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Abstract. The rate of photochemical reactions in chloroplasts of higher plants depends on the presence of inorganic
carbon (C,) — carbon dioxide and/or anions of carbonic acid in the medium. This relationship is known as the
«bicarbonate effect» studied at the level of the intact leaf, isolated thylakoids, photosystems and reaction centers (RC)
and is associated with the presence in the photosystem II (PSII) of tightly bound HCO,". The total amount of bound
inorganic carbon is about 1 micromoles per mg of chlorophyll, but only one or two tightly bound to the RC molecules
control PSII activity. The thylakoid membranes of chloroplasts also contain less tightly bound pool of bicarbonate (with
a concentration close to the concentration of chlorophyll), which can be removed without significant consequences
for the activity of PSII. The review summarizes data on the cofactor role of the tightly bound inorganic carbon, the
removal of which completely inhibits the photochemical reactions in chloroplasts. It is assumed that weakly bound
bicarbonate is involved in the proton transport and the regulation of phosphorylation. Interconversion of the C, forms
occurs in chloroplasts with participation of several carbonic anhydrases (CA). The suppression of their activity leads to
a slowing of photochemical reactions and causes significant changes in the ultrastructural organization of the thylakoid
membranes. These data indicate a structural role of C, in the chloroplasts.
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Beryn

KucheBuii ¢poTtocuHTe3 y 1IiaHOOAKTEPIisSIX, BOIOPOC-
TSIX i BUIIUX POCIIMHAX CIIPUSIE BiTHOBJIICHHIO aTMO-
cepHoro CO, 10 piBHA GaraTx Ha €HEPrilo ByIJie-
BoiB. HeoOXigHi A1s1 IbOTO €1EKTPOHU YTBOPIOIOTHCS
B HELIMKJIIYHOMY, CBIiTJIO-3aJIEXKHOMY TTpOLIECi mif yac
OKMCHEHHSI BOIIM, sSKa DPO3KJIANAEThCSI HAa MOJIEKY-
JsipHuii Kucenb (O,) i mporonu. Lla peakuisa kataii-
3YEThCS Y BopOKuCTIOBaTbHOMY KoMIuiekci (BOK)
dotocuctemn II (PCII) TeTpa-MapraHieBO-Kaib-
uiesuM kinacrepom (Mn,CaO,), 3'enHaHuM neHTa-U-
okco-mictkamu (Yano et al., 2006). IlepBuHHMIT aKkT
dorocnHTeTMYHOI (pikcallii aTMochepHOro BYTJIEIIO
Ta 0IOCMHTE3y OpraHiuHOI PEYOBUHU 3AiCHIOETHCS B
peaxiiii KapOOKCUIIOBAHHS, 1110 KaTali3yeThCsl pudy-
J1030-1,5-6ichocar kapookcmiazow (PB®K), emxm-
HUM cyOceTparom skoi Tyt Buctynae CO, (Kiriziy et al.,
2014). Ilpouec BinOyBa€eThCcs B TakK 3BaHili TEMHOBil
¢a3si (poTocuHTE3y, TOOTO HE 3aJeKUTh Bil OCBITICH-
Hs1. PasoM 3 TuM piBeHb CO, KOHTPOJIIOE i «CBITIIOBY»
¢azy poTocuHTE3y, Oepyum ydyacThb y peryisuii ¢poTto-
CHMHTETUYHOTO €JIEKTPOHHOTO TpaHcmopTy. I[Ipurryc-
Ka€eThbesl, 1110 3HVKeHHsT pH y JioMeHi Tu1akoiniB Ha
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CBITJIi MOXe BifirpaBaTh KJIOUOBY POJIb Y 3MillleH-
Hi piBHoBarn HCO, — CO, Ta 3a6e3neyenni PBOK
cyoctpatom KapbOokcuatoBaHHs. Lli mpouecu 3ane-
XaTb Bil akTWUBHOCTI KapOoanrinpas (KA), nexinb-
Ka opM sIKuX 3HaitneHi B xjoporiacrax (Ignatova et
al., 2006; Semenikhin, Zolotareva, 2015). Ille 3 npaip
H.A. Tlponinoi (Pronina, Semenenko, 1991) ta JIx.
PaBena (Raven, 1997), aktuBHicTh TUIakoigHux KA,
3aligHUX Y KOHBepTauii Gikapbonaty B CO, 3 BUKO-
PUCTaHHSIM TMPOTOHIB, 1110 YTBOPIOIOTHCS Tif yac do-
TOPO3KJIAMy BOIM, PO3LIISIMAETHCS SIK MEXaHi3M pery-
JISTOPHOTO 3B'sI3KY TIEPBUHHUX MPOLECiB (DOTOCUHTE-
3y ¥ acuMisnii Bymieito v mukii Kanppina. OcraH-
HiMU poKaMu OTPUMaHO HOBi (pakTu, SKi cBimyaTh Ha
KopucTh 11iei KoHuemnii (Shevela et al., 2014).

Husbka KOHIIEHTpAIIisT BYTJIEKUCIIOTA B aTMocdepi
€ OHUM i3 T100aIbHUX, MOCTIHO Nif0YrX (haKTOpIB,
0 OOMEXYIOTh (DOTOCUHTETUIHY ITPOAYKTUBHICTH
pocinuH. IIpote 3aBasgku (popMyBaHHIO CKJIATHUX pe-
TYJISTOPHUX MEXaHi3MiB POCIIMHU 30aTHI agaIlTyBaTH-
¢S 10 1IbOr0 YMHHUKA Ta MiABUIIYBaTH e€(PEKTUBHICTh
yTUIi3auii CO2 LLLJISIXOM MOro KOHLEHTPYBAHHS B KJTi-
TUHAaX i LIeHTpaxX KapOoKCcuaoBaHHs. B 1ibomy ornsiai
HaBeAEHO BiIOMOCTI 1OJ0 PEeTyJISITOPHOI pojii ¢opm
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HEOpraHiyHOTO BYIJELIO Y (YHKIUIOHYBaHHI (POTO-
CUHTETUYHOTO araparTy poCJIMH.

Mem0Opano3B'i3aHMii 0ikapOoOHAT K KodaKkTop
(hoTOCHHTETHYHOTO €JIEKTPOHHOTO TPAHCIOPTY
3aeXHiCTh IIBUAKOCTI NMEPEHECEHHS €JeKTPOHIB BiJ
HasIBHOCTI B CEpeAOBUILI BYIJIEKUCIIOrO ra3y — Oikap-
OoHaTHMIT epekT — BUsBIeHO 11e B 1958 p. O. BapOyp-
romi I Kpinamy (Warburgetal., 1958). bikapooHaTHUM
eexroM Ha3mBawTh iHTIOYBaHHST akTUBHOCTI DCII
y peakliiii ()OTOOKMCHEHHSI BOAM B pa3i BUJIYYEHHS 3
peaxuiifHoro cepenoBuIa CO2 i 6ikapOoHaTy Ta Bif-
HOBJICHHSI LIBUAKOCTI (POTOCMHTETUYHOTO BUMIIICH-
HSI KUCHIO ITicJIsSI JomaBaHHS OikapOoHaty. Lleit eekr
netanbHO BuBUYeHUil A. CremusiepoM i C. ToBiHIXi
(Stemler, Govindjee, 1973, 1974; Shevela et al., 2012)
Ha piBHI iIHTAKTHUX JIUCTKIiB, 130JIbOBAHUX TUJIAKOIIiB,
¢otocucrem i peakuiiiHux 11eHTpiB. HaBiTh B i3051b0-
BaHUX (bparMeHTax (POTOCUHTE3YIOUUX MeMOpaH, He
31aTHUX 10 (GoTocMHTETHYHOI acuminauii CO,, Bu-
nanenns C i3 cepenoBulIlia CPUIMHIOE YIMOBUTbHEH-
HSl €JIEKTPOHHOIO TPaHCIOPTY, SKUU BiIHOBIIOETH-
cg 3 nomaBaHHsIM OikapOoHary (Stemler, Govindjee,
1973; Blubaugh, Govindjee, 1988; Klimov et al., 1997;
Stemler, 2002). 3aBmsgku 0araTboM IOCTiIKCHHSIM
(Van Rensen, 2002; Sedoud et al., 2011; Shevela et
al., 2012) BcTaHOBJIEHO, 110 iHTIOYBaHHS TTEpEeHECEH-
Hs1 eleKTpoHiB y dotocucteMi I1 3 Bunanennam CO,
i3 LiJIUX KJITUH 3€JeHUX POCIMH abo 3 CYCIIeH3il XJ10-
poruiacTiB BiAOYBa€eTbCSl Ha JiASHII MiX TMEPBUHHUM
i BTOPUHHUM IJIaCTOXiHOHOBUMMU aKIlIETITOPAMMU €IeK-
tpoHa (Q, i Q,) (pucyHoK). Bunyuenns 6ikapboHary
3 peaKkiliifHOro CepeloBUIIA IOCSTaaocs TPUBAIUM
MPOAYBaHHSM CYCIEH3ii XJIOPOIJIACTIiB iHEPTHUM Ta-
30M, MOBITPsIM, 1110 He MicTUTh CO,, a60 X iHKyObarlieo
MeMOpaH 3a HasBHOCTI ¢hopmiaTy abo iHIIMX iOHIB —
aHTaroHicTiB OikapOoHaTy. BusiBneHuii epexT momio-
HUI 10 [il BimoMux repOiuuaiB — iHriOITOpIB mepeHe-
CEeHHS eJIeKTpoHa y ¢hoTocucTeMi 2 — IiypoHy i aTpa-
3uny (Stemler, Govindjee, 1974). BinHOBIeHHS elleK-
TPOHHOT'O TPAaHCHOPTY 3 JONaBaHHSIM OikapOoHATy 10
XJIOpOIUIacTiB, 3BiIbHEHUX Bl CO,, Oy/10 BUCOKOCTIE-
HU}IYHUM, TOOTO XapaKTEPHUM TiJIbKU s Oikapbo-
HaTy: >KOJ/IHI iHIIIi aHIOHU He 3yMOBJIIOBAJIA MOII0HOTO
edexrty (Klimov, Baranov, 2001). 3arajibHa KiJIbKiCTb
3B'13aHOTO 3 TWJIAKOITHOIO MeMOpaHO10 OiKapOOHaTy
CTAaHOBUTH OJIN3BbKO | MKMOJIb/ MT XJI, i TUTBKM OIHA
(abo aBi) MilIHO 3B's13aHi 3 peakiiHUM LEHTPOM MO-
JIEKYJT KOHTPOMot0Th akTuBHicTh OCII, TOmi sIK Iy
cnabie 3B's13aHOrO GikapOoHATy (3 KOHIEHTpALII€lo,
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OJIM3BKOI0 10 KOHIICHTPAIIil XJI0podhiay) MOXHA BUIA-
JIUTU 0e3 MOMITHMX HachiakiB st akTuBHOCTI DCII.
[Tpumyckaerbes, 110 GyHKIIIOHAIbHA POJIb IIYJIy Cla-
003B's13aHOTO 3 TWUJIAKoidamMu OikapOOHATy ITOJIsITae
y 3a0e3rne4yeHHi MepeHeCceHHs MPOTOHIB Bif LIEHTPIB
ix yrBoperHst y @CII no AT®-cunrasu (Podorvanov
et al., 2005; Onoyko et al., 2010; Zolotareva, 2010;
Semenikhin, Zolotarova, 2014).

LlenTpu MinHOTO 3B'sI3yBaHHA 0iKapOOHATY:
akuenTopHuii 0ik @CII

O. BapOypr, Ha BigMiHy BiJ 3araJlbHONIPUIHSITOT TyM-
Ku, BBaxas, mo CO,, a He Boja, € IKEPEIOM KUCHIO
y mporeci porocuuTedy (Warburg et al., 1958). Tomy
Ha MOYaTKOBOMY eTalli AOCHiJXeHb OikapOOHATHUIA
edext noB'a3yBanu 3 JoHOopHUM O60koM PDCII. 3ro-
IOM OyJI0 OXapaKTepW30BaHO ILCHTPU 3B'SI3yBaHHS
6ikapooHaty Ha akuentopHomy o6oui MCII i BuszHa-
YyeHo ixHI0 (@yHKUioHaabHY poib. [lokazaHo (Van
Rensen, 2002), wo micsa Bunanenns CO, 3 cycneHsii
TWIAKOIAIB Meplla KiHeTU4YHa ¢ha3za KPUBOI iHAYKIIi1
dayopecleHIIii XJ0podiay MPUIIBUAIIYETLCS, K i 3
JIOJaBaHHAM TepOilluMaiB, sKi OJOKYIOTb MepeHEeCeH-
HSI eJIEKTpOHiB Ha akuenrtopHiii croponi MCII. ITi-
clig nofaBaHHs OikapOOHATy XapaKTepUCTUKMU KPUBOiL
dayopecueHIii BigHoBMOBanAucsa. BUCHOBOK Tpo Te,
110 MiIIHO 3B's13aHMI GiKapOOHAT KOHTPOJTIOE MeEpeHe -
CEHHSI eJIEKTPOHIB Ha akientopHomy ootti OCII, min-
TBEPIKEHUI y cepil eKCIIEPUMEHTIB i3 BUKOPUCTAH-
HaM npenapatiB @CII 3 MoarpikoBaHUMU OKpEMUMU
aminokuciaoramu, a6o x MCII, izoapoBaHUX 3 My-
TaHTHUX POCJIVH, CTIHKUX 10 TepOilIuAiB, sIKi BUTICHSI -
10T Q,, (Van Rensen, 2002; Shevela et al., 2012). Bu-
MiploBaHHS KiHeTUKHU crniany diryopecueHiii Chl—a y
CyOMiTiceKyHIHOMY Ta MiJliCEKyHIHOMY YaCOBUX Jlia-
MMa30HAaX ITiCJISI aKTUBALIil eJIeKTPOHHOTO TPAaHCIIOPTY
OIVMHUYHUM CITaJJaxOM IOMOMOIJIO BU3HAYUTU Miclle
3B'sI3yBaHHs 0iKapOOHATYy — Ha aKIENTOPHIN iISHIT
@OCII mix Q, i Q, (Shevela et al., 2012) (puc.1). Ha
mifcTaBi TOro, 11O B TWIAKOilaX, Mo30aBJIeHUX COZ,
cnaj ¢JayopecleHIlii 3HaYHO TPUCKOPIOBABCS ITiCs
IPYyroro abo TpeThoro crajaxy, 3po0JieHO BUCHOBOK,
1110 3a HasIBHOCTI (popMiaty (i, OTXKe, 32 BiICYyTHOCTi Oi-
KapOOHAaTy) MPUTHIUYYETHCS MPUETHAHHS IIPOTOHIB 10
anioHa Q,>, MPOTOHYBaHHA AKOTO BiIOyBa€ThCA MiC/Is
npyroro, a He Tiepioro cranaxy (Van Rensen, 2002).

B. Bepmaac i A. Pesepdopn (Vermaas, Rutherford,
1984) nokazanu: 3 gomaBaHsIM (opmiaTy 10 TUJIAKOi-
niB amruiityga EITP curnany g = 1,82, 110 HajlexXuThb
110 3aJ1i30-ceMiXiHOHOBOro KomIuiekcey Q,-Fe?", 36i1b-
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cTpoMa

H.O 0, +4H*

Cxema OynoBu ¢orocuctemu Il i3 3a3HaueHHSIM MicCllb
MOXKJIMBOI JIOKaJi3alii 3B's3aHoro OikapoonHaty. P680 —
IuMep XJaopodiny, TIepBUHHUM TOHOP eNeKTpoHiB; Ph —
deoditun; Q, — 3B'M3aHMA IUIACTOXiHOH, MNEPBUHHUM
XiHOHOBHI akuenTop; Qg BTOPUHHUI XiHOHOBUI
akuenTop; D1 i D2, b559 — 6inku peakuiifHOTO LEHTPY;
33, 17 i 24 — 30BHilIHI 0iKM, 110 OKMCHIOIOTH Bomy Mn-
BMICHOTO KOMILJIEKCY 3 MOJIeKYJIsipHOIO Macoto 33, 17 i 24
k/la, BignosinHo; CP43, CP47 — anTeHHi xjmopodirBmicHi
oinku DCII mosexynsapHo Macoro 43 i 47, BiamoBigHo.
Scheme of the structure of photosystem II indicating
the possible location sites of linked bicarbonate. R680 —
chlorophyll dimer, the primary electron donor; Ph —
pheophityn; Q, — bound plastoquinone, primary quinone
acceptor; Q, — secondary quinone acceptor; DI and D2,
b559 — reaction center proteins; 33, 17 and 24 — foreign
proteins that oxidize water, Mn-containing complex with a
molecular weight of 33, 17 and 24 kDa, respectively; CP43 ,
CP47 — antenna proteins containing chlorophyll of FSII with
molecular weights of 43 and 47, respectively.

myeTbed Baecstepo. Edekr 3aminmeHHs 0ikapOoHaATy
Ha dopMmiaT IeTaIbHO OXapaKTeprU30BaHO 3a JOTTOMO-
roto EIIP-cniekrpiB komruiekey Q,-Fe-Q, 3 Bunanen-
HsIM i JogaBaHHsIM OGikapooHaty (Bowden et al., 1991;
Hermes et al., 2011). 3a HagBHOCTI (hopmiaTy iCTOTHO
3MIHIOBAJIUCS TTapaMeTpu MecOayepiBCbKUX CHEKTPiB
HeremoBoro Fe, ki moBepTanucs 10 NmepBiCHOTO cTa-
Hy micis momaBaHHs OikapOonaty. Lle minTBepmxye
KJI1ouoBy poib Fe y 3B'sa3yBaHHi (popMiaty, 1110 3aMi-
mye 6ikapooHar (Semin et al., 1990). Meromom iH-
¢pauepBoHoi Dyp'e-CHIEKTPOCKOITil 3 BAKOPUCTAHHSIM
C-miueHoro 6ikapOoHaty BcraHoBIEHO, o HCO, €
OiZeHTAaHTHUM JIiraHAOM HereMoBoro 3aiiza (Shevela
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et al., 2012). BusHauatoun BIUTMB HU3KM KapOOKCH-
JIaTHUX aHioHiB Ha xapaktepuctuku EITP—curnanis,
MOB'sI3aHUX i3 HereMoBUM 3ajizoMm, B. Iletponeac 3i
cniBaBropamu (Petrouleas et al., 1994) mnoxaszanu,
10 TJiKOJIAT, TJiOKCUJIAT i oKcajlaT KOHKYPYIOTh 3a
3B's13yBaHHA 3 3ajizoM 3 NO, cdopmiatom i 6Gikapoo-
HaTOM. AHIOHU Pi3HOIO MipOIO 3HUXKYBAJIU IIBUAKICTh
MepeHeCeHHs eJEKTPOHIB BiJ QA o QB, SIKY OlLliHIOBa-
JIV 3a IIBUAKICTIO pesiakcallii (ayopecleHliii XJIopo-
diny i301bOBaHUX XJOPOILIACTIB Yy CyOMiKpoMiJice-
KYHIHOMY Ta MiJTiCEKYHIHOMY Jliaria3oHax MicJsl Oau-
HUYHOTO cnaiaxy. [JlikoysiaT BUSIBUBCSI HACUIbHILLIMM
iHriditopoM enekrporHoro tpaHcropty y @CII, ri-
oKcajaT — MEHILOK Mipolo, a oKcajar cjiabo iHrioy-
BaB MEPEHECEHHS €JIEKTPOHIB Ha Ll MinsHIi. Takum
YUHOM, 3'CyBajiocs, 110 0araTo aHioOHIB 3JaTHi rpaTu
pOJIb IUCOLIiIOIYMX JiraHAiB HEreMoBOro 3aji3a Ha
akuenTopHomy oowi OCII.

OcTaHHIM YacoOM TaKOX MOKa3aHo, 1110 6e3nocepe-
HiM MiclieM 3B'si3yBaHHs (JiraHAyBaHHS) i0HIB Y (o-
TOCHCTeMi 2 MOXHA BBaXKaTH KaTiOHU JBOBAJICHTHOTO
3aji3a, 1o (PYyHKLIOHYE MiX akleNnTopaMu eleKTpo-
Ha Q, i Q, (puc. 1). lonn Fe*" nos'asani 3 peakuiii-
HUM LIEHTPOM (POTOCUCTEMU 2, i IXHS POJIb TOJISITAE Y
CIIpUSIHHI IEpeHeCeHHsI eJIeKTPOHa Bij BiZHOBJIEHOIO
B pesynbrarti (hotoximivHoi peakuii Q, 10 Q,. OcKinb-
xu ionn HCO,, sxki 38'a3yrotbes Fe’”, nerko Beryma-
I0Tb Y peakilii oOMiHy 3 ioHamu H™, HeoOXxinHUMU 115t
NPOTOHYBaHHs [Bivi BitHOBAEeHOTO Q, (Hermes et al.,
2011; Miih et al., 2012), To IepenbavdaeThesl, IO IXHSI
pOJIb MOJIsITa€ B 3a0€3IeYeHHI TaKOro MPOTOHYBaHHSI.

IlenTpu 3B'A3yBaHHs OiKapOoOHATY:
noHopuuii 0ik @ CII
ChoronHi JjokaJi3alisl MillHO 3B'sI3aHOTO OiKapOOHaTy
Ta oro yHKIIOHATBHO BaxJvBa KO(MAKTOPHA POJIb
Ha akuentopHomy 6o1i @CII He BUKITMKAIOTh CYMHi-
BY. [IpenmMeToM rocTpoi AUCKYCii 3aMIIAEThCS yIacThb
GikapOoHaTy B peakilisix, OB'sI3aHUX i3 CUCTEMOIO (ho-
TOOKMCHEHHS BOAU, i MOro posib y 3a0e3IeuyeHHi Ie-
DPEHECEeHHSI eJIEKTPOHIB Ha JOHOPHUX MiIsTHKaX GoTo-
cuctemu II. Huszka ¢akTiB CBimUNTH MpO 3aJIEKHICTH
rporiecy (hOTOCMHTETMYHOTO PO3KJIAaHHS BOIU Bijl
pisas CO,. BonHoyac, Ha BiIMiHy Bill LIEHTPIB MillHO-
ro 3B'asyBanHss HCO, na akuenropHiii ginanui @CII,
3B'sI3yBaHHs OiKapOOHATy Ha TOHOPHOMY OO1li MOOJIU-
3y peakmiifHUX LIEHTPiB BOTOOKHUCHIOBAIHLHOTO KOM-
MJIEKCY HE MOXe OYTH 3aHaITO Mil[HUM, OCKIJIbKH, K
BBaxkaioTb C. Kopoinos i crriBaBropu (Koroidov et al.,
2014), 1e BUKIIOYAE MOXJUBICTh PETyJIOBAaHHS aK-
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TUBHOCTI KOMIUIEKCY B pa3i BapitoBaHHSI KOHLIEHTpa-
uii C .

[lepenbauyBaHy poJib OikapOOHATY SIK HEBill €MHOTO
kodakTopa BOK mnepeBipeHo B mociimax 1moao io-
ro BIUIMBY Ha KiHETHKY Ta BUXiJ CBIiTJOiHIYKOBaHOTO
dopmyBaHHS (DYHKIIIOHATBHOTO MapraHIEBOTO sapa
y BOK, 3BinbHEeHOrO Big Mn?*, Ca?" i CI". 3nHaiineHo
JIBa CaiiTy 3B'sI3yBaHHSI OikapOOHATY, SIKi CTUMYJIIOBA-
1 (poToakTHBALIiI0, MPUCKOPIOIOUM (DOpPMYBaHHS Ta
MIPUTHIYYIOYN PO3IMan (PYHKIiIOHATEHOTO KOMIUIEKCY
BianmoBigHo. CalT i3 BUCOKOIO CITOpiAHEHICTIO A0 Oi-
kapoonary (K, <= 10 MKM) cTumyioBaB LIBUIKICTh
BiIHOBJICHHS LIEHTPiB BuAiLIeHHS O% i 3MEHIIyBaB vac,
HeoOXigHMIT 1J1s (POpMYBaHHS MEPIIOTO iHTepMeaiaTy
BOK. g cTuMyJIsiiisi TOCUITIOE 3B'sI3yBaHHS TEPIIO-
ro katioHa Mn?* i BinOyBa€ThbCs TUTBKH 3a KOHIIEHTpA-
1ii Mn?* Ha piBHi a00 HUXKYE CTEXiOMETPUUHUX BUMOT
1o okucHeHHsT Boau (<4 Mn/®DCII) Ta 3HuKae B pasi
crniBBigHOmeHHsS Mn/®CII, Bumoro 3a 4. Bimcyt-
HicTh e(eKTy BiJ JogaHoro 0ikapOoHATy Ha KiHETH-
Ky (poToakTHMBaLlil 32 HACMYEHUX KOHLIEHTpaLiii Mn?*
i Ca’" MoXe MOSICHIOBATMCSI HasIBHICTIO B aTMocdepi
OikapOoOHaTy, pO3UMHEHOr0 B CepenoBuIlli (IMpuoIn3-
HO 4 MKM, pH = 6,0), mo mocTaTHBO IJIsT (POTOAK-
TuBaLii. dpyruii cailT 6ikapOoOHATy TaKOXK CTUMYJIIOE
WBUAKICTh yTBopeHHss BOK, ajne Mae 3Ha4HO HUX-
gy cnopinHenicts (K, = IMM) i crae moctynHuMm uis
CIIOCTEPEKEHHS TiTbKM 3a HU3bKUX KOHIIEHTpALLiit
Ca?". TlprunHOIO CTUMYJIIOBAHHS B 1LIbOMY BMITAIKY,
OUYEBUIHO, € YTBOPEHHSI KOMIUIEKCIB i3 BinbHuM Ca’*,
L0 3HMXKYE MOro akTUBHICTb Y KOHKypeHLil 3 Mn?*
mig yac opmyBanHs BOK. bikapboHar xxomHum 4u-
HOM HE€ BIUIMBaB Ha KaJblLIiEBUI CaliT, BilNoBizaab-
HUM 3a JAiMiTyBaJlbHY TEMHOBY CTail0 (hOoTOAKTUBALLil
3B'a3yBaHHsa Ca’* 3 BOK (Baranov et al., 2000).

IMependavaeTbes, mo Ha goHopHomy 6owi MCII 3
yyacTio 6ikapOOHaTy iCHYIOTh CIelliajibHi HUISIXU abo
KaHaIM JUIsI CIIPSIMyBaHHSI IPOTOHIB JO ITPOTOHHO-
ro kaHamy AT®-cuHTa3W Bio po3MICTUICHHS BOIU Y
Mn,CaO, knacrepi (Koroidov et al., 2014).

Poub c1ab603B's13aH0r0 6iKapOOHATY B TPAHCIOPTI
NPOTOHIB Y THJIAKOIHUX MEMOpaHax
Ha BigMiHy Big MilIHO3B's13aHOTO OiKapOOHAaTy, (PYyHK-
LiOHAIBHY POJIb MYy CJIa003B'13aHOTO HCOJ BUBUE-
HO HEAOCTaTHBLO. 3a TiMOTe3010, 3alPONOHOBAHOIO A.
Binapeo 3i cniBaBropamu (Vilarejo et al., 2002), dop-
My C, B3a€MHO KOHBEPTYIOTHCH 3 yYacTIO TUJIAKOI-
Hoi KA, npu 11boMy ioHM OGikapOOHATy aKIEeNTYyIOTb
MPOTOHM, 1110 BUBLIBHSIOTHCS MMiJ Yac (DOTOOKUCHEH-
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Hs BoAM. SKILO iHTEHCUBHICTh OCBITJIEHHSI paIlTOBO
3pOCTa€, IIBUIKICTb BUBIIbHEHHSI MPOTOHIB TaKOX
301JIbIIYETHCS, 110 MOXKe MPU3BOAUTU A0 3HAYHUX JIO-
KaJIbHUX 3HWXKeHb pH 1, IK HACIigoK — YIIKOIKEHHS
BOJOOKMCHIOBAJTbHOTO KOMIUIEKCY Ta HaBiTh N€CTPYK-
LIl MapraHIeBOro Kjacrtepa 3 BUBUIBHEHHSM Mn y
BoaHy (a3zy. Ponb KA mnonsirae y npuiiBuaIIeHHI BU-
JTaJIEHHS TPOTOHIB Bill LIEHTPiB (hOTOPO3KIIATy BOAU HA
noHopHomy Ooui DCII, 3amobiraloym KUCIOTHIN ae-
Harypauii BOK. CO,, axuii yTBOpUBCS BHACTIIOK L€l
peakilii, Moxxe BUKOPUCTOBYBaTHCs B LMK KasbBiHa.

Pesynbratu cepii eKCIepUMEHTIB 3i CTUMYJIIOBaH-
HSI CBIiTJI03aJIeKHOTO TPOTOHHOTO TPaHCHOPTY Ta
dorodochopuiiroBaHHA €K30TeHHUM OiKapOOHAaTOM
CBilYaTh HA KOPUCTh yYacTi MmyJy cnabo3s'azaHoro C,
B eHeprizallii TWIaKOiTHMX MeMOpaH i ¢hopMyBaHHi
LIJISIXiB TPaHCAOKAalii MPOTOHIB Bill CBITJI03aJ€XHUX
npoToHHux nomn a0 AT®-cunrazu (Podorvanov et
al., 2005; Onoyko et al., 2010; Zolotareva et al., 2013;
Koroidov et al., 2014). BaxnuBo 0Oyno 3'acyBaTu, sIK
3MiHMIacs (DYHKIIIOHAIbHA aKTUBHICTh TUIAKOIIiB TTi-
CJis TpMBasoi iHKy0Oallil B atMocdepi iHepTHOro rasy i
3a HasiBHOCTI iHri0iTopiB KA. BukoHaHi BuMipu mo-
Kaszajiy, 10 WBUAKICTh MEPEHECEHHS eJIEKTPOHIB BiJl
BOIY IO METHJIBIOJIOTEHA, a TAKOX BEJIMYMHA TPaHC-
MeMOpaHHOTO I'paJieHTa MPOTOHIB y Mpenaparax, iH-
KyOoBaHuX 3a HassBHOCTI EA i AA B atmocdepi a3ory,
MMPAaKTUYHO HE BiIPi3HSINCS BiJl TAKUX Y KOHTPOJIbHIX
xnoporutactiB (Podorvanov et al., 2005). OnHak mpu-
rHiveHHsT KA aKTUBHOCTI MPOAYBAaHHSIM iHEPTHUM
ra3oM HeTaTMBHO BIUIMBA€ Ha CBITJIO3aJIEXXHE MOTJIH-
HaHHSI OpoTOHiB. TpuBana iHKyOallisl JUCTKIB pocC-
nuH Arabidopsis Heynh. B aTMocgepi iHepTHOTO rasy
MPU3BOIUTH, IK mokKaszanu pociaigu O. Ilabapi Ta iH.
(Tsabari et al., 2015), 10 3HAYHUX YIBTPACTPYKTYPHUX
3MiH CUCTeMHU TUJIAKOIZHUX MeMOpaH, MOB'I3aHUX i3
suganeHHaM pozuntenux CO, i O,. e y3romkyeTnb-
Cd 3 pe3yJbTaTaMy HalllUX JOCTIIXEHb LIOA0 BIUIMBY
piBHs KA akTUBHOCTI Ha cTpyKTypy TWiakoiniB (Vodka
et al., 2013a, b; Semenikhin et al., 2014). Ockinbku
pO3Mip myry MeMOpaHO3B's13aHOTO 0iKapOOHATY BEJTH-
kuii (Stamler, 1977; Baranov et al., 2000) i mpu6au3Ho
BiJIMTOBiTa€ MOJISIPHOMY BMiCTYy XJ10pO(isy, 3MiHa KiJib-
KOCTi a00 criBBiZHOIIEHHS (hOPM BYTiJIbHOIT KUCJIOTH,
HasIBHOI y 3B'SI3aHOMY CTaHi B MeMOpaHaX TUJIAKOiiB,
MOX€e CIIPUUYMHIOBATU CTPYKTYPHi 3MiHU MeMOpaHHOiL
CHCTEMU XJIOPOILJIACTA.

BHecok 3B's13aHOrO GikapOOHATy B IIPOTOHHY €M-
HICTb TUJIAKOI/iB OLIiHIOBABCS 32 aHAJIi30M BILUIMBY iH-
ribitopiB kapOoaHTiaApa3u Ha KPUBi KUCIOTHO-OCHOB-
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Koedinient nponuknocri 1na CO, B nockux jinianux oimapax
The coefficient of permeability to CO, in flat lipid bilayers

CO, nposinnicTs

(I11) cymini mimigis

Monenn L Ilocunanns
cM- ¢
[MnanapawWit aininHMii 6imap, Mo cKIagaeTbes 3 1:1 seUHMI TEIMTHH : XoecTepuH, 22—24 °C 3,5£0,4- 1073 Gutknecht et al., 1977
IMnanapuwmii ninigaMit 6imap, o ckianaetses 3 (I) uncroro nuditanoin-docharuamnxomniny, (11)
xoJiectepuHy: audiranoin-dochatuannxoniny: sseqHoro chiHromieniny y cnisBigHomenHi 3:2: 1ta | >3,24+1,6- 102 Missner et al., 2008

IMpumirka. Motik C_ 4epes muackuii MeMOpaHHMiA Gillap BUMipIOBaBCA NpM Binomiii pisnuui konuentpanii CO, yepes
MmemOpaHy (Gutknecht et al.1997; Missner et al., 2008). 3 060x 60KiB MeMOpaHU nTomaBaiacs KapboaHrinpasa ais MiHimizarlii
rpagientiB CO, y BogHOMY nudy3iiHOMY 11api Ha MPUMEMOPaHHKX MEXaX 3 KOKHOIO OOKY.

HOro TUTPYBaHHS XJOPOIIACTiB y miana3zoHi pH 4—9
(Podorvanov et al., 2005, 2006). [1pumycKkaeTbcsi, 110
BYIJIEKMCJIOTA B MeMOpaHi HaKOIMUYYEThCS y (op-
Mi CO,, i Lie y3ro[uKy€eThCs 3 TAaHUMU TIPO MiABUILEHY
PO3YMHHICTD y JininHii dha3i MOpiBHSIHO 3 BOAHUMU
posunHamu (Raven, Beardall, 2015). 3a ouinkamu A.
MiccHepa i ciiaBTopiB (Missner et al., 2008), 3aranb-
Ha posunHHicTh CO, y rinpohoOGHOMY cepeIoBHMILi e~
PEBUIIYE PO3YMHHICTH iHIINX ra3iB (y 10 pa3iB Oinblire,
Hix O,, y 17, nix N, i B 25, Hix H,). Xoua nornmmHaH-
HA CO2 JInigHOI (Da3010 € TOBOJI IIBUIKUM, IIIBHJI-
KiCTb 1Oro BUXOy B MOBITPsSI HU3bKA.

3aBASKM Kpallliii pO3YMHHOCTI B JIiMiZHOMY IIapi
HerifgpaToBaHa MoJieKysia CO, JIETKO TEPEMIIIYEThCS B
MeMmOpaHu (Tabnuist). KapboaHrinpa3u xJ0poriacTiB
MOXXYTb CIIPUSITH IIBUIIIOMY JOCSTHEHHIO PiBHOBAru
(dopm C_ y BHYTPILLHIX IIapax MeEMOpPaH, sIKi He IiepeMi-
uryrotbest. SAkino Konuentpauis CO, y rinigHoMy mapi
MeMOpaHU BMILA, HiX Y HaBKOJUIIHBOMY BOJHOMY
CepeNoBuIlli, TO, BOYEBUIb, caMe MEMOpAaHHUI TTyI
CO, Moxe OyTu [uKepesoM cyocTpaTy Uik aKTUBHOTO
ueHtpy KA. B upoMmy BUMaaKy ydyacTb BYIJIEKHUCIIO-
TH B Ipollecax 3B'sA3yBaHHS Ta MEPEHECEHHS MPOTO-
HiB MOXe 3a0e3IeuyBaThCsl iCHYBaHHSIM MHOXWHHUX
dopm KA, nokanizoBaHux sik mobausy H*-reneparo-
piB i H*-TpaHcimokarTopiB, Tak i B3JOBX yChOTO LIJIAXY
MepeHEeCeHHs MPOTOHIB.

MoxxHa TakOX TIPUIYCTUTH, IO BYIJIEKUCIOTA B
MeMOpaHi YaCcTKOBO MpeacTaBieHa (GOPMOIO JIeKTPO-
HEWUTpaJIbHOI BYTiILHOI KUCJIOTH, SIKA Y BOIHUX PO3-
YMHAaX, SIK BiTOMO, He iCHYE i pOo3ManaeThes Biapasy B
MOMEHT yTBOpeHHs. Yu icHyiors Monekymn H,CO, y
rinpocdoOHill daszi HGiogoriyHMX MeMOpaH, HEBIOMO.
Omnak H,CO, crabinbHa y BakyyMmi, ii mosiMopdHi
(dopmu BugBieHi B pasi 3amopoxysana CO, i H,O 3a
KkpioreHHux Temmepatyp (Loerting et al., 2000).

Ilig yac 0oO6pOOKM JTUCTKIB Ta i30JIbOBAHUX XJIOPO-
TUTACTiB iOHaMU BaXKKUX METaJliB, 1110 CYIPOBOIXKYBa-
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JIocsl TIpUTHIYEHHSIM KapOoaHriIpa3HOi aKTUBHOCTI
(Semenikhin et al., 2014) 6e3 cyTTeBOro BIUIUBY Ha
dotoximiuny akTtuBHicTh (Vodka et al., 2013a, b),
criocTepiraaocsl MOpyLIeHHsI CTPYKTYPU TUJIAKOIIHUX
MeMOpaH. 3a HasiBHOCTi MOHIB Milli Ta IMHKY JAOCTO-
BipHO 3apeecTpoBaHe PO3IIMPEHHS TUIAKOIMIB i MiX-
TWIAKOIAHUX MPOMIXKiB. 3MiHa pO3MipiB TWJIAKOIAiB
rpaH B 00poOiaeHnx Me?" nucrkax 3a He3HA4YHOI Ba-
pialtii iXHbOTO (Pi3i0J0TriYHOTO CTaHy (3 BUMIpPiB iHIYK-
il ¢aayopecueHLii xjopodiay) Moxke MOSICHIOBATHCS
BTpaToOl0 MeMOpaHO3B'sI3aHOTO OiKapOOHATy Ta Ha-
KOIMUYEHHSIM HOro B JIIOMEHaJIbHOMY MPOCTOPi THJIa-
KoifiB. PaHilie BUCIOBIIOBAIOCS MPUITYLIEHHS, 11O
KA Ttimakoinis i mmys1 3B'ss3aHoro OikapOOHaTy 3aistHi
B aKyMYJIsILIil IIPOTOHIB i MepeHeCceHHi X Bif MPOTOH-
reHepytounx nomn g0 AT®-cunrasu (Onoyko et al.,
2010). OueBuAHO, IO y 3B'sI3yBaHHI Ta TepeHeCeHHi
MPOTOHIB MOXYTbh OpaTH y4acTh JIMIIE aHIOHHI (hopMU
ByrinbHoi kucaotu (HCO,, CO,*), mBUAKICTb yTBO-
PEHHS KX 3a71eXUTh Bil aktuBHOCTI KA (Zolotareva,
2010). Inrioysanus KA, sk mokasanu pe3yJbTaTh Ha-
mux podit (Vodka et al., 2013a, b), cipyunHIOE 3HU-
JKEHHSI BMICTY MeMOpaHO3B'sI3aHOro OiKapOoOHaTy Ta
CTPYKTYPHi 3MiHU MeMOpPaHHOI CUCTeMH XJIOPOILIacTa.

Inmmm nokaszom yyacti MemOpaHoss'asaHoro C
y MiATpUMaHHI yABTPACTPYKTYpPU TIJIAKOIAiB MOXKHA
BBaXkaTW PE3yJIbTaTW HAlIMX MOCJiliB IION0 BIUIUBY
KHCJIIOTHMX MOIiB Ha JUCTKM ropoxy (Polishchuk et
al., 2016). Ilicia aBox ai6 0O6POOGKM iMiTOBAaHUM KU-
cnotauM gomeM (IKJI) 3 pH 2,5 aktuBHicTh KapboaH-
riipa3u TUIAKOiliB, i30Jb0BaHUX 3 00podneHux K]
JIMCTKIB, 3HAYHO 3HIMKyBajiacsl. MeToaoM TpaHCMiciii-
HOI €JIEKTPOHHOI MiKPOCKOTIii 3apeECTPOBAHO 3MiHU B
OynoBi I'paH, HEOAHOPIAHICTh YITAaKOBKM TUIAKOIMIB Yy
rpaHax, 30UIbIIEHHS ITONEPEUYHUX PO3MipiB TUIIAKOI-
JIiB i pO3LIMPEHHS BHYTPIILIHOTUIAKOITHOTO MTPOCTO-
py TOPiBHSIHO 3 KOHTPOJIEM. YCe 1ie Ja€ TiACTaBu JJist
MPUIYIIEHHs, 110 XJIOpoIUlacTHa KapOoaHTimpasa
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Oepe ydyacTb y MiATPUMAaHHiI I'paHaJbHOI CTPYKTYpH
TUJAKOIAiB. MOXJIMBUM HacHigkoM 11 iHaKTMBaLIil,
110 MPU3BOAUTHL JIO0 MOPYIIEHHST OiKapOOHAT-BYIJIe-
KUCJIOTHOI piBHOBaru i BriuBoM 1K/, € cTpyKTypHi
MOpYLIEHHSI MEMOpPaHHOI cucTeMU (DOTOCUHTETUYHO-
ro amnapary Ta iHrioyBaHHS (hOTOXiMiYHOI aKTUBHOCTI
XJIOPOTLIACTIB.

TaknM YMHOM, CYKYITHICTh HAKOIMWYCHMX EKCIIC-
PUMEHTAJbHUX JaHUX CBiTYUTh MPO CTPYKTYPHY POJIb
CO, y xnoporacrax. DyHKIIOHaIbHE 3HAYEHHS
CTPYKTYPHUX MepedyaoB MeMOpaHHOI CUCTEMU TUJIa-
KOIJiB, 3aJIEXKHO Bill BMICTY Ta CITiBBiZHOIIIEHHS (hOopM
BYTiJIbHOI KUCJIOTH, TIOKM 110 HEBiTOMe, aJie € MmiacTa-
BY BBaXkaTH, 110 1Ii TapaMeTpy MOB'sI3aHi i3 TpaHCIIOP-
TYBaHHSIM TIPOTOHIB i 3a0e3nevyeHHsIM (byHKIIOHAIb-
HOTO 3B'SI3KYy MPOLECiB (POTOCUHTETUYHOI TpaHChOp-
Mallii eHeprii.
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LIBunkicte oToXiMiYHMX peakiliii y XJoporuiacTax BULIUX
POCJIUH 3aJIEXXUTH BiJl HASSBHOCTI B CEpelOBUIII HeOpraHiy-
HOTO BYTJIELIO — BYTJIEKMCIIOTO Tady Ta/abo aHiOHiB BYTiJib-
Hoi kucioTu. g 3anmexxHicTb, Bigoma sIK «OikapOOHATHUI
edekT», DOochiIKeHa Ha PiBHI iIHTAKTHUX JIMCTKIB, 130J1bO-
BaHMX TWIAKOiliB, (DOTOCUCTEM 1 peaklLiiiHUX LUEHTPIB i
MOB'sI3aHa 3 HasiBHicTIO Y poTocuctemi 11 MiltHO 3B's13aHOTO
HCO,. 3aranbHa KinbKicTb 3B'13aHOTO GiKapOOHATy CTaHO-
BUTb OJIU3bKO 1 MKMOJIb Ha MT XJ10poify, ajie TiIbK1 OJHa—
IIBi MiITHO 3B's13aHi 3 peaKIliiitHUM [IEHTPOM MOJIEKYJIM KOHTP-
omoioTh aktuBHicTE DCII. Y THmakoimHux MeMOpaHax XJI10-
POIUIACTIB € TaKOX My ciadiie 3B'si3aHOro OikapboHarty (3
KOHIEHTpalli€lo, OJU3bKOIO 10 KOHIEHTpaLlil Xjopodiny),
SIKMT MOXXKHA BUIATUTU 0€3 MOMITHUX HACIIKIB 151 aKTUB-
Hocti DCII. Y3zaranbHeHO BiZoMOCTi ITpo KOGaKTOPHY pOJib
MIILIHO3B'SI3aHOTO GiKapOOHATY, BUITYUEHHS SIKOTO IIIKOBUTO
iHri0ye ¢oToxiMiuHi peakiiii y xioporuiactax. [lepenbaua-
€ThCSI, 1110 CJ1a003B's13aHUil OikapOOHAT Oepe y4yacThb Yy Ipo-
TOHHOMY TPaHCIOPTIi Ta perysiii hpoTtodochopusitoBaHHS.
Bsaemna tpancdopmanis ¢popm C, BinOyBacTbcsi B XTOpO-
TUIaCTi 3 y4acTio KiJIbKoX KapOoaHrigpa3s. [TpurHiyeHHs ix-
HbO1 aKTMBHOCTI MPU3BOAUTH 10 CHOBLIbHEHHS (HOTOXiMiu-
HUX peaklliii i 3yMOBJIIOE MOMITHI 3MiHU YJIBTPACTPYKTYPHOIL
oprasisaliii cucTeMu TUIaKOIIHUX MeMOpaH. HaBeneHi naHi
CBiIYaTh PO CTPYKTYPHY pojib C_ y XIoporniacTax.

Kmouogi ciioBa: miokcu Byrieio, 6ikapooHar,
XJIOPOILJIACTH, TUJIAKOIAHI MeMOpaHu, (pOTOCUHTE3,
YJIBTPaCcTPyKTypa, KapOoaHriapasa.
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CKopocTh (DOTOXMMUYECKUX peaklrii B XJIOpPOILIaCTax
BBICIIUX PACTEHUI 3aBUCUT OT HaJIWYMsI B Cpele Heop-
TaHUYECKOTro yrjiepoma — YIJIEKMCIOro ra3a WM/Wiv aHu-
OHOB YTOJBHOW KHUCJIOTHL. DTa 3aBUCUMOCTbH, W3BECTHAs
Kak «OukapOboHaTHbI 3(pdekT», ucciaegoBaHa Ha ypoBHE
MHTAKTHBIX JINCThEB, U30JIMPOBAHHBIX THJIAKOUIOB, (OTO-
CHCTEM M PEaKIIMOHHBIX LICHTPOB U CBSI3aHA C TIPUCYTCTBU-
eM B ¢orocucreme Il mpouno ceazannoro HCO,™. O6miee
KOJIMYECTBO CBSI3aHHOTO OMKapOOHaTa COCTaBIIsIeT OKOJIOo 1
MKMOJIb Ha MT XJIOpo(MIa, HO TOJBKO OAHA—IBE IMPOYHO
CBSI3aHHBIE C PEAaKLIMOHHBIM IIEHTPOM MOJIEKYJbl KOHTp-
omupytoT aktTuBHOocTh PCII. B TMnakouaHbIX MeMOpaHax
XJIOPOTLJIACTOB TIPUCYTCTBYET TaKXKE IyJI MEHEE IMPOIHOCBSI-
3aHHOro OMKapOoHaTa (C KOHILEHTpaluei, OJIM3K0i K KOH-
LIEHTpaLMK XJI0podrsIa), KOTOPbI MOXET ObITh yaaieH 6e3
3aMeTHBIX TocsieacTBuil 11t aktuBHOCTH DCII. O60611IeHBI
cBeleHUs1 0 KO(aKTOPHOM poJiv MPOYHOCBSA3aHHOTO OMKap-
OoHaTa, ynajeHue KOTOPOTo MOJHOCTbIO UHTUOUPYET GPOTO-
XUMHWYECKUE peaklMu B XjJoporuiactax. [lpemmosaraercs,
YTO CJIaOOCBSI3aHHBIN OMKAapOOHAT y4acTBYeT B MPOTOHHOM
TpaHcropte U peryasinuu dporodochopunuposanus. Bia-
nMHas Tpancdopmanms Gpopm C, IPOMCXOMNUT B XJTOPOTLIAc-
Tax ¢ yJyacTMeM HeCKOJbKMX KapOoaHruapa3. [lomaBieHue
MX aKTUBHOCTH TIPUBOAMT K 3aMEIJICHUIO (DOTOXUMHUUECKUX
peakuMii ¥ BBI3BIBACT 3aMETHBIC M3MEHEHUS YIBTPACTPYK-
TYpHOU OpraHu3alluyd CHUCTEMbl TWJIAKOUIHBIX MeMOpaH.
INpuBeneHHBIC NaHHBIC CBUICTEIBCTBYIOT O CTPYKTYPHOM
posn C_B XJIOPOTLIACTAX.

KiroueBbie cjioBa: 1MOKCHI yIiepoa, OMKapOoHar,
XJIOPOILIACT, TUIIAKOUIHBIE MEMOPAHbI, (POTOCUHTES,
yABTPACTPYKTYpa, KapOOaHruapasa.
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