka 4 x 3 x 3 uM. s
Toro utobbl obecneunTb 3(PPEKTUBHYIO MEPKOJSIUIO
Pc BHyTpH JIOMeHa THUJIAKOUAOB I'paH, 3a30p MEXLY

TPOTHBONONOXKHBIMH KPAsIMH BBEICTYTMAIOIIUX H3 MeM-
6paH BOLOpACLIEIISIOMINX KOMIJIEKCOB [OJ2KeH OBITh
He MeHee 3 HM. Ilostomy nud@ysus njaacTouUaHU-
Ha BHYTPH JIIOMeHa MOXeT OBbITb CHJIBHO 3aTpymdHe-
Ha BBICTYMAIIMMU B CTOPOHY JiOMeHa (hparMeHTaMH
6enkoBeix KoMiiekcoB PC2. Ckopoctb audgysun Pc
OymeT 3aBHUCEeTb OT LIMPUHBI JIIOMEHa U PaCCTOSTHUSA
nuddysun. [Ipu HabyxaHWW THUAAKOUIOB OBICTPO AU(D-
¢yHAMpYIOILHe B CBOOOIHOM 06beMe JIIOMEHa MOJIEKYJIbI
IJIaCTOLMAHUHA OymeT oOecreuduBaTb OBICTPYIO CBSI3b
MeXny bgf-KOMIIEKCAaMHU H yHoaJeHHBIMH KOMILJIeKca-
mu DPCIl. DkcreprMeHTa bHblE YKA3aHHS Ha TO, 4TO
3aTpyiHeHHass Auddysus Pc nelcTBUTEIbHO MOXKET
3aMelJIaTh mepeHoc 3jeKTpoHoB Mexny PC2 n PCl,
6bl10 mosyueHo B pabore Kupxroda u coast. [18],
KOTopble HabJiofanu AByX(ha3HOe OKHCJeHHe LUTOXPO-
Ma [ B xJsioporuiactax JUCTbeB pactenust Arabidopsis
thaliana, aganTHpoBaHHBIX K TeMHOTe. Hasnnuue men-
JieHHO# (ha3bl (POTOOKUCIEHUST LIUTOXpOMa [ TpeamnoJa-
raet, 4TO MepeHoC JEKTPOHA OT bgf -KOMILIeKca, pacro-
JIOXKEHHOTO B IpaHa/bHBIX TUAakouax, K PC1 cuepxu-
BaeTCsl M3-3a 3aTpyAHeHHOH nu((ysuu NJIacTOLHUAHHU-
Ha B JioMeHe. [Ipu (oTouHAyUMpPOBaHHOM HabyXaHUU
THJAKOWIOB IIMPHHA JIOMEHa MOMKET YBeJUYNBaThCS
BIBOe, MPH 3TOM HabJIOfaNHd CHJIbHOE yCcKOpeHHe ¢o-
TOMHAYLUPOBAHHOrO OKMCJeHUsi uutoxpoma [ [18].
ITOT pe3ysbTaT MOXKeT ObiTh 0ObsCHEH HabyXaHHWEM
THJAKOUIOB, KOTOpoe 06ecledynBaeT NOMOJHHUTENbHBIN
o6beM /51 pacrnpocTpaHeHUs MoJekyn Pc B JiomeHe
THJAKOUIOB TpaH, obJerdasi JatepanbHyi AU y3HI0
Pc ot bgf -kommiekcoB Kk PCl.

OTMeueHHbIe BbIllle OCOGEHHOCTH KHHETHKH OKHC-
JMeHusi Pc omuchiBalOTCS B paMKax Halled MOJeJH.
Ha puc. 3,6 mnokasaHbl cTallMOHApHBIE JaTepajbHbIE
npodu/IM OKHUCJEHHOHIO MJacTouuaHuHa Pc, paccuu-
TaHHble AJs Pa3HBIX 3HAU€HUHU Kod(puuueHTa IUPdy-
3un Dp.. BupHo, uto mnpodusib KOHUEHTPALHUH OKHC-
JenHoro muactounanuHa ([Pc]) sBasiercs HeomHOpom-
HbBIM M TPaKTHYECKH HE 3aBUCHUT OT MeTaboJHYecKo-
TO COCTOSIHHS XJIOPOIJIACTa ¥ MOOHJBHOCTH MPOTOHOB.
[Tpy HayaJbHBIX YCJOBHUAX, COOTBETCTBYIOIIHMX OKHC-
JeHHoMy Tyay Pc, ocBellleHHe TPUBOOMUT K TOMY, UTO
B rpaHaspHOH o6jgactd mysa Pc mosHOCTBIO BoccTa-
HaBJIMBAeTCsl, a B JIOMEHE MeKI'PaHHBIX THJAKOHIOB
MOYTH BCe MOJIEKYJbl Pc 0Ka3biBalOTCsi B OKHCJEHHOM
coctosiHud (Kpuas ). JIMIIb Npy oUeHb 3HAYUTETHHOM
(~ 100 pas) yBequnuenuu Kosbhduunerta auddysuu
niacroudanuda Dp, npoduab Pc criaxkrpaercs U cra-
HOBUTCS1 60Jiee OHOPOAHBIM (KpUBasi J3).

Ha puc. 4 mnoxazana KuHeTHKa (HOTOUHIYLUPO-
BaHHBIX M3MeHEHHH KOHLEHTPAUUH OKHUCJIEHHBIX (OpM
mosiekyn PQ u Pc, paccuuranHas njs metabosuue-
CKHUX COCTOSIHUH 3 U 4 B XapakTepHBIX Toukax r =0
U r =0, COOTBETCTBYIOIIMX TPaHAJbHBIM U MEXIpaH-
HBIM THJaKougaM. BHIHO, 4TO KHHETHKa OKUCJEHHs
PQH, 3ameTHO passuuaeTcs B LEHTpe TpaHbl U Ha
Kpaio Tunakouaa (puc. 4,a). B crpomasnbHoil obiactu
THJIAKOMJa KOHLEHTPALHUsl OKHCJIEHHOrO MJIAaCTOXMHOHA
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Puc. 4. KnHeTnka (OTOMHAYLMPOBAHHBIX H3MeHEHHUH

KOHIIEHTPAllMK OKUCJEHHBIX (OPM TJIacTOXMHOHA (a)
¥ nacTouuanuHa (6), paccuMTaHHas B XapaKTepHBIX
toukax r=0 (xpusbie I, 1',1") m r=5b (xpu-
Boie 2, 27, 2"), cOOTBETCTBYIOUIMX TPAHAJbHBIM H CTPO-
MaJbHBIM THJIAKOMAAM Ui MeTaboJMYecKHX COCTOSI-
uuit 3 (kpusee I, 1',2,2') u 4 (xpuswe 1”7, 2").
Kpusbie I’ n 2’ oTHOCATCA K c/1yydaio GLICTPOH 1U((y3HH
COOTBETCTBYIONIMX MOGHJIBHBIX MEPEHOCYUKOB (yCJIOBHSA
ans KpuBblx 3 puc. 3). B cayuae nsacrounanuna (6)
kpusele 1, 1" u 2, 2" He pasnuuanTcs

HapacTaeT OblcTpee W ee ypoBeHb BbIlle, YeM B rpa-
Ha/lbHOH 006sacTH. DTO 06YCJOBIEHO KaK HEOTHOPO.-
HOHU Jiokaausauued komrekcoB @C2 B TUIAKOUIHOH
MeMOpaHe, TaK W HeNOCTaTO4YHO ObicTpod nuddysnen
mosiekyn PQHo B naTepasbHoM HampaBsieHuu. [lpu
yBeJUYeHHH 3((deKTUBHOro Kosdgpuuuenta AUdPpy3nn
nsacToxuHoHa B 10 pa3 pasnuuusi B KHHETHKe OKHCJe-
nuss PQHy Ha xpato (kpuBble 2, 2') SIBJASIOTCS MeHee
YeTKO Bblpa’KEHHBIMH, YeM B LeHTpe (KpuBble 1, 1').

Penokc-npeBpalieHus naacTolMaHUHa B LIEHTpe rpa-
Hbl U Ha Mepudepud OueHb CHUJBHO pas3/anyarTcs
(puc. 4,6). Ecnu B HauasbHBIH MOMEHT BPEMEHH Mpak-
THUECKHU BCe MOJIEKYJbl MyJa [JacTOLHAaHUHA OKHCJe-
Hbl, TO B LIEHTPe TpaHbl [POUCXONUT CPaBHUTEJbHO
ObICTpOe HAaKOTJIEHHE BOCCTAHOBJEHHBIX MoJeKysa Pc ™,
a Ha nepudepru NoAABJsIONIEe YUCIO MoJiekyn Pc ocra-
eTcsl OKUC/IEHHBIM. B To e BpeMsi, Kak MokasaJjy Hallll
pacyeThbl, XapaKTep KHHETHUUECKHWX KPHUBBIX KOHLEHTpa-
LUK MJ1aCTOLUUAHWHA CPABHUTEJbHO CJab0 3aBUCHUT OT
BapbUpOBaHUs KoadduiueHta auddysun monexyn Pc.
3aMeTUM TakXke, YTO KHHeTHUeCKHe Kpubble mjsi Pc
NpakTUYeCKH COBNAAAIOT A5 MeTa0oJMYeCKHUX COCTOSI-
HUH 3 ¥ 4 (DaHHbIEe He TPUBENEHB).

3akJroueHue

Cpenu mpoueccoB peryasiiiii (OTOCHHTETHUECKOTO
TPAHCIOPTa 3JIEKTPOHOB B XJIOPOIMJACTaX OCOOBIH HH-
Tepec INPEACTABJSIOT PeryNsATOpPHblE MEXaHHW3MBI, CBA-
3aHHble C (POTOMHAYLUPOBAHHBIMH H3MeHeHUsiMH pH
CTPOMBI W JiloMeHa [24-26]. V3meHeHHe BHYTpUTHJIA-
KounHoro pH sBisieTcss OZHUM M3 TIJIaBHBIX (DAKTO-
POB, KOHTPOJIUPYIOLIMX CKOPOCTb W BEJHUYMHY IOTOKA
371ekTpoHOoB Mexny PC2 u PCl. PorouHayHpOBaH-
Hoe yMeHbllleHHe pH; Bbi3biBaeT 3aMejieHHe MepeHoca
3MEKTPOHOB Ha YdYacTKe LENH 3JeKTPOHHOTO TpaHc-

MopTa, CBSI3aHHOM C bgf -KOMIJIEKCOM, W 3amycKaeT
MeXaHHU3M, CHOCOOCTBYIOILMH yBeJUYEHHUIO paccesHUd
3Hepruu B cBerocobupatoiieid anteHHe PC2, mpendr-
CTBYSl MepeBO30YXKIEHHIO PeaKIHMOHHBIX 1eHTpoB PC2
U 4Ype3MepHOMY 3aKHCJeHHIO JloMeHa. DTH 3allHTHbIE
MeXaHU3Mbl oOecleurBalOT MeTaboJHYecKylo CTabHJb-
HOCTb (DOTOCHHTETHYECKOTrO armaparta XJOPOIJIACTOB
NIPY U3MEHEHHUSAX YCJAOBUH OKpYy2Kawlled Cpeabl, HapH-
Mep MpU BapbUPOBAaHHUHM MHTEHCHUBHOCTH OCBEILEHHOCTH
¥ Ta30BOr0 COCTaBa aTMOC(epHI.

MopenvpoBaHre MpPoOLECCOB 3JMEKTPOHHOTO H TIPO-
TOHHOTO TPAHCIIOPTA C YYETOM JiaTepasibHON reTeporeH-
HOCTH JIaMeJIJISIPHOH CHUCTEeMBl MOKa3aJo, YTO B XJIOPO-
IJIacTaX MOTYT YCTaHABJIHMBATHCS HEOTHOPONHBIE MPO-
¢unu pH B Tunakomgax rpaH M MeKIpPaHHBIX THJa-
Kouaax, (hopMa KOTOPbIX 3aBUCHUT OT MeTab0JHUECKOTo
COCTOSIHUSI XJIOPOTIJIACTOB M CKOPOCTH TU((PY3UH HOHOB
BOZIOpOZA B NMPUMeMOpPaHHBIX CJIOSAX BHYTPH M CHAapyKH
tunakounoB [11-15]. [lpoBeneHHble B pamKax Halel
MOJIEJIH pacueThl MOKa3aJ/H, YTO CKOPOCThb 3JEKTPOHHO-
ro nepeHoca Ha MJIACTOXHHOHOBOM yYacTKe LENH 3JeK-
TPOHHOrO TPaHCIOPTA MOXKET KOHTPOJHUPOBATbCS He
TOJILKO BEJUUYHHON BHYTpHUTHJIakounHoro pH;, Bausio-
ero Ha CKOpPOCTb OKucaeHHs PQHgo UIHUTOXpOMHBIM
bef -xommniekcoM, Ho U 3HaueHHeM pH, B MexTH.a-
KOUJHOH ILle/IH, OT KOTOPOr0 3aBHCHT CKOPOCTb BOC-
cranoBienuss PQ B ®C2 [11-15]. 3amenaunBanue
MeXTHJIaKOUIHON I1eJiH, 06YCJIOBJIEHHOE MOTMIOEeHHEM
NPOTOHOB IPH BOCCTaHOBJEHHH MoJiekyn PQ 3a cuer
®C2, n0KaJU30BAHHBIX B IPAHAJBHBIX TUJIAKOHIAX, MO-
JKEeT BbI3bIBATh 3aMeljieHre ckopocTH padotel PC2. [To-
KazaHo Takxe [13], uyTo a¢ppexkTHBHOCTD cHHTe3a ATO
B XJIOPOIJIACTAX MOXKeT 3aBHUCeTb OT TOMOJOTMYeCKHX
0COGEHHOCTH THJIAKOWMOB (HampuUMep, HaJHuHe MpOTs-
2KEHHbIX y4YaCTKOB, BA0OJIb KOTOPbIX MPOUCXOAUT 3aMel-
JeHHasi AuGGy3ust MpoTOHOB). PesynbraThl pacueToB
TI03BOJISIIOT OOBSICHUTD 3aBUCHMOCTb CKOPOCTH CHHTE3a
AT® oT 0CMOTHYHOCTH Cpeibl MHKYyOaLHH XJ0pornJja-
CTOB BaHsiHHEM AU((Y3HOHHBIX OorpaHuueHu [27-29].

B 3ak/iodeHWe OTMeTHM, UYTO MOJIEJHPOBaHHe
Iu(h(HYy3MOHHO-KOHTPOJNHUPYEMBIX CTaAUH 3JEKTPOHHOTO
¥ MPOTOHHOrO TPAHCIIOPTa B Paclpefie/ieHHOH reTepo-
TeHHOU CHCTeMe XJIOPOILIACTOB, OMHCAHHOE B HalleH
npensinyieit [17] v B HacTosiiedt pabotax, MokasbiBa-
€T, YTO reoMeTpUudeCKHe XapaKTEPpUCTUKH THJAKOHWI0B
U IUPPYy3UOHHBIE OrpaHHYEHHST MOTYT CYLIECTBEHHO
BJIMSITb Ha pacrpenesnenre pH BLoJIb THIAKOUAHOH MeM-
6paHbl U PeNoKC-COCTOSIHUE MOOUJbHBIX 3JIEKTPOHHBIX
TNepPEeHOCYHKOB  (MJIaCTOXMHOH, mjacTounanuH). CHs-
THe OU(PPY3UOHHBIX OrpaHUYEHUH MOXKET NPOUCXOIUTH
B pes3y/JbTaTe CTPYKTYPHBIX I[€pPecTpPoeK THJIAKOHIOB,
KOTOpPblE B CBOIO Ouepelb MOTYT BJHATb Ha 3ddek-
THBHOCTb (DOTOCHHTETHYECKUX MPOLECCOB U PETYJISILHIO
sHepreTHyeckoro 6asnaHca B xJoponsacrax. Jlatepasb-
Hasi MUrpalust 6eJKOBBIX KOMIJIEKCOB, (DOTOMHAYLHPO-
BaHHOe HabyxaHHWe—CXKAaTHe TUJAKOUAOB H IJOTHOCTb
YNAaKOBKH THJIAKOHIOB B TpPaHAX MOTYT CKa3bIBaTb-
csi Ha TiepeHoce 3JiekKTpoHOB Mexny PC2 u PCl
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Electron and proton transport in chloroplasts in silico. 2. The eifect of diffusion limitations on the
process of photosynthesis in spatially inhomogeneous thylakoids

A.V. Vershubskii®, A.N. Tikhonov’

Department of Biophysics, Faculty of Physics, Lomonosov Moscow State University, Moscow 119991, Russia.
E-mail: “vershoubskiy@mail.ru, ®an_tikhonov@mail.ru.

The lateral mobility of protons and mobile electron carriers (plastoquinone and plastocyanin) is subjected to
diffusion limitations; the effect of these limitations on the kinetics of photoinduced pH; changes has been
investigated in the present work for metabolic states 3 (conditions of intensive ATP synthesis) and 4 (the
state of photosynthetic control). Computer simulations were based on a mathematical model of electron and
proton transport in chloroplasts developed earlier by the authors. Non-uniform distribution of electron carriers
and ATP synthase complexes in the membranes of grana and intergranal thylakoids was taken into account
in the model. The kinetics of intrathylakoid pH; changes and the lateral profiles of distribution of the mobile
electron transporters in granal and intergranal thylakoids were studied. The formation of non-uniform pH;
profiles (with lumen acidification in the central parts of the grana being substantially slower than in the stromal
thylakoids) was shown to occur under the conditions of ATP synthesis. Variation of the diffusion coefficients of
intrathylakoid hydrogen ions and mobile electron carriers (plastoquinone and plastocyanin) can have substantial
effects on the lateral pH; profiles and the redox state of the mobile electron carriers.
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