OIIOB1/1
HAIIIOHAJIBHOI 1 0 [ 20 1 O

AKAJTEMIiI HAVK
VKPATHUI

LIOXIMIA

VIIK 577.344
© 2010

E.B. Onoiiko, A.B. Ilomumyk, E. K. 3oixorapesa

CrumynupoBaHue ¢poTodochopnmpoBaHUA
B M30JIMPOBAHHBIX XJIOPOILJIACTAX MINUHATA dK30T€HHBIM
OumkKapOboHATOM: POJib KapOOaHTUIPA3BI

(IIpedcmasaeno arxademurom HAH Yrpauno, K. M. Coimmnukom)

Busueno enaue exsozennozo bixapbonamy ma iheibimopis kapboaH2idpadu — 6000p03UUHHO-
20 AUEMA30AAMIOY T AINOPIALHO20 EMOKCUSOAAMIOY — HG WEUIKICTG UUKAIUHO20 A HEUU-
KAT4H020 Bomodocdopuiy6ants 6 i30Av06AHUT TA0PONAAGCTIGT wnunamy (Spinacia oleracea
L.) y dianazoni pH 6,8-8,2. Ilokasano, wo Gikapbonam, dodanuti exzozenno 0o KOHUueHmpayii
8—6 mM, epexmuero cmumysoe omogdochopunysarms. Marcumarvha CMmuMyYssyis cnocme-
pieanacs npu pH cepedosuwa 6ausvrko 7,0. IIpu nidsuwenni pH do 7,6-8,2 cmumysroronut
epexm HCO3 pisko snuorcysasca. Ineibimopu xapboarzidpasu nicas Hempueaaoi inkybayii
3 TAOPONAGCNAMY YCYBAAY CTMUMYAN0WUT 6naus bikapbornamy Ha weudkicmyd gomogpocgo-
PUAYBAHHA. 3POOAEHO BUCHOBOK, W0 WEUIKICTIL HOMOPOchHOPUAYBAHHA 3ANENHCUTND HE MIALKY
610 Konuernmpayii bixapboramy, a G 6id axmuerocmi kapboarzidpadu, Axa 3a6e3nevye WeudKy
MParchopmayito Gopm 8Y2invHol KUCAOMU 1 MUM CAMUM NOAELUYE BUIALEHHSA NPOMOHIE 13
UEHMPI8 T 36INDHEHHA.

CxopocTh (POTOXMMHUYECKUX PEAKIINI B XJIOPOIIACTaX BBICIIUX PACTEHWH 3aBUCHT OT HAJIUIMS
B Cpejie YIVIEKHCJIOTO ra3a U/WIi aHUOHOB YIOJILHOW KHUCJIOTHI |1, 2|. DTa 3aBUCHMOCTH, HOJIY-
yuBlIas HasBaHue ‘OumkapboHarHOoro sdpexra’, nccaegoBaHa Ha YPOBHE MHTAKTHBIX JIACTLEB,
M30JINPOBAHHBIX TUJIAKOUIOB, (DOTOCHCTEM U PEAKIIMOHHBIX IIEHTPOB, U CBSI3aHA C IIPUCYTCTBU-
em B orocucreme II (PCII) npounocsaszannoro HCO3 , BeimosHsiomero kohakropuyio dyH-
kuuo [3, 4]. Yaanenne COy u GukapOoHATa U3 PEAKIMOHHON Cpebl B PE3yJbraTe JIJIUTEb-
HOW TPOIYBKU CYCIIEH3UU XJIOPOILJIACTOB WHEPTHBIM Ta30oM WJIM XK€ MpU WHKyOamuu MeMOpaH
B IpHUCyTCTBUU (POpMUATa WK APYTUX MOHOB — aHTAlOHUCTOB OMKapOoHaTa, IPUBOIUT K IOJAB-
snennio doroxumudeckoilt akrusnoctu PCII, Koropast BhICOKOCHENM(PUUIHO BOCCTAHABIMBAECTCSI
[IOCJIe BHECEHUs B PEAKIMOHHYIO Cpely OMKapboHaTa, IpUYeM IPyrue aHUOHBLI He aKTUBUPYIOT
9JIEKTPOHHBIII TPAHCIOPT B XJIOpoILIacTax, ocBoboxkaeHubx o1 CO2/HCO3 [4]. Porodocdopu-
JINPOBaHME TaKyKe 3aBUCHUT OT COAep:KaHus OukapOoHaTa B Cpele U YCKOPLAeTCs IIPU BO3PacTa-
HUU ero KoHIleHTpalimu B cycnensun [5]. Tlokazano takxke [6], 4T0 cBeTO3aBUCHMBIN IIPOTOHHBII
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00MeH B XJIOPOILIACTAX 3aBUCUT OT KOHIEHTpauuu (POPM YLOJILHONR KUCIOTHI U KOHTPOJIUPYET-
Cs1 aKTUBHOCTBIO KapOOAaHTHUaApas3bl — (bepMeHTa, KATaJU3UPYIOIIEro MMAPATAIINID YIJIEKHUCIOTO0
raza u Jgeruaparannio oukapbonara. MoxkHo npeamnosararb, 910 GoTodochOopmInpoBaHie CTU-
MYJIIPYeTCs BCJICICTBHEC aKTUBAIMH 3JIEKTPOHHOIO U TPOTOHHOTO TpaHcnopTa arnonamun HCO3
OIHAKO IO HACTOSIINEr0 BPEMEHHU B3aUMOCBS3L 9TUX IIPOLECCOB B YCJIOBUAX BapUALAN KOHIIEHT-
parun CO2/HCOj3 ne npoananmsuposana. B ranuoil paboTe IPHBEIEHBI Pe3yILTATEL U3y I€HUS
pH-3aBucuMmocTn BianstHUST OMKapObOHATA U MHIMONTOPOB KapOoaHTAPAa3hl Ha CKOPOCTDH (hoTodoc-
dopuupoBatus B U30JIMPOBAHHLIX XJIOPOILIACTAX IIIIXHATA.

Xstoportactst Kiacca “B” nzosmmposasu u3 jmcrbes 40-1HeBHBIX pacTeHuii mmuHaTa (Spinacia
oleracea L.) xak ommcano panee 7|, a 3aTeM cycneHaupoBaiu B cpeje, cojpepxkamieir 400 MM
copburoia, 2,5 mM MgCly, 10 MM NaCl, 10 mM KCl, 10 MM tpurun-NaOH (pH 8,0). Cko-
pocthb horodochopuIMpoBaHsl OLUEHIBAIA MOTEHIIMOMETPUIECKH. Peakinmonnas cpema comep-
kaja 200 MM copburona, 2,5 MM MgCls, 10 MM NaCl, 10 MM KCI, 0,5 MM tpurmua-NaOH,
1 MM MES u 0,5 MM HEPES, 0,5 MM AJI®, 5 MM KHoPOy, 0,1 MM merunsuosorena (MB) win
0,05 MM denasunameracynbdara (PMC) u XJ10poIIacThl B KOJIUYECTBE, SKBUBAJIEHTHOM 15 MK
xJIopopuiLia B M.

CycrieH3uio ocBelnan OeJIbIM CBETOM HACHIMIAONIEH HHTeHCHBHOCTH B Tederune 1 muH. Kosu-
Y€CTBO IIPOTOHOB, MOTJIOTUBIINXCSI B PEAKINH, PACCUUTHIBAJIN 10 CBETOUHIYIIIPOBAHHOMY H3Me-
wenuio pH B xoze peakiuu u 6ydepHoii eMKOCTH PeaKIMOHHON cpenbl. Bydepryio eMKocTh ompe-
Jesisti, TuTpysi cycnensuto Hebosbmumu (0,5 MrMosb) kommdecrsamu 10 MM HCL. Konnenrpa-
U0 XJI0poduiIa onpeesisiin mo Metony Apaona [8].

Ckopoctb horodocdopumuposanust B npucyrcrsun NaHCOg onpemensiin reKCOKHMHA3HBIM
meronoM. K 2,3 M peakimonnoit cpefbl, copeprxkarieit 3,5 MM MgCly, 10 MM rurrokossr, 50 MM
tpuc-HCl (pH 7,8), nobasisiim 2,5 ex. rexcokunasbl (0,1 MJI CyCHeH3UM ¢ UCXOIHON KOHIIEH-
rparumeii 2 mr/mi), 0,5 ex. iokozo-6-dbocdar meruaporenassr (I-6-OIY) (0,08 M cycrnensuu
¢ ucxonmnoii kornentparweit 0,1 mr/ma) u HAJI® no konnenrpanuu 0,066 MM (0,02 M cycren-
sun ¢ ucxonuoit kourerrpaiueit 0,01 M). Bce peakruBbl cmemusaau u ocrapisiin zHa 10 MuH
[IpU KOMHATHOI TeMieparype. 3areMm gobasism 0,5 Mt obpasna, comgepxkaiiero AT®, u repmo-
craruposaiu 5 muu npu 30 °C.

Conepxkanne AT® B 1pobe pacCUNTBHIBAIN, UCXOI U3 PE3yJILTATOB U3MEPEHUil (hJIyopecIeH-
un HAJTOH ua doyopumerpe XE-PAM (“Walz”, Tepmanust) u JaHHBIX KaJIuOPOBOYHON KPHUBOIA,
[IOCTPOEHHON 1111 PACTBOPOB C U3BECTHBIMU KOHIeHTpamusamu ATO.

Konrnenrpaiust  uaruéuropos kapboanruapasbl  anerasogamuga  (AA)  (N-[5-cyabdamo-
wi-1,3,4-tuaauasosn-2-uijaneramu) u srokcusonamuaa (DA) (6-sToren-2-6eH30THAZ0I-CYIb(O-
Hamu) coctaBisiiaa 0,5 mM.

Pesyabrarsl IpuBeaeHbl B BUIAE CPEIHEr0 apu(pMeTHIeCKOro £ crangapTHoe oTkaonenne. Ko-
JINYECTBO aHAJUTHIECKUX [TOBTOPHOCTEN B OIBITE — HEe MEHee TPeX.

Bce peakTuBLI 0TE€YECTBEHHOIO IIPOU3BOACTBA MAPKU Uja U XU HEePEKPUCTALIN30BLIBAJINA U3
cuupra, aneron ueperonsm, AI®, AT®, MB, ®MC, AA, DA, HEPES, MES, tpuc, Tpunus,
rekcoknnaza (H 5000, 37 ex./mr) npuobperenst y dupmbr “Sigma” (CHIA), HAA® u I'-6-O/IT
(karan. Ne 49275, 174 exn./mr) — y dupmsr “Fluka” (Fepmanns).

Jannbie o siustauio 6 MM NaHCOj3 #a ckopocTb HEIUKIn4eckoro porodocdopuinpoBaHus
B upucyrcrsu MB B KauecTBe akienTopa 3JIEKTPOHOB IIPH Pa3JIMYHBLIX 3HaueHusax pH cpenw
[peJcTaB/ieHbl Ha puc. 1. B KOHTpobHBIX yeopustx Herukandeckuii cuares AT® perucrpupo-
Bajicsa ipu pH > 7,0, a makcumasbHas ckopocTh cuaTe3a AT® mabmoganace npu pH 8,3-8.4,
9TO coracyercs ¢ jureparypHbiMu ganubivu [9, 10]. 3aBucumocts dorodocdopunuposanust ot
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Puc. 1. pH-3aBucumocTh BimMsiHUs OMKapObOHaTA HA CKOPOCTH HEIUKINIECKOro hoTO(hOoChHOpUINPOBAHNS:

1 — xouTposb; 2 — B mpucyrcreuun 6 MM NaHCOs.

Cocras peaknuonnoit cmecu: 200 MM copburona, 2,5 MM MgCla, 10 MM NaCl, 10 MM KCl, 0,5 MM Tpunua-NaOH,
1 MM MES u 0,5 vM HEPES, 0,5 MM AJ1®, 5 MM KH2POy4, 0,1 MM MB u xjoporiacTbl B KOJTUYECTBE,

SKBHBAJEHTHOM 15 MKT XJIOpODUILIIA B MJI

pH cyiecTBeHHO N3MEHSLTIACH, €CIU K PEAKIIMOHHON cpefie nobasiisiyin bukapbonat. [Ipu aTom ma-
KCHMaJIbHasi CKOpocTh cuHTe3a AT® He ormyimyasack OT KOHTPOJIBHON U PerncTpupoBajach IIpH
Tex ke 3HavueHusx pH, aro u B xouTposie. B npucyrcreun 6 MM NaHCOj3 ckopocts dhotodo-
chOopUINPOBAHUST SHAUNTEIBHO IIPEBOCXOINIA KOHTPOJIbHBIE 3HAUYeHnsT B auanasone pH 6,5-8,0,
npuueMm npu pH cpenpr < 7,7 — B Heckoibko pa3. Ocobenno 3ametHo dhorodochopuimpoBa-
Hue crumyauposajiock npu pH 7,0 u menee. Ckopocts cunTesa AT® npu srux 3HadeHusix pH
OYEHb HU3KA B KOHTPOJIBHBIX YCJIOBUSX M Bo3pacTaeT B 4-8 paz mocse nobasienus NaHCOs mo
kourerrparuu 6 MM (cm. puc. 1). Crumysupyioiiee BiausiHue j100aBJIeHHOTO GukapOGoHaTa Ha
CKOpOCTh (PoTOhOoChHOPUINPOBAHNST CHUKAJIOCH IO Mepe BozpacTanus pH peakimoHHON cpesbr:
upu pH 7,6 nobasnenue 6 MM NaHCOg3 npusomuino kK BospacTanuio ckopoctu cunresa ATO
npuMepHO B 2 pasa, a upu pH 7,8 — B 1,4-1,5 pasza.

Brusiaue sK30reHHO 106aBICHHOTO HUKApOOHATA HA CKOPOCTD IUKJINIECKOTo (hoTodochopu-
JINPOBAHMS UCCJIEI0BAIM, UCIOIB3Ysl B KadecTre akienTopa 3jekrponos OMC. dannbie Tabma. 1
[MOKA3BIBAIOT, 9TO CKOPOCTH cBeTo3aBucHMOro cuure3a AT® B 3Toil peakium TakKe CTUMYJIHPO-
BaJlaCch B IpuUCyTCTBUU OukapbonaTta. Makcumasbnbiit addekT peructpuposasics npu pH cpe-
nbl < 7,5, a npu 3nagenusix pH 6ostee 8,0 dporodocdopunnpoBanne MpakTUIeCK HE YCKOPSIJIOChH
npu gobapaeHnn OmKapboHaTa.

Crumynsiniust poTodochopuInpoBanusi SK30INeHHO 100aBIeHHBIM 6UKapOOoHATOM 3 DEKTUB-
HO YCTPAaHSJIACH [OCTIe HEIIPOJIOJKUTEIbHOI (B TeueHne 3 MUH) MHKYOAIUI XJIOPOILIACTOB B IIPH-

Tabauya 1. Cropocts mukamaeckoro dorodbocdopunmmposanus (Mkmonb AT® /(Mr X1, - 9)) B IPUCYTCTBAM K30~
PeHHOro 6uKapOOHATa HATPHUST

pH 0 MM NaHCO3 3 MM NaHCO3; | 6 MM NaHCOs
7.0 2 70+3 105+5

7.6 210 + 10 285+ 14 440 + 22
8,2 590 = 30 580 = 29 560 + 28
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CYTCTBUU MHIUOUTOPOB KapboaHTuapasbl — ruapoduabioro AA umn gunoduasaoro JA. Jlan-
HBIe, IPUBEJEHHBIE B Ta0OJI. 2, MOKA3BIBAIOT, UTO 3P MEKT MHIHONTOPOB KapOOAHTMAPA3hl ObLI
Haubosee 3amere npu pH 7,6. Buamo, 9To B 9TUX YCIOBHAX CKOPOCTH (HPoTOMHOCHOPUINpPOBa-
HUsI, IPEBBIMIABINas B npucyTcTeun 6 MM OukapboHaTa KOHTPOJILHYIO B 2,3 pasa, moce 100as-
geanst AA nmu DA camkanach u cocrasuia 120 u 125% KOHTPOJIBLHOIO 3HAYEHUsI COOTBETCTBEH-
HO. Crumyistsiniust horodocdopummpoBanus 3 MM bukapboHaTOM ObLIa MEHee BhIPasKeHHOM, TeM
spdert 6 MM Oukapbonara. CropocTh orodochopunnpoBanus B npucyTcTeun 3 MM OuKap-
6onara cocrasisiia 130% u cmmkanack g0 106 u 109% ot kourposbHON npu jobasaennn AA
1 DA coorBercrBeHHO. TakuM 06pa3oM, MHIHOUTOPLI KApOOAHTIUAPa3hl B 3HAYUTE/ILHON CTEIIeH!
YCTPaHSIIA CTUMYJISIIIII0 (POTO(DOCHOPUINPOBAHIS IKIOI€HHBIM OUKAPOOHATOM.

O BOBMOXKHOI poJii KApOOAHTHAPA3EI B PETYJISIIUN (POTOXUMUIECKIX IPOIIECCOB B XJIOPOILIa-
cTax HEOJHOKpaTHO coobmiasioch panee |1, 4, 6, 11, 12]|. [Togpobuo uccieroBanbl KodakTOpHAsT
POJIb TIPOYHOCBSI3AHHOTO OuKapbonaTa B (DOTOCHHTETHIECKOM /IEKTPOHHOM TPAHCIOPTE U 3aBU-
cumoctb dyukiponnpoanust PCII or akruBHOCTH THIAKOMIHON Kapboanruapassl [1-4]. IToka-
3aHO, YTO CBETO3aBUCUMBIN IMPOTOHHBIN MEPEHOC TAKXKEe KOHTPOJHMPYETCs KapOOaHTUIPa30i TH-
sakouios |6, 12]. Illyrosa ¢ coast. [12] nmpemosnoxkumm, uro TriakonaHas kapboanruapasa Cah3
y4JacTByeT B IMPOTOHHOM obOMeHe Ha moHopHOI cropone PCII, obserdast ymajeHne IPOTOHOB U3
eHTPOB (hoToOKUCTeHnsT Boabl. C Ipyroii CTOPOHBI, HAMU OBLIO ITOKA3aHO, YTO CBETO3aBUCUMOE
[TOIVIOIIEHUE IPOTOHOB M30JUPOBAHHBIME XJIOPOILIACTAMU, CBI3aHHOE C IPOTOHHPOBAHUEM BTO-
PUYHOrO XHHOHA Ha akienTopHoii cropone OCII, crumynupyercst B npucyTcTBUU OMKapOoHATA
U [ojIaBJisiercst nHruouTopamu Kapboauruapassl — AA u DA [6]. Kak nszBecrro, cBeTO3aBUCHMBIT
IIPOTOHHBIN 0OMeH sHepreTmdecku obecreunBaer (orodocdopuupoBanme, HGOPMUPYS TPAHC-
MeMOpaHHbIii npoToHHbI rpaguenT (ApH), KOTOPBIl B CTalMOHAPHBIX YCJIOBUSIX B IIPOIECCE
POTOCHHTETHIECKOTO (POCHOPUINPOBAHNS KOHBEPTUPYETCsl B XuUMIIecKyio sHepruto AT®. Ham
VAAJIOCH ITOKAa3aTh, 9YTO CKOPOCTH (PoToPoChOPUINPOBAHNS, CTUMYJIHPYIOIIAsICS B IPUCYTCTBIH
9K30Ie€HHOro OMKapOoHaTa, 3aBHCUT OT AKTHUBHOCTH KapOoaHTHIpasbl. MOKHO Mpemmojararh,
qro yckopenue porodochopuInpoBaHusI B IIPUCYTCTBUN OMKapOOHATa, CBA3aHO C €r0 yIacTHEM
B IPOTOHHOM ItepeHoce oT HT-remepupyronux nporonHbix nomir Kk AT®-cunraze.

Posp kapboanruapasbl THIAKOUIOB, CHUMAIOIIEH KHHETUYECKHE OTPAHUYEHUS, CBI3aHHDLIE
C B3aUMOIIPEBPAIIEHUAMHA (POPM yIOJILHON KHUCJIOTBI, COCTOUT B 3TOM CJIy4ae B COXPaHEHUU IO-
CTATOYHO BBICOKOH KOHIIEHTPAIIMU CBODOIHOTO OMKapOOHATA, aKIENTUPYIONIEro IPOTOHBI B IIE€H-
Tpax ux ocBoboxkIeHns. OUeBHHO, Y4TO CBsA3bIBaHUE U Hepenoc nporonos napoit HCO3 /HaCO3
Hanbosee 3bdeKTUBHbI BOJIM3M KOHCTAHTHI MOHU3AIUK YrosibHOi Kucstorsl (pK ~ 6,36). Takum
obpaszoM, ecsm 3Hadenue pH cuibHO orTiimuaercss or pK, HpOTOHHBIN IepeHoC ¢ ydacTheMm Ou-
KapboHaTa repecraer ObITh 3 dekTuBHbIM. C 3THM, [TO-BIHIMMOMY, CBsI3aHa, HAOIIOAAEMAsT HAME
pH-3aBucuMmocTs crumysmpyiorero geiictBust 6ukapbonara Ha dorodochopuaupoBanne. Kax
OTMEYaJIoCh Bhllle, ckopocTh cuHTe3a AT® BospacraeT B HECKOJILKO pa3 NIpu 3HadeHusax pH,

Tabauya 2. Bausame mHrnOUTOPOB KapOOAHTHIpPa3bl HA CKOPOCTH HEMUKIUIECKOTO (hoTOdhOoChHOpUINpPOBAHIS
(MrMosb AT® /(Mr XJI. - 1)) B IPUCYTCTBHU SK30T€HHOIO OUKapboHATA HATPHS

0 MM NaHCOs3 3 MM NaHCOs3 6 MM NaHCOs3
pH bes nnru- A AA Bes unru- A AA Bbes nnru- A AA
outopa obutopa outopa

7,0 10+1 12+1 11+1 16+1 13+1 12+1 48+ 3 20£1 16+1
7,6 90 +£5 95 £ 5 89 +4 116 =6 98+ 5 95 £ 5 21010 1134+£6 108£5
8,2 230£11 235+12 23011 250+£13 245+12 240+£12 255+12 228+11 220+£11
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o/mskux K pK yrosbHON KHCJIOTHI, a 110 Mepe nosbienns pH peaknmonHoi cpenpr g0 7,6-8,2
crumymupytomuii spdexr HCO3 pesko cnmxkaercs.

B 6osiee pamnux paborax yckopeHue cperosaBucuMoro cuaresa AT® npu mobasieHun K-
30T€HHOTO OMKAapOOHATa K M30JMPOBAHHBIM XJIOPOILJIACTAM CBSI3BIBAJIM C KOH(MOPMAIMOHHBIME
m3menenusiMu AT ®-cunTassl, HHIYIUPOBAHHBIMU B3aumojeiicterueM ¢ anunonamu [5, 13]. B pe-
3yJIbTaTe TaKUX B3aMMOIEHCTBUN a(@PUHHOCTD OJHOIO WU HECKOJBKUX PEryJIsITOPHBIX HYKJIEO-
TucBsi3biBaomuX neHTpoB AT®-cunTasbl u3mensiercs: [14], 9To IPUBOAUT K BBITECHEHUIO TIPOY-
ocestzagHoro AJI® U3 NeHTPOB IPOYHOrO CBA3bIBAHUS (DEPMEHTA U CTUMYJIALINNA KATAJTUTHIEC-
KOl aKTHUBHOCTH.

ITonyuennole HaMK JaHHLIE CBUAETEILCTBYIOT B IIOJIL3y TOI'O, YTO CKOPOCTL (poTodocdopu-
JINPOBAHMS 3aBUCUT HE TOJBKO OT KOHIIEHTpaIuu OMKapOboHaTa, HO U OT aKTUBHOCTHA KapOOaHIHU-
JIpasbl, obecrneunBaloleii ObICTPYIo TpancdopManuio GOpM yroJIbLHON KIUCIOTHL U 01T IOy 10
TeM CaMbIM yaJIeHHEe MPOTOHOB M3 IIEHTPOB X OCBOOOXKJIEHUSI.
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The stimulation of photophosphorylation in isolated spinach
chloroplasts by exogenous bicarbonate: the role of carbonic anhydrase

The effect of exogenous bicarbonate and inhibitors of carbonic anhydrase, water-soluble acetazolami-
de and lipophylic ethoxyzolamide, on the rate of cyclic and non-cyclic photophosphorylation has
been examined in the suspension of isolated spinach (Spinacia oleracea L.) chloroplasts in the
pH range 6.8-8.2. It is shown that exogenous bicarbonate (3-6 mM) effectively stimulates the
photophosphorylation in isolated chloroplasts. The bicarbonate-induced enhancement of photophos-
phorylation showed a marked pH dependence, with the greatest response occurring at pH near 7.0.
Both inhibitors of carbonic anhydrase reduce the stimulating effect of HCO3 on the rate of photo-
phosphorylation. It is concluded that light-induced ATP synthesis depends not only on exogenous bi-
carbonate, but also on the activity of carbonic anhydrase that rapidly converts the forms of carbonic
acid thereby facilitating the removal of protons from sites of their release.
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