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BBEJIEHUE

[lepBoe yrmoMuHaHue O MPUCYTCTBUU B TKAHSIX
depMenTa, PYHKIMOHUPOBAHNE KOTOPOTO 3aBUCUT
ot CO,, mogsunocek B 1928 roay [1]; B 1933 romy
9TOT (pepMEHT OBbIJT Ha3BaH KapOoaHTruapasoit [2].
ITocne ero o4MCTKU ObLIO OOHAPYXKEHO, UTO OH CO-
JIep>XXUT LUMHK B akTMBHOM LeHTpe [3]. KapOoaH-
ruapasbl (KA) — ogHa M3 HEMHOTUX, €CJIM HE eIUH-
CTBeHHas rpymmna (epMeHTOB, IIpeACTaBIeHHAas BO
BCEX KMBBIX OpPTaHMU3MaX, OT APEBHUX ITPOKAPUOT
1o Maekonurarmiux. ObHapyXeHHbIe K HACTOSIIIE-
My BpemeHu KA pasgeneHbl Ha 8 ceMeilcTB Ha Oc-
HOBaHUM KOHCEPBAaTUBHBIX HYKJICOTUIHBIX IOCIIE-
OBaTeJIbHOCTEN UX reHOB [4—6]; ceMeiicTBa Ha3Ba-
Hbl OyKBaMH TIpedyeckoro ajagasBuTra OT O OO L.
[IpencraButenn 3TUX CEMEMCTB HE TOMOJIOTUYHEI, a
caMM ceMelcTBa, Kak IoJiaraloT, BO3HUKaIM He3a-
BUCUMO B xoae sBojouuu [4]. KA pasHbIX ce-
MEMCTB pa3anyvaloTcs He TOJbKO O€IKOBOI YacThlO,

IIpungaTtelie cokpameHusi: AA — auerazonamun; AT —
nmukuii Tum; KA — kap6oanrunpaza; HOXT — HedboToxumu-
YyecKoe TyleHre ¢ryopeclieHIInu xjaopoduiuia; Pyorcko — pu-
oyno3oburcdocharkapbokcuiaza/okcureHaza; OHY — dop-
MBI Heopranmdeckoro yriepona; @C1 u ®C2 — potocuctemsr 1
un 2; @D — porodochopuanpoBanmne; DA — 3TOKCU30TaAMUI.

* AnpecaT Uit KOPPECTIOHACHIINH.

HO ¥ HEKOTOPBIMU CTPYKTYPHBIMU 3JICMEHTAMU pe-
aKIIMOHHOTIO LeHTpa [7].

OtHecenue ¢depmeHTOB K KA 00ycnoBieHO
TEeM, YTO MX OCHOBHAS, WM €IMHCTBCHHAs, KaTa-
JINTUYECKAsT aKTUBHOCTh — KaTajnu3 peakLMid TH-
pataiuu yriekuciaoro raza CO, u meruapaTaluu
oukapoonata HCOx:

CO,(p) + H,0 <> H,CO, <» HCO; + H*,

rane CO,(p) — pacTBOpPEHHBIN YIVIEKMCJIbIA Ta3.
®epMeHThl 3HAYUTEJIBHO YBEJIMYMBAIOT CKOPOCThb
00eux peakiuii; k., MOXeT ObITb B MUJJIMOH pa3
BBIIIIE, YeM KOHCTAHTa CITOHTAHHOM, He KaTaJIu31-
pyeMoOil peakiiuu, IPpUIEM B OOJBIIEN CTETIEHU YC-
KOpsIeTCSl peakiivs TMapaTaliyi. YToJabHas KMCIO-
Ta — HECTOMKOE COeIMHEHNE, KOTOPOE JIETKO pac-
manaercd Ha CO, W BOAY, a B BOJHBIX pacTBOpax
JIUCCOLMUPYET B COOTBETCTBUU C pK;, paBHBIM 6,35;
IMO03TOMY €€ 4acTO He BKJIIOYAIOT B YPaBHEHUS STUX
peaxKuni.

Conpsk€HHbIe (POPMbl HEOPraHWYECKOTO YIJie-
poma (PHY), CO,u HCO3, co3naioTr B BOIHOI1 cpe-
e oydep. Jdannas OydepHas cucreMa HEM30eXKHO
BO3HUKAET B KJIETKAaX OPraHU3MOB, MOCKOJBbKY YyI-
JIGKMCJIBIA Ta3 MPUCYTCTBYET B aTMocdepe 3eMiu
(110 maHHBIM ob6cepBaToput Mauna Loa Ha 01 utons
2021 roma ero comepXXaHWe B BO3IYyXe COCTaBH-
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go 418,17 ppm; https://keelingcurve.ucsd.edu).
Kn3Hp Ha 3eMite 3apoauiach OKOJI0 4 MJIp JIeT Ha-
3ajl, KOrjaa colepkaHue yriIeKUCJIoro ra3a B aTMOC-
depe cocraBisio 80%, v BoAbl MOpEil I OKEAHOB,
HaxXOAMBIIIKECS B paBHOBECUU ¢ aTMOcGhepoli, uMe-
JIM BeIMIUHEL pH B muama3oHe oT Tpéx oo mstH [§].
Peakiiiu KjieTouHOro MeTaboaM3Ma TpeOyIOT O TH -
MAJIBHOM U1 3TUX peaKLMI YU YCTOMYMBOU BEIAYM-
HBI pH, 1 HEOOXOTMMOCTE TTPUCYTCTBUS OydepHOit
CHCTEMBI M €CTb, BO3MOXHO, OCHOBHAsI IIpUYNHA,
nouyeMy bepMeHTHI ¢ QYHKIIMEN YCKOpeHWsI UHTep-
KoHBepcuu oukapooHata u CO, OSBIISLUIMCH He3a-
BHCHMO B Pa3HbBIX I'PyNIIaX KJICTOUYHBIX OpraHM3-
MoB. KA, TmosgBuBIIMECS yXe B IIEPBBIX OpraHU3-
Max, ChII'pajiid He MOCJIeIHIOI poJjb B Ipeodpa3oBa-
HuM 6mocdepsl — cunuraercs [9], yTo BoO BpeMeHa
IOMWHUPOBAHMUSI LIMAaHOOAKTEPUIA, MOSIBUBIINXCS
3,8 mupn et Ha3an, orpoMHble KojaudectBa CO,,
coiep:kailierocss B atMmocepe B IpeBHUE I€OJIOTHU-
YECKUE BIOXU, OBUIO MOTJIONIEHO 3TUMU OPTaHU3-
MaMU 3a CUET OMOTeHHOM KalbLUU(UKALIMU, OCYLIECT-
BisieMoil mpu ydyactuum KA, M OTJI0XEHO B BUIE
CTPOMATOJIMTOB, CIOMCTBIX OTJIOKEHUI M3BECTHSI-
Ka. BosHukHOBeHME (PepMeHTa, YCKOPSIOIIETO C
1I€JIbIO PETYJIMpPOBaHMUsI OOMEHa IPOTOHOB MpPU OMO-
XMMUYECKUX peakLusx B3aumonpespaiieHue DHY
U TakKuM 00pa3oM BIUSIOIIETO Ha MX JIOKAJILHYIO
KOHIIEHTPAIIUIO, MOTJIO IBUThCS 0a30i1 1JIsl TOSIBJIE-
HUS KJIETOYHBIX IIPOLIECCOB, B KOTOPBIX YYacCTBY-
ot ®HY. B nureparype mMmeeTcst U IIPEAIIONoXe-
HUe, YTO BbicoKas KoHueHTpauusi CO, B ApeBHel
aTMocepe 3eMJIM TIpuBeJia K BKIIOYEHUIO pa3iny-
HeIx ®HY B mponecchl B opraHn3Max U K COIyT-
CTBYIOIIIEMY TTOSBJICHUIO (PEPMEHTOB, KaTaJIU3Upy-
fomux B3auMoripeBpaienue @PHY [10].

Kak npumep Toro, yto KA, Katanusupys ObICcT-
phIii TIepeBoa ogHoii @HY B npyryio, BBHIITOJIHSIET
BaxXXHYIO (PYHKIIMIO, MOXKHO IIPUBECTH CUTYallAIO B
sputpouurax, rme KA B 20 000 pa3 yckopsieT Tpe-
BpalllecHWe YIJIEKUCIIOro Ta3a B OMKapOOHAT, ITOKH-
JaIOLIMi SpUTPOLIUT B OOMEH Ha MOHBI Xxjaopa [11].
Bo MHorom 6Jiaromapsi 3ampocaM MEAULIMHBI POJIb
KA B oprannsMax MJIEKOIMTAIOIINX AETAIBHO U3Y-
YeHa, 1 0Ka3aloch, 4to Hammane KA obecrieunBaer
BBIITOJTHEHUE KPUTUYECKUX (PYHKIUI B JIETKUX,
KpOBH, TTOYKax, rjma3ax u T.1u. [12]. BHyTpu KiaeTok
KA wurparoT BaxHyio pojib B (OYHKIIMOHUPOBAHUH
MuToxoHapuit, npeBpaiias CQO,, obpasyrouuiics
Mpy JbIXaHUU, B OMKapOoHAT. MOXHO OTMETUTh,
yTo Bce KA KJIeTOK 1 TKaHel IT03BOHOYHBIX XKMBOT-
HBIX OTHOCSITCSI K o.-ceMelicTBy [4, 12].

Oco0oe 3HaueHue UMEET B3aMOIIpEBpallleHUE
®HY B aBTOTpO(daX, KOTOPHIE BHITOJHSIIOT Ha 3eM-
JIe PYHKIIUIO BKIIFOYCHMST HEOPTraHMIECKOTO YIJIe-
pona B oprannueckue coenuHeHus. st Hux ®HY,
MOCTYIAMLIME U3 BO3AyXa WX BOMbI, SIBISIFOTCS HC-
TOYHUKOM MOCTPOCHUS caMoro opranusma. [1pex-
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ne Bcero, KA TpeOyroTcst Ha MyTU U3 CPeabl K LIEHT-
paM KapOOKCUIMPOBAHMS, T IIPOMCXOIUT CBSI3bI-
BaHUe ((puKcalys) HeOpraHUYECKOro yriepoaa B
OpraHM4YecKue COEAUHEHMsI, MOCKOJIbKY HEOIHO-
KpaTHO IOJDKHO IIPOMCXOIUTh B3aMMOIIpEBpallle-
Hue ®HY mig npeomoneHuss MeMOpaH M BOTHBIX
¢a3 kieTok. BOM3U LIeHTPOB KapOOKCUIUPOBAHUS
IIJI1 00ecIieueHUsI BBICOKOI CKOPOCTH 3TOrO IIpo-
Hecca KA HyXHBI 1151 moaaepKaHus Heo0XoauMoit
JIOKaJIbHOIM KOHIIEHTPAallMM WM OMKapOoHaTa, UIn
CO, B 3aBUCMMOCTH OT (hepMeHTa, y4aCTBYIOIIIETO B
MepBUYHON (DUKCAIIMK yIJIepoJa B BHICIIMX pacTe-
HUSIX — puOyno3obucdocharkapOoKcmuiIa3za/oKcr-
reHasa (Pyoucko) B C3-pacteHusix wim ¢docdo-
eHomupyBaT-Kapookcunaza (PEIl-kapbokcuiia-
3a) B C4-pactenusx [13].

OrpoMHBII IPOTPECC TOCTUTHYT B OHUMAaHUM
nertaneii yqactust KA B obecriedeHUM HeopraHu4ec-
KHUM YIJIEpOAOM MeTaboIrM3Ma MpoCTeHImnX (poTo-
aBTOTPO(POB, OaKTEepUii U 3eIEHBIX MUKPOBOIOPOC-
Jieid. JIyis mocneqHMX mokKasaHa 1eiiast cuctema KA,
00CTyXMBAIOIIMX OTACIbHBIE 3TAIlbl MOCTYILICHUS
®HY u3 cpensl B KIETKY. DTU UCCISIOBaHUS MO -
poOHO onrcaHbl B 0630ope Moroney et al. [14]. B Ha-
1eM o030pe MBI IIPEACTaBUM COBPEMEHHBIE daH-
Hele 0 mpucyrctBuu KA B (oTocmHTE3MpyIOmMX
KJeTkax Boiciiux C3-pacTeHuil, mpuuyéM ocobdoe
BHUMaHUE OYyAeT yaeJaeHOo XJIopoIiacTaM, Ie Mpo-
TeKarT OCHOBHBIE peakiiuu porocuHTe3a. K coxa-
JICHUIO, MMEETCS MaJI0 TOKa3aHHBIX ITOJIOXKCHMIA,
KaK B 3THUX KJIETKaX MCIOJIb3yeTCs KaTalln3 Kapoo-
aHruapasamu B3aumornipeBpatieHuiit ®HY s no-
CTUKEHUST (PU3NOJIOTNYECKM HEOOXOAMMOTIO pe3yib-
Tara. bymyr mpencTaBieHBI MMEIOIIMECS Ha 3TOT
CYET TUIOTE3bl U PACCMOTPEHbI NTPUUMHBI, 3aTPYI-
HsTIoIIMe BhIICHeHUe GyHKIMI KA B pacTeHMSsIX.

BAPbUPOBAHUME DKCITPECCHUU 'EHOB KA
B JINCTbAX BbICIINX PACTEHUU

IlepBoe coobmeHue o KA-akKTUBHOCTH B
JINCTBhSIX HECKOJBbKMX BUIOB BBICIIIMX PACTEHU 110~
saBusioch B 1939 roay [135]. ITo3aHee ObLIO YCTaHOB-
JIEHO, Y4TO B BEICIINX PACTCHUSIX IIPUCYTCTBYIOT KA,
OTHOCsIIIMecs] K TpéM cemeiicTBam: o, B u vy [16].
IIpucyrcrBue KA Tpéx ceMeiCTB MOXET CIIOCO0-
CTBOBaTh YCTOMYMBOMY (PYHKIIMOHMPOBAHUIO Kap-
0oOaHTHUIPa3HBIX CUCTEM pacTeHUs, IOABeprarolie-
rocs IEWCTBUIO TIOCTOSIHHO MEHSIOIIMXCS YCIOBUMN
BHEIIIHEW Cpeabl, T.K. MPEICTaBUTEIN HECKOJBKUX
CeMEICTB MOTYT MMETh OoJiee IMPOKUIA AUana3oH
MOJIEKYJIIPHBIX Macc, onTUMyMoB pH u Bo3MoX-
HOCTel HaXOIUThCS WIIM B COCTaBe MeMOpaH, WIN B
pacTBOpUMOM cocTossHuU. [1o coBpeMeHHBIM JaH-
HBIM, KOJIMYECTBO I'eHOB, Koaupyooumx KA B kier-
Kax BBICIIMX PAaCTEHUI, pa3InyaeTcs Y pa3HbIX BU-
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JIOB: OT YETHIPEX B reHoMe Spirodela polyrhiza no ce-
MUIECSATU NEBATU — B reHoMe Triticum aes-
tivum [17]. B reHome apadbunoncuca (Arabidopsis
thaliana) upentuduupoBaHo 19 reHoB, KOAUPYIO-
mux 3Tu pepMenTsl. HazBanus KA apadbunornicuca,
HCIIOJIb3yeMEbIe majiee, MAaloTCI B COOTBETCTBHU C
npeajgoxeHHbIMU B pabote Fabre et al. [18]. ABTo-
PHI HAaIILJIM, YTO B JINCThSIX apabMIoIIcuca 3KCIIpec-
CUPYIOTCSI 3 TeHa Oo-CeMEMCTBa, KOIUPYIO-
mue aKAl, aKA2 u aKA3. PyneHko c coaBrt. [19]
He OOHapYXWIN 3KCIIPECCUU ITOCAEOHEro, HO IMo-
Kasaju, 4TO JUCThS apabUIoIICHca COAepKaT TpaH-
cKpunThl reHa At4g20990, xomupyiomero oKA4,
00HapyXeHHYIO paHee cpeau 0eJKOB TUJIaKOWIHOM
MmeMOpansbl [20]. B nucThsax apabunoricuca uMeeTcst
6 aKTUBHBIX TEHOB fSca, U OBIJIO HalIEHO, YTO BCE
oHU 3Kcrpeccupylorca [18, 19]; npu 3TOoM B pe-
3yJbTaTe ajJbTepPHATUBHOIO CIIaliCMHIa 3K30HOB
ob6pasyercsa 10 17 ¢opm MPHK [21]. UaTeHCHB-
HOCTb 3KCTpeccuu reHoB OosbimHCcTBa KA B-ce-
MeICTBa M coiep>kKaHUe COOTBETCTBYIOLIUX OCJIKOB
B HECKOJIBKO pa3 MpPeBbIIIAeT YPOBEHDb SKCIIPECCUN
reHoB KA a-cemeiictBa [17].

Xotsa cyocrpatamu KA sasnsitorcs @PHY, mno-
MBITKU ONPEAETUTh XapaKTep M3MEHEHUI YpPOBHS
TPaHCKpUNTOB TeHOB KA B 3aBUCMMOCTH OT COIEP-
xaHus CO, B aTMocdepe He MPUBEIU K OJHO3HAY-
HoMmy pesyibraTy. Fabre et al. [18] moka3anu, 4to
IeH qcaZl 3KCIPECCUPOBAICS B JIMCThIX apaOUIO0II-
cuca TOJNIBKO IIpM HOHMXeHHOM ypoBHe CO,.
Wang et al. [21] oOHapyXwiu, 4TO OpoGUIU
3KCIpPeccUur TeHOB ffca TO BO3pacTajld, TO CHOBA
CHIXanuch yepes 1, 6, 12, 24 u 48 4 Kak 1py MTOBBI-
IIEHHOM, TaK M IIpU IIOHMXEHHOM COJIepKa-
Huu CO,. [1pu 3TOM B TUCTBSIX apaOUIOIICHCa UH-
TEHCUBHOCTb 3KcMpeccuu reHoB Becex KA y-cemeii-
CTBa, PaCIOJIOXEHHBIX B MUTOXOHIPUSIX, CYILIECT-
BEHHO CHIKAJIACh ITOCJIE YETHIPEX HEAeIb IPU BbI-
cokoM, 2000 ppm, ypoBHe CO, [22]. HeogHo3Hau-
HBIE ¥ IPOTUBOPEYMBBIC JaHHBIE OBLIY ITOJYICHBI B
X07Ie MHOTOUMCJIEHHBIX UCCIIEAOBAaHUI MO Ompee-
JIeHU1o u3MeHeHuid KA-aKTMBHOCTA WU WHTEH-
CUBHOCTH dKcnpeccuu reHoB feal, Pfca v fcad B
pacTeHUSIX Pa3JIMIHBIX BUAOB B 3aBUCHUMOCTH OT
BO3IECTBUSA TakKuX (haKTOPOB, KakK 3acyxa, 3acoJie-
HHUE, XOJIOIOBOM CTPECC U APYIuX. Pe3yibraThl 3TUX
HCCIIENOBAaHMI MOAPOOHO OmMCaHBI B 0030pe
Polishchuk [23]. Takas BaprabGeabHOCTh YKCIIpPEC-
cuHU TeHOB pa3HbIX KA co3maéT TpyIHOCTH I CO-
IIOCTaBJICHUSI YPOBHS 3KCIIPECCUM TOTO MU MHOTO
reHa c rpeariojiaraeMoi (pyHKILMe 6ejKka, Kogupy-
€MOT0 3TUM T€HOM.

[IpuurHa HEOOMHO3HAYHBIX PE3YJIbTaTOB MOXKET
COCTOSITh B TOM, YTO HaIpaBJIcHHE H3MECHCHUI
YpPOBHSI 3Kcrpeccun reHoB KA monm nmeiicrBueM
CTPECCOBBIX (haKTOPOB 3aBUCUT OT IPOAOJLKUTEIb-
HOCTH HeicTBUSL (pakTOpa, BO3pacTa pacTEeHUS,

PYJEHKO, NUBAHOB

IuHbl ¢oronepuona [19]. IlponosxuTenbHOCTh
CBETOBOTO JIHS 0oJiee 12 9 CITOCOOCTBYET ITePeXOny
apabujoricuca B reHepaTUBHYIO a3y, 1 3TOT Tepe-
XOJl COIPOBOXIAETCS HE TOJbKO YCUJICHUEM
9KCIIPECCUM TeX TPYyIIl IeHOB, KOTOphIE OTBET-
CTBEHHHI 3a IIBETEHUE, HO U M3MEHEHNEM WHTCH-
CMBHOCTH 3KCIIPECCUM MHOTHUX APYTUX IeHOB. B yc-
JIOBUSIX JUIMHHOTO AHs (16 4), KOTOphIe OOJIbIIIE MO-
XOXHM Ha T€ YCJIOBUSI, B KOTOPBIX 3TU PaCTeHUS pac-
TYT B IIpUPOJE, Yepe3 3 THS amanTallii K BEICOKOM
MHTEHCHUBHOCTH CBEeTa ITPOMCXOIMJIO BO3pacTaHUeE
YPOBHS 3KCIIpecCUM OOJIbIIMHCTBA reHoB KA xi10-
pPOIUIACTOB, a HETIOCPEACTBEHHO IIepel IIepexXoaoM
pacTeHUil K pa3BUTUIO PENPOAYKTUBHEIX OPTaHOB
coiepxKaHWe TPAaHCKPUIITOB 3TUX T€HOB CHUXKAIO0Ch
oyt 10 HyJs [19]. Bo3MoxHO, 3TO CBSI3aHO C TEM,
yto KA Xj0pornnactoB TpeOyIoTCs1, Mpexk/e BCero, B
Mpolieccax, IMPOTeKalolIMX B YCIOBUSIX BEreTalllM.
Heo06xonuMpl TOMOJTHUTEIbHBIE UCCIETOBAHMS TSI
IIPOBEPKH 3TOTO MPEITIOIOKEHUS.

KAPBOAHI'MIJIPA3bI BHE XJIOPOILJIACTOB

B BBICIINX pacTeHMsIX BaxxHas poib KA B mmpo-
1ecce (poToCHHTE3a, a UMEHHO Ha CTaauu IepPBUY-
HOIl (pmKcalmym HEOPraHMYECKOro yrjiaepoma, Ha-
NEXHO YCTaHOBJIEHA B pacTeHUsAX ¢ C4-tumnom ¢o-
TocuHTe3a. B 3TuX pacTeHUsSIX MEPBUYHOE CBSI3bI-
BaHME HEOPTraHMYECKOTro yrjepoda IIPOMCXOIUT B
LUTOTUIa3ME KJIETOK Me30o(dusuia JucTa, rae yrie-
pon B hopMme buKapOoHaTa MPUCOSINHSETCS K MO-
sekyne docdoeHonnupysata ¢ ydyactuem DEII-
kap6okcunassl [13]. KA nuToria3zMbl CriocoOCTBY-
€T ObICTpOMY IepeBOay B OMKapOOHAT MOCTyIMaro-
mero 13 Bo3ayirHon ¢a3sel CO,. MyrtanTh ¢ KA-
akTUBHOCTBIO MeHee 10% ot aktuBHOCTH KA pac-
TeHu# nukoro tvmna (AT) uMenu cUIbHO TOJAB-
JICHHBII POCT M OY€Hb HU3KYIO CKOPOCTb aCCUMM-
msaaun CO, mpu OOBIYHOM KOHIIEHTPALIMKA 3TOTO
rasa B Bo3ayxe [24]. Pubyno3obucdocdarkapook-
cHila3a/OKCUTeHa3a B 3TUX PACTEHUSIX PacIoIoXe-
Ha B XJIOPOIUTACTaX KJIETOK OOKJIAAKN COCYIMCTHIX
IMYYIKOB, TA¢ SABJISIOMINIACS CYyOCTpaTOM 3TOTO dep-
MeHTa CO, ocBOOOXIaeTCS MPU 1eKapOOKCUTUPO-
BaHUU COEIMHEHMI, ITOCTYNAIOIINX U3 KIETOK Me-
3odmmra [13].

bonee cioxHas kapTuHa HabtogaeTcs B GoTo-
CUHTE3UPYIIIUX KJIeTKaX NOMUHUPYIOIIMX Ha
3emne C3-pacTeHMiT, B KOTOPBIX TIepBUIHAS (HUK-
caumst CO, ocyliecTBseTcs ¢ ydacTueM Pyoucko,
pacmoJIoKeHHOM B XJIOpPOIJIacTax KJIETOK Me30-
¢wmra. Heobxonnmocts KA m1s otocunTesa C3-
pacTeHUil IIOATBEPXKIAIach TeM, YTO 3TOKCHU30JI-
amug (DA), cienmbpndeckuii uHruoutop KA, cro-
COOHBIM MPOHUKATh Yepe3 OMoJorndecKue MemMO-
paHbI, B KOHIICHTpALMSIX, KOTOa OH HE BJIMSUI Ha
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(OTOCUHTETUYECKU I TTIEPEHOC 3JIEKTPOHOB, MOAaB-
1511 CO,-3aBHCHMOE BbIIEJICHNE KUCIOPOoAa B IIPO-
TorjiactTax (pOTOCHMHTE3UPYIOUIUX KJIETOK JIUCThEB
C3-pactenus ropoxa [25]. OnHako DA crnocobeH
MHTUOMPOBATh aKTUBHOCTH BceX KA ¢oTocmHTE31-
pyromieii kiueTkr, a KA MoryT urpaTh BaXXHYIO pOJb
HE TOJIBKO B HenocpeacTBeHHoi nonaye CO, K Py-
01CKO, HO U B 00eCIIeYeHUHU TT0TOKAa HeOpraHUJec-
KOTI'O yIJIepola 13 Bo3IyXa B KJIETKU 1 BHYTPU KJIe-
TOK — B xjioporacTtel. Boripoc o Tom, kakue KA u
KaKMM 00pa3oM 00ecrneynBaloT Mmpouecc poToCuH-
te3a B C3-pacTeHUSIX, 1O CHX MOpP OCTaéTcsl Hepe-
LIEHHBIM.

Vxe B ImazMaieMMme (QOTOCHHTE3UPYIOLIUX
KJIETOK pacriojioxkeHa KA, Hainmuue KoTopoii ObLIO
OOHapyXeHO IIO0 IIPOSIBJICHUIO €€ aKTHMBHOC-
™ [26—28], a 3aTeM MoKa3aHO METOJOM BCTpauBa-
HUS B TEHOM apabujoIricuca reHa 3eJEHOro (Jyo-
pecuupytouiero 6enka [18]. Wang et al. [29] nmoka-
3aj1, 4TO B IUIa3MajieMMe KJIETOK apaOumoricuca
pacnionioxkeHa [FKA4, 4To OHa HaxoAuTCSd TaM B
KomIuiekce ¢ akBarmopuHoM PIP2;1. C ucnonb3o-
BaHMEM BE3MKYJ IUIa3MaTUISCKOM MeMOpaHBI
JINCTHEB BHICIINX paCTEHUN Pa3IMYHBIX BUAOB TaK-
>Xe ObLIO MPOAEMOHCTPUPOBAHO, YTO aKBaIIOPUHbI
IUIa3MajJeMMBbI CIIOcoOCTBYIOT TpaHcnopTy CO,, u
YTO CHIKeHUE KOoHIleHTpauny KA nmpuBoauTt K 60-
Jlee HU3KOW MPOHHUIIAEMOCTU IIJIa3MaTHYECKOM
meMOpansb! 11t CO, [30]. YToObl 00/I€TYUTS TIepe-
xonx CO, depe3 maa3MaTUYeCcKyld MeMOpaHY,
KA 1omKHBI B3aMMOIEICTBOBATh C aKBAIIOPUHAMHK
Ha IpaHULIaX pasaesia MeMOpaHa—xkuiakas ¢a-
3a [31]. UccnemoBanms, TIpoBeaEHHBIEC C MCTIOIb-
30BaHMEM METOIOB T€HETHMYECKOM TpaHChopMa-
1IMM, MOKa3ajau, YTO U3MEHEHHE COAepXKaHUS aK-
BaIlOPMHOB Ha €IWHMILY IUIOIAAN JUCThEB IIPUBO-
IUT K M3MEHCHUSIM MPOBOAUMOCTH Me30(]uiI-
na [32]. Mukybauus yepelikoB Populus trichocarpa
B IPUCYTCTBMY MHTMOUTOpPA aKBAIIOPUHOB, XJIOPU-
Ia pTYyTH, IIPUBOAMIA K yMeHbIIeHUI0 KA-akTuB-
HOCTU Ha 32% 1 CHUXEHUIO CKOPOCTU aCCUMMIISI-
uu CO, npuMepHo Ha 27%, 4TO COMPOBOXKAAIOCH
YMEHBIIIEHUEM IIPOHUIIAEMOCTH Me30(WuIa IS
CO, [33]. OTu 3¢pdexTsl 6611 0OpATUMBI IPU BbI-
cokoM ypoBHe CO, B aTMocdepe, T.e. GPOTOCUHTE3
ObL1 JTUMHUTUPOBAH cKopocThlo auddysuun CO,
pu orcyrcTBuu 3pdexkra HgCl, Ha poToxummyec-
KMe TIpOLeCChl B 3TUX pacTeHMsaX. Momayyezi u
Guy [33] npennonoxwiu, yro HgCl, moxet mo-
IaBJISATh IIpOHUIIaeMOoCTh Me3odwmuia mjist CO, Kkak
IMyTEM MHTHOMPOBAHUSI aKBAIIOPUMHOB, TaK 1 BCJICI-
CTBUE TOoJaBieHus1 akTuBHOCTH KA, GyHKIIMOHU-
pyiollieil B KOMILIEKCE ¢ HUMU. DKCIEPUMEHTaIb-
HEIC JaHHBIE IEMOHCTPUPYIOT CYIIECTBOBAaHUE
(GYHKIIMOHATBHOIO B3aUMOICHCTBUSI aKBaIlOpHU-
HoB 1 KA B obecrie4yeHUM MPOBOIMMOCTU ME30-
¢unna mIst HeopraHMYECKOTo YIiiepoda B JIUCTBSIX
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BBICIIMX PACTEHUI, U 3TO MMEET CYIIECTBEHHOE
3HaYeHME 111 TIOHUMAaHUS MEXaHM3MOB IIPOHUK-
HoBeHuUs CO, BHYTpb KJ1eTOK aucTa. OgHaKo Mexa-
HU3M COIpsikeHUs GyHKIMOHUpoBaHus KA c me-
perocoM CO, yepes KJIeTOUHbIE MEMOpaHBI C yJac-
THEM aKBaIIOPUMHOB OCTAETCS HESICHBIM, M €TO BBI-
SICHeHVe — OJTHA U3 BaXXHBIX 3a/1a4 OYAyIIUX UCCTIe-
noBaHuli. KpoMe Toro, yautsiBas pojib aKBaIriopu-
HOB B 3allIUTHBIX PeaKIMsIX PAaCTCHUM IPOTUB OO~
TUYECKUX U aOMOTHMYECKUX CTPECCOBBIX (haKTO-
poB [34], BO3MOXHO, 4TO (hyHKLUMOHHUPYIOIIAs B
KOMILIeKce ¢ akBamopuHamMu KA Takxke MOXeET
Y4acTBOBATh B 3TUX peaKLUsIX. MOXHO Ipearoo-
KWTb, YTO TIOBEIECHHWE aKBAITOPUHOB KIJIETOUHBIX
MeMOpaH KaK B HOpMaJIbHbBIX, TaK U B CTPECCOBBIX
YCIIOBUSIX 3aBUCUT OT aKTUBHOCTU KA.

B uurtonnasme apabugoricuca ObIIM HalgeHBI
BKA2 u BKA3 [18], a mo3xe u BKA4 [35]. ITpenrmo-
JIaraeTcsl, 4TO 110 TPaAuEeHTy KOHIIEHTPAIlUU HEOP-
TaHMYECKOro yIjiepoda, CO3IaBacMOro B KJIICTKE
npu dukcanuu CO, BHYTpU XJoporuiacTa, B IIU-
TomasMe IUGGyHIUpyeT OMKapOOHAT, W IIMTO-
rasMaTudeckue KA HyXXHBI 1JIsI KOHBEPCHH B He-
ro Bxofsdiero yepes miaaszmaiemmy CO,, a 3atem
111 KoHBepcuu nocienHero B CO, nepen BXOJ0M B
MeMOpaHy 000J10YKM XJIOPOILIACTA, MTOCKOJIbKY JIM-
noduiabHble MoJiekyabl CO,, KaK cYUTAEeTCs, CIIO-
cobHbl jgerue, yeM HCOj3, mpoHUKaTh yepe3 Kie-
TOYHbIe MeMOpaHhbI [36]. OgHaKo cienyeT NPUHATh
BO BHMMaHUe, 4To Bxox CO, B XJIOPOIIACT MOXKET
obecrneuynBaThCs U aKkBanopuHamMu (CM. Jajiee).

B ¢otocunTe3upyronmx kKiaetkax Boicimx C3-
pacTeHuil B CHaOXEHUU XJIOPOIUIACTOB HEOpPraHM-
YeCKHMM YIJIEpOAOM MOTYT yyacTBoBaTh 1 KA MuTo-
xoHapuit. B Mutoxonapusix C3-pacTeHuii oOHapy-
KeHbl 5 KA y-cemelicTBa, o0pasyloiiive chepuyec-
KU JOMEH, SIBJISIIOIINIACS YacThIO KOMILIEKca I mbI-
xaTesnbHoOM 1enu [37]. KpoMe Toro, B MaTpuKCe MU-
TOXOHJpUI apadbuporicuca Obta odHapyxkeHa KA
B-cemeiicTBa, PKAG6 [18]. Zabaleta et al. [38] ipen-
MMOJIOXKUJINA, YTO JoMeH 13 st KA crmoco6¢eTByeT
obpazoBaHuto u3 CO, 6ukapOboHaTa ¢ IOCIEAYIO-
MMM €T0 IEPEeHOCOM M3 MUTOXOHIPUII B XJIOPO-
MJ1acThl. DTa 9KCMOPTHAS CUCTEMA, KaK MTOKa3aHo B
pabore Riazunnisa et al. [39], MmoxeT OBITb OCOOEH-
HO BaXkHa B YCJIOBUSX, CIIOCOOCTBYIOIIMX MHTEHCH-
duxanum ¢poromsixanusi. B aTom mpoiecce mpu He-
noctatke CO, BCIEeNCTBUE OKCUT€HA3HON aKTUB-
HocTu Pybucko B xjoporuiactax oopa3yeTcsl TITMKO-
JIeBas KUCJIOTa, ITOCTYMNAIOasl B MEPOKCUCOMBI, B
KOTOPBIX U3 He€ oOpasyeTcsl IIMIWH, BO3BpAlllalo-
IIMICI 3aTeM B MUTOXOHAPHUHU, TIe MPH AeKapOOK-
CWJIMPOBAaHUM B IIpoliecce KOHASHCALMU ABYX MO-
JIeKyI raunuHa Beigessaercss CO,. YTo Kacaercs Me-
XaHM3Ma HampaBJICHHONW TPaHCIIOPTUPOBKMU HEOP-
TraHUYECKOTO yIiiepoda U3 MUTOXOHIPUI B XJIOPO-
IUIACTBI, TO MOXXHO IIPEAMNOJIOXUTH CYIIIEeCTBOBAaHUE
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cnel(uYecKoro B3aMMOAEHCTBUSI TTOBEPXHOCTEM
3TUX OPTaHEJJI, TOCKOJBbKY MX YacTO HaxXomsT B
KJIETKE B KOHTaKTe Ipyr ¢ apyroM. OQHako roka
JlaHHag MpobJieMa OCTaETCs HePEeIIEHHOM.

KAPBOAHI'MTIPA3A OBOJIOYKHN
XJIOPOILJIACTA

AKBamopuHbBI B KJIeTKaX BBICIINX pPaCTeHUIA
MPUCYTCTBYIOT HE TOJBKO B IlJITa3MajieMMe, HO TaK-
Xe BO BHYTpeHHell mMemOpaHe O0O0JOYKM XJIOPO-
mwiactoB [40]. beuto oOHapyXeHO, YTO MYTAaHTHI C
HOKayTUPOBAaHHBIM T'€HOM, KOAMPYIOIIUM aKBaIlo-
pun AtPIP1;2, obnaganu CHMXXEHHON IpOHUIIAe-
MocCThIO XxyoporuiactoB mist CO, [41, 42]. Perez-
Martin et al. [43] Ha ocHOBe JaHHBIX 00 OJHOHAI-
paBJIEHHOM M3MEHEHUM MHTEHCUBHOCTM SKCIIpEC-
CHU T€HOB, KOIVPYIOIINX aKBAaIIOPUMHBI 000JOYKHU
xynoporutactoB 1 KA B ymmctesix pacreHuit Olea
europaea, TIpU W3MEHEHUU BJIAXXHOCTU TPUILLLIU
K BBIBOAY, UTO 3TH O€JIKM MOTYT (DYHKLIMOHUPO-
BaTb COBMECTHO, ocyllecTBisIst 1moctaBky CO, B
CTPOMY XJIOPOILJIACTOB. ABTOPBI IIPU 3TOM MPEATIO-
JlaraJli y4yacTue B 3TOM Ipoliecce pactBopumoilt KA
CTPOMBL.

ITpu nzyyenun nuddysuun H,O, Kak yyacTHUKa
peTporpagHoro CUTrHajJuHra ObLIO TOKa3aHO, UYTO
H,0,, mpoaoyuupyemass BHYTPU XJIOPOILIACTOB,
Iud@yHaIMpyeT B LUTOILIA3My 4epe3 KaHasbl, 00-
pa30oBaHHBIE B 000JIOUKE XJIOPOIJIACTOB aKBAIOPU-
Hamu, 1 yto MHruouTop KA auerazomamung (AA)
CYIIECTBEHHO TomaBiseT 3Ty nuddysuio [44]. TTo-
CKOJIbKY AA nHruoupoBaia u KA-akKTUBHOCTb 000-
JIOUKH XJIOPOILIAcTa, B 3TOU padoTe ObLIO MpPearo-
JIOXKEHO, YTO MHTHOUpyomnii a¢gpgexr AA Ha po-
HUIIAEMOCTh aKBaIIOPUMHOB OOOJIOUKM XJIOPOILJIAC-
TOB SIBJISIETCS, 110 KpallHE Mepe YaCTUYHO, PE3YJib-
TaToM neiicTBust AA Ha KA, cBSI3aHHYIO ¢ aKBaIrlo-
puHamu, nogobHo BPKA4 B memOpaHe mazmanem-
MbI (cM. Bbllie). TakuMm oO6pa3zoM, BO3MOXHO, UTO B
000JI0UKe XJIOpOILIacTOB comepxkurcs KA, koTo-
pyI0 ellg IMpeACcTOUT UASHTU(PUIIMPOBATh.

KAPBOAHI'TIPA3bI CTPOMBbI
XJIOPOILIACTOB

Ha cBety, T.e. B ycJIOBUSIX, KOTJa BO3MOXeH (o-
TocuHTEe3, pH cTpombl xmoporuracta, tae B C3-pac-
TeHUSIX pacroynoxeHa Pybucko, craHoBUTCS c1abo-
LLIEJIOUHBIM, gocTturas BeauduH 7,7—8,0 [45], npu
koTopsix KoHIeHTpais HCO3 B ctpome Bo3pacrta-
et 1o 350—700 mxM, 1o cpaBHeHMIO ¢ 70 MKM B
temHoTte nipu pH 7,0, temnepatype 20 °C u conmep-
kaHuu B Boznyxe 0,04% CO,. Takum obpazom, mpu
«CBETOBBIX» BeanunHax pH ctpomebl 6oitee 95% He-

PYJEHKO, NUBAHOB

OpraHMYEeCcKOro yrjepoja HaxoguTcs B (op-
me HCOj; u, 4yToObl OOeceunTh HaOJII0maeMble
in vivo BbIcOKMe ckopocTtu dukcauuu CO,, Tpedy-
10TCs BBICOKME ckopocTu kKoHBepcuu HCO5 B CO,,
KOTOPBIX HEJIb3sl JOCTUYb B CIIOHTAHHON peaKIInM.
[IpencraBasioch OYEeBMOHBIM, YTO Kakas-To KA
JIOJDKHA yJ4acTBOBAaTh B TaKOM KOHBEPCHM M ITOAA-
ye CO, Kk Pybucko, Ho mpobiema yyactus KA B
5TOM IIPOIIECCE IO CHUX ITOP OCTAETCSA IPEAMETOM
WUCCJIENOBAHUI U TUTIOTES.

B cTtpoMe xstoporiacToB npucyTcTByeT KA, co-
IepXaHHe KOTOpPOM B CpeIHEeM COCTaBIIsIeT
1-20% ot ob1uero 6enaka MUCTbeB [46] 1 KoTOpas
SIBJISICTCSI BTOPBIM ITO COIEPKAHUIO OCIIKOM JIUCTh-
eB nocie Pyoucko. Ora KA B tucThsax apadbumgorcu-
ca ObUta MAeHTUOUIIMPOBAHA KaK IIPOMYKT Te-
Ha At3g01500 n na3Bana KA1 [18]. ITo3xe cTpo-
ManbHble KA B-cemelicTBa INCThEeB BBICIIMX PACTE-
HUII Jpyrux BHAOB CTajli TakKXe Ha3bIBaTh
BKAT1 [29, 43].

Tpancdopmanus pacTeHui Tabaka aHTHUCMBIC-
JIOBBIMM KOHCTPYKTaMU IeHa cTpomajbHOil KA
IIpUBOAMJIA K YMEHBIIEHUIO €€ Ccoaep:KaHUS
10 1—2% ot ypoBHs B /1T, HO CyllleCTBEHHBIX U3Me-
HEHUI CKOpOCTU (DOTOCUHTE3a, aKTUBHOCTU Py-
01CKO, comepKaHus XJI0poduiia U IIPOBOANMOCTHI
YCTBUII HE HAOJIIOMAIOCh; IIPA 3TOM, OOHAKO, B MYy-
TaHTHBIX PACTECHUSIX MMPOUCXOANIO CHIKEHHUE TIap-
uuaiabHoro napieHuss CO, B caiiTax KapOOKCHJI-
poBaHud [47]. MOXHO OTMETUTD, YTO OCTaBaBIIIME-
¢ 1-2% KA cTpoMbl — JOBOJIBHO CYIIIECTBEHHASI
BeJIMYMHA, YYUTHIBasI OOJIbIIOE COAEpXKAaHUE 3TOrO
¢depMeHTa M ero BBICOKYIO (PepMEHTATUBHYIO aK-
TUBHOCTh. B padore Ferreira et al. [48] 6110 moka-
3aHO, YTO pacTeHMsI apaOUIoIIcuca ¢ HOKAayTHPO-
BaHHBIM T€HOM, KOJUPYIOIIUM CTpOMab-
Hyto KA1, nemoHcTpupoBain 60s1ee HU3KYIO, YeEM
pacrenust T, BBKMBaeMOCTb, HO ITOCICAHSIST MOT-
Jia OBITh BOCCTaHOBJIEHA JIM0O BBEICHUEM CaxapO3bl
B IINTATEJIbHYIO Cpemdy, 1100 YBEIMYECHUEM COmep-
xkanust CO, B BO3AyXe BO BpeMs BBIpallBaHUS.
Xotsay BKAI-1eUITHBIX TPOPOCTKOB ObIIa CHU-
JKE€Ha CIIOCOOHOCTb K CBETO3aBUCUMOM CKOpPOCTHU
accummwsiiiun CO,, a pa3BUTHE TIEPBBIX HACTOSIIIINX
JINCTHEB 3aMeJIJICHO, BRIKUBIIIME 3peJIble PACTCHMUS
BKA1-geduuTHBIX MYTAaHTOB He MpPOSBIsIU Ge-
HOTUIIMIECKUX OTIm4unii oT pactenuii JI'T. Do pac-
CMaTpHBAJIOCh KaK CBUIETEIILCTBO HECTIOCOOHOCTHU
BKA1 yyacTBOBaTh B (POTOCHHTE3E B 3pEJIbIX JIUCTh-
ax [48].

C apyroit cTOpoHBbI, ObUT OOHAPYXKEH PSII CBU-
JIeTeJIbCTB (PYHKIIMOHAJIBHOM M CTPYKTYPHOM CBSI3U
crpomasibHOl BKA 1 Py6ucko. [lepeHoc pacteHuit
ropoxa, BbIpallleHHBIX IIpu KoHHeHTpauuu CO,
1000 ppm, B yC/IOBUSI HOPMAJIBLHOTO COIEpP>KaHUS
CO, B atMocepe MPUBOAUI K OBICTPOMY yBeIYE-
Huto copepxanuss PHK renoB u KA, n PybGucko,
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MOCJIe Yero akTUBHOCTb COOTBETCTBYIOIIUX dep-
MEHTOB B JIMCThIX yBeJIMYMBaiach [49]. Dkcnepu-
MEHTBHl TI0 MMMYHOIIMTOJIOKAIM3AlMK TOoKa3aju,
YTO B CTPOME XJIOPOILIACTOB JIMCThEB rOpoOXa pacT-
Bopumas BKA pacrnosnoxena Boausu Pybucko [50].
KA, ananormunas PKA1l apabumomncuca, Obiia
uaeHTU(UIMPOBAaHA B pacTeHUsIX Brassica napus ¢
MOMOIIIbI0O MAacC-CIEeKTPOMETPUYECKOrOo aHaju3a
KakK 0eJIOK, B3aMMOJEHCTBYIOIINI ¢ M3o(gopMaMu
OosblIOl cyOobearHuLbl Pyourcko [51].

IIpoTuBOpeure 3KCIIepUMEHTATbHBIX JAHHBIX O
poiu BKAI B doTocuHTEe3e — BO3MOXHO, Clel-
CTBHE y4acTHsI He TOIBKO 3TOM cTpoManbHOU KA B
cHabxeHnuu CO, Pyoucko. B ctpoMe xioporiactoB
obHapyxeHa eie ongHa KA, a KA1 [52]. CHuzxeHue
psima mokazaTeneit POTOCMHTETUISCKOM aKTMBHOC-
T pacTeHWil C HOKAayTOM TeHa, KOIMpPYIOIIe-
ro aKAIl, a Takxke CIOCOOHOCTM HaKaIlJWBaThb
KpaxMan [53], mo3BoJisseT mpexarojaraTb yJ4acTHhe
a KA1 B poTtocuHTe3e U TO, uTO 3Ta KA urpaet Bax-
Hylo poJb B roctaBkax CO, K Pybucko.

C ucrojb30BaHUEM IMpaliMepoB, KOMILIEMEH-
TapHBIX ABYM (opMaM aJbTepHATUBHOIO CILIAi-
cuHra matpuuHoil PHK rena Ar3g01500, kogupyio-
wero BKAI1, Beala v Bealb, B TUCTbsIX apabuaom-
cuca ObUIM OOHApPYXXEHbI pa3andyusi B UHTEHCUB-
HOCTHU 3KCIPEeCCUM 3TUX (POpM MIpU YBEIMICHUU
MHTEHCUBHOCTH CBETa, 8 UMEHHO: YBEeJIMUEHUE CO-
JlepXaHusi TPaHCKPUIITOB (popmbl Secalb n ymeHb-
menue feala [19]. O6HapyXeHHOE TpU 3TOM yBe-
JIMYEHUE DKCIPECCUU TIpY TOBBIIIEHHOM OCBellle-
HUM TaKKe TeHa acal MO3BOJIMIO aBTOpaM MPearno-
Jnoxutb coBmecTHoe yvactue oKAl u BKAIb B
noctaBke CO, Pybucko. Boamoxno, KAl He gB-
JIsIeTCs HEMOCpPeACTBeHHbIM mocTaBimiukoM CO,
IJIg peaklUy KapOOKCUIUPOBAHMSI, a BBIMOJHSET
KaKyl0-TO BaXXHYI0, HO BCIIOMOTATeJIbHYIO (DYHK-
uuto. Hampumep, BbIcOKoacmpeccupyeMast ¢op-
Ma fcalb xonupyer KA, BBIMONHSIIONIYIO POJIb yC-
KOpUTEJIS IIPeo0pa30BaHMsI MOCTYIIAIOIIETO B XJI0-
pomnact CO, B OukapOOHAT, YTOObI YBEJUYUTHb
KOHIIEHTPAIIMIO TTOCIEIHEr0 BO BCeM 00bEME CTPO-
MBI B COOTBETCTBUM C BenunHO pH u coenate ero
moctynHbIM 111 KA, KoTopasi HEIocpeacTBeHHO
cHaOxaet Pyoucko CO,. Ecnu Tombko ogHa u3
dopm BKAT coBmectHO ¢ o KA1 yyactByet B moja-
ye CO, Pybucko, To BaXXHO BBIICHUTBH (DyHKIIHO-
HaJbHYI0 3HAYMMOCTb IIPOIECCOB, B KOTOPBIX
yuacTByeT apyrasi (¢popMa stoii KA.

KAPBOAHI'TIPA3bI TUJIAKOUJ1OB
XJIOPOILJIACTOB 1 X BO3MOKHbIE
OYHKIINN

OnHol U3 TIEPBBIX Pa0dOT, MPOJEMOHCTPHUPOBAB-
WX, YTO B XJIOpOTIacTax Beicmiero C3-pacTeHus
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ropoxa umerorcs KA, pacrnoyiokeHHbIe B THJIaKO-
UAHOI MeMOpaHe, Obl1a padbora KomapoBoii ¢ co-
aBT., onyosukoBaHHas1 B 1982 romy B xXypHaiie «buo-
XUMUST» [54]. DTO OBLIO MOATBEPKACHO B LIEJIOM PsI-
e HCClIemoBaHMI, rae ObUIo mokKaszaHo, uTo KA
UMEIOTCS B THIIAKOMTHEIX MeMOpaHax u C4-pacre-
HUil, U Bomopocieit [55]. bonee Toro, okaszanoch,
YTO B TWJIAKOMOIAaX HaXOMUTCS HECKOJbKO
KA [56, 57]. U3BecTHO, 4TO IJ1s1 0OECIIeyeHUs Tie-
peHoca JIEKTPOHOB Ha aKIIeNTOPHOU cTopoHe ¢o-
tocucTeMbl 2 (PC2) HeoOXOIUMO TPUCYTCTBUE O -
Horo 3 KoMrnoHeHTOB KA-peakiun, 0ukapboHa-
Ta [58], B3amMoeiicTBIIe KOTOPOTO C HETEMOBBIM
>Keae30M obecIiednBaeT OBICTPBIN MEpPeHOC d3JIeK-
TpoHOB OoT Q4 Ha Qg [59]. Ilocne anexkTpodopesa
¢parMeHTOB TUJIAKOUAHBIX MeMOpaH, oboraiméH-
HbeIX DC2 (PC2-MeMOpaH), 13 TOpoXa 1 apabuIoII-
cuca KA-akTuBHOCTh ObLIa OOHapykeHa B o0Jac-
TSIX TeJNsl, COIepKallMX KaK HU3KOMOJEKYIISIPHEIE,
TaK ¥ BBICOKOMOJICKYJISIPHBIC OCJIKM, IIPUIEM TIOC-
JIelHWEe OTHOCUJIMCh K KOPOBOMY KOMILJIEKCY
DC2 |56, 60, 61]. KA-akTHBHOCTH MPUCYTCTBOBAJIA
1 B 2Jr0aTax 3TUX 30H [62]. Beuto mpeamnonoxe-
Ho [55], uro uMeHHO KA-aKTHBHOCTb, OOHAPYXEH-
Hasl B BBICOKOMOJIEKYJISIpPHOM (ppakiuu, yrpaBisieT
MOCTaBKOI OMKapOoHaTa akLEeNTOPHOM CTOpPO-
He ®C2. IIpu s3TOM pe3ymbTaTel pabdbotr PymeH-
Ko ¢ coaBT. [56], Khristin et al. [60] wu
Ignatova et al. [61] MOryT OBITH MHTEPIIPETUPOBAHBI
KaK CBHIETEIbCTBYIOIINE, YTO 3Ta aKTUBHOCTD — HE
pe3ynbrat npucyTcTBus hepmenTa KA, a ciencreue
HaJIM4us CrenupuIecKoir CTPYKTYphl B COCTaBe
KopoBoro komruiekca ®PC2, T.e. BEICOKOMOJEKY-
JISIpHBIN HOcUTeNb KA-aKTMBHOCTM — HE OTHC/Ib-
HBII 0€J10K, 2 KOHCTPYKIIUS M3 aMUHOKUCIIOT COCE/I-
CTBYIOIIMX OEJIKOB, Y KOTOPBIX aKTHMBHBIM ILIEHTD
00pa3oBaH aMMHOKMCIIOTAMU Pa3HBIX OEJIKOBBIX
cyobenuHuIl, Kak B KA y-cemeiicta. Borpoc o Ha-
quyun KA-akKTUBHOCTM Ha aKILIENTOPHON CTOPO-
He ®C2 TpebyeT JaTbHENIIETO N3YIEHUS, YIUTHI-
Basl ero IMIPUHIIMITMATIBHYIO BaXKHOCTb JJIsI ITIOHUMa-
HUS PETyasauuu (POTOCUHTETUUYECKOIO SJIEKTPOH-
HOTO TpaHCIopTa.

HNurndupytommuii 3¢dext Ha akTuBHOCTE P C2
MU3BECTHBIX UHIMOUTOPOB KA, AA 1 DA, Obu1 00Ha-
PYX€H JaBHO U CBSI3BIBAJICA C AECTBHEM Ha JOHOP-
Hyto cropoHy DPC2 [63]. [To3xe, omHAKO, ObUIO yC-
TAHOBJIEHO, YTO 3TOT 3(deKT 00yCIOBJIEH, IO
KpaliHeil Mepe 4acTUYHO, MX CIIOCOOHOCTBbIO He-
cneundUIecK MOAABISATh MEPEHOC JIEKTPOHOB B
®C2 [64, 65]. HenaBHO 6bLIO HaliEHO, YTO APYTOit
uHruourop KA cynbhoHaMUIHONW MPUPOIBI, TPU-
¢TopmMeTaHCYIB(POHAMU, CHIUKAET (POTOCUHTETH-
YeCKOe BhIIEJICHIE KUCIOPOoIa, CIIeInuIecK NH-
rubupys KA-aktusnocts ®C2-meMOpaH [66].

To, uTo w1 3PPEeKTUBHOTO MEPEeHOCa DIEKTPO-
HOB HE TOJIBKO Ha aKLENITOPHOM, HO ¥ Ha JOHOPHOM
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cropoHe PC2 HeobxoauM OMKapOOHAT, ObUIO 00-
HapyxeHo B pabotax Klimov et al. [67, 68], 1 aBTO-
PBl TIPSATIONOXIIIN Haauuue 3mech KA, koropas
y4acTBYeT B ero rocraBke. HemaBHO B Tuiakoumd-
HBIX MeMOpaHax apabuaoricruca BOJIU3M KOMILIeKca
®OC2 natinena KA, xoropast 0bl1a HASHTUDUITAPO-
BaHa Kak oKA4, xomupyemass reHoM At4g20990;
MMEHHO OHa OKa3ajlaCh HU3KOMOJIEKYJISIPDHBIM HC-
TouyHnkoM KA-aktuBHoctu B PC2-meMOpa-
Hax [69]. [TpucyrctBre 0. KA4 B TMIIaKOMaX OBLIO
paHee YCTaHOBJIEHO MYTEM MPOTEOMHOrO aHaJIM-
3a [20].

KA-akTMBHOCTh Obl1a OOHapyxXXeHa TakKXe BO
¢parMeHTax TUJIAKOMAHBLIX MeMOpaH, oOoraliéH-
HbeIX portocucremoii 1 (PC1) — OCIl-memOpaHax,
IIPOUCXOMAIINX M3 CTPOMAIbHBIX THJIAKOWIHBIX
MeMOpaH, T.e. MeMOpaH, HE BXOISIIUX B TIpa-
HbI [70]. BausiHue MHTrMOMTOPOB U IETEPreHTOB Ha
KA-aktuHocte ®C1l-MeMOpaH OTIMYAIOCH OT
pmusgHusg Ha KA-aktuBHOCcTh PC2-MeMmOpaH, u
IPY BBIIEJICHUM OCIKOB-HOCHUTENIEel 3TON aKTWB-
Hocth 13 OCl- 1 PC2-meMOpaH O0OHAPYXKMIOCH
pasanyue uxX MoIeKyIsIpHbIX Mace [61]. KA-akTuB-
HocTb PCl-MeMOpaH OBlJIa ONMHAKOBO YYBCTBU-
TeJbHAa KakK K IIJIOXO MPOHUKAIoIeMy B MeMOpa-
HbBl AA, Tak ¥ K Junopactsopumomy DA [61, 62],
YTO YyKa3bIBajJO Ha pacliojioxkeHue HocuTenst KA-
aKTUBHOCTM Ha CTPOMAaJIbHOM MOBEPXHOCTU THJIA-
KOUJIHOU MeMOpaHbI, Ilie OHA JOCTYyIIHA OOOUM MH-
rudbutopaM. C IIOMOIIBIO MaccC-CIEeKTPaJbHOTO
aHajM3a YCTAHOBJIEHO IIPHCYTCTBUE B CTPOMAJlb-
HBIX TWJIAKOMIHBIX MeMOpaHax apabuaorncuca Kap-
0oanruapassl aKAS [71].

ITomumo TUmakouaHbIX MeMOpaH, KA-akTuB-
HOCTb HaiiieHa B TWJIAKOMIHOM JIIOMEHE XJIOPO-
IUTACTOB ropoxa 1 apabumoricuca [57, 72]. DOra ak-
THBHOCTB IIO LIEJIOMY PSIAY XapaKTepUCTUK OTINYa-
JIaCh OT aKTUBHOCTH THJIAKOMIHBIX MEMOpaH, 1 ObI-
JIO I0Ka3aHO, YTO €€ HOCUTEJIEM CIYKUT pacTBOPU-
MBI 6estoK [72]. Bty KA mo nenomy psimy cBOCTB
yaanoch uaeHTuduIMpoBatsh Kak KA [3-cemeiicTsa.
3aMaHUYMBO MPENIOI0XNUTh, 4TO 3T0 — BKAS, KO-
Topas OblIa OIlpedesieHa, KaK pacroJIoKeHHas B
xaoportactax [18]. YpoBeHb 3KcHpeccum re-
Ha At4g335580, xonupyroiero BKAS, Ha 2—3 nopsia-
Ka HMXe, yeM reHa Ar3g01500, KogupyloIero cTpo-
ManbHyto BKA1, oqHako HOKayT 1o reny Ar4g33580
MMPUBOAUT K 3HAYUTEJIBHOMY OTCTaBaHUIO pacTe-
Huit B pocte (JIX. MopoHU, TMYHOE COOOIIEHHUE).
K Hacrosiiiemy momenty PKAS sBisiercs enuH-
ctBeHHOIT KA, OTCyTCTBHME KOTOpPOIl IMPUBOIWUT K
3HAYUTEIbHBIM M3MEHEHUSM B (PEHOTUIIE apabu-
JIOTICKca IPY HOPMAaJIbHBIX YCIIOBUSIX BereTalliu.

®usnojiorndeckoe 3HadeHne KA-akTuBHOCTEit
THJIAKOUAOB. POJIb 3TUX aKTUBHOCTEN B METa00IU3-
M€ XJIOpOILJIacTa OCTA€TCs MOKa He BBISCHECHHOM
MOJIHOCTBIO. MIMeroTcs 0ojiee MM MeHee 000CHO-

PYJEHKO, NUBAHOB

BaHHbIE MPEATNOJOXEHUS, MPUIEM YaCTO HE OITHO,
00 MX yHKIMOHAILHONI ponu. Hampumep, momu-
MO (YHKLUMHU peryjisTopa momayu OukapOoHaTa K
HEreMOBOMY XeJie3y, paclojloXeHHOMY MexXny Q,
u Qg (cM. Boie), KA-aKTMBHOCTM Ha aKLENTOp-
Hoit cropoHe PC2 ObuTa ITpUNKcaHa QYHKIUS II0-
Ja4yyd IIPOTOHOB [JIsI ITPOTOHMPOBAHMS IIJIACTOXM-
HOHa B caiiTe Qg Npu MpeBpalleHUuH ero B ILIacTo-
TUIPOXUHOH [73].

B psane cnyyaeB BeiBog o yHKUuU KA nenaert-
csl Ha OCHOBaHUM 3¢h(HEeKTOB HOKayTa COOTBETCTBY-
IOLLIMX TeHOB. bbLJI0 0OHApyXeHO, UTO B MyTaHTe C
OTCYTCTBYIOIINM cHTe30M o.KA4 B orpeaeeHHbIX
YCJIOBUSIX yMEHbIIIeHa o cpaBHeHuto ¢ 1T sHepro-
3aBUCHMasl 4acTh HE(OTOXUMUYECKOTO TYILEHUS
dayopecteHumn xiopodumna a (HOXT) [74—77].
OTta yacth HOXT 3aBUCUT OT MOCTYIJICHUS IIPOTO-
HOB K 0eJiIKy PsbS, HaxongiuemMycsl B TECHOM CBSI3U
co cBeTocobuparoiuM KomiuiekcoM @C2, uro nos-
BOJIMJIO CIIeJIaTh BEIBOM, uTO maHHast KA, pacmoia-
rasicb B MeMOpaHe Ha e€ JIIOMEHaJIbHOU CTOpOHE,
y4acTBYET B 3TOM IIpOliecCe KaK IOCTaBIINUK IIPOTO-
HOB, ocBoOoxparomuxcs Inpu rugpatauuu CO,.
MyTaHTBI apadbumorcuca, B KOTOPhIX OTCYTCTBOBA-
na o KA4, Obl11 MeHee YCTOMYMBBI K (DOTOMHTUOU -
poBaHMIO MO cpaBHeHUIO ¢ pacTteHusimu AT [75],
YTO TIOATBEPXKIado yvactue 3Toil KA B pa3Bu-
tan HOXT, npenoxpansioniero ®C2 or ¢poTonH-
ruoupoBaHuUsI.

Tumakonnaoit KA, opueHTUpOBaHHO B IIOMEH
U PpACIOJIOKEHHOW BOJM3U JOHOPHOW CTOPO-
Hbl @C2, MPUITUCHIBAETCS U POJIb B YCKOPEHUH Jie-
rupaTa3HOM peakliuu, T.e. CBSI3bIBaHUSI OMKapOO-
HaTa ¢ MPOTOHAMU, MOSIBJSIONIMMUCS 3[eCh B pe-
3yJbTaTe OKUCAeHUs Boabl. I10CKOJBKY JOKaIbHOE
MOJAKUCICHWE BOJM3M BOJOOKHCISIONIETO KOMII-
nekca MC2, Bo3pacramllee IIpU YBEINICHNN CKO-
pOCTH OCBOOOXICHMSI TIPOTOHOB IPU ITOBBIIIEHUHN
MHTEHCHUBHOCTHM CBETa, MOXET BBI3BIBATh ITOBPEXK-
JIeHHe 3TOro KomIuiekca [78], ymajieHne TIpOTOHOB
CIIOCOOHO YCTPaHUTh JAaHHYIO IPUYNHY (POTOMHTH-
oupoBanust ®C2. B 3enéHoii Bomopocnu Chlamydo-
monas reinhardtii ykazanHasi poib ObIJIa IPEAIIONO-
XKeHa s KapooaHruapassl CAH3, cBsi3aHHON ¢
TWIAKOUIHONW MEeMOpaHOU Ha JIIOMEHAJbHON CTO-
poHe [79]. bpuin moay4YeHbl YOenuTeIbHbIe CBUAC-
TEJIbCTBA B II0JIb3Y TaKOl €€ (PU3MOIOTMIECKOM PO-
JIA: oTCyTCTBME 3TOi KA conmpoBOXIanoch CHUXeE-
HUEM YCTOMYMBOCTHU BOJOPOCIM K IEMCTBUIO CBETA
BBICOKOW MHTeHCUBHOCTH [80] 1 mpu yBeIM4eHUN
pH cpensr [10, 81]. JaHHble, mOoNy4YeHHbIE B pabo-
Te, MPOBEAEHHOM ¢ MCMOJb30BAaHUEM IIperapaToB
®C2-MeMOpaH, BbIIEJEHHBIX M3 IIMuHaTa |[82],
mokaszanu, uro HCO5 Ha moHopHOIT ctopoHe PC2
JIEHCTBUTENIBHO (PYHKIIMOHUPYET KAaK MOOWMIbHBIN
aKI1IeITOp IPOTOHOB, MOSIBJISIIOIIMXCS B pe3yibrare
OKHCJICHUS BOZBI.

BUOXMMUA tom 86 BHII. 10 2021
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TakuM 00pa3oM, ABe pa3HbIEe TUIOTE3bI O PO
KA na momenanpHoi ctopore MC2 npenmnonaraioT
e€ yyacTue B 3alluTe oT (poTonHTOupoBaHus. Bos-
MOXHO, PyHKUMOHMpoBaHue 31ech KA co3maéT yc-
JIOBUSL NI obomx TipolieccoB. B pabore
Rudenko et al. [76] npencTaBieHa TUIIOTeTUIECKAS
cxeMa, corjacHo kotopoil aKA4 apabuporicuca,
pacriojiarasicb BOJIM3U CBETOCOOMPAIOIIETO KOMII-
nexca OC2, HampaBiIeHO MTOTAET TPOTOHBI, BO3HU-
Karome npu rugpatauuun CO, Oenkam, OTBeT-
CcTBeHHBIM 3a pazBuTue HOXT, ¢ omHOBpeMEHHBIM
BBICBOOOXIEHMEM B TOM ke peakKlMy OuKkapOboHaTa,
KOTOPBII CBSI3BIBAET IIPOTOHEI, BO3HUKAIOIINE P
OKHUCJIEHUM BOJBI B BOTOOKMCIISIOIIEM KOMILIEK-
ce DC2, pacrioa0oKeHHOM PSIIOM.

XapakTepucTuKu (POTOCHHTE3a MyTaHTA C BBIK-
JIIOYEHHBIM TeHOM, KoaupytomuMm auKA2, 6pu1u rc-
clle0BaHbl MapajuleJIbHO TAKOBBIM MyTaHTa C BBIK-
JIIDYEHHBIM reHoM, KomupytomuM oKA4. Dddek-
TBI BBIKJTIIOUEHUS 3THUX T€HOB HA CBETOMHIYIIMPO-
BaHHOE HAaKOILJIEHWE MEePEeKMCH BOIOPOJa, CONIEp-
KaHue Kpaxmasia, 3(p@eKTUBHBIN KBAaHTOBBLIN BbI-
xon ®C2, HOXT u ckopocts accumuisinu CO, B
OIMHAKOBEIX YCJIOBUSIX 3KCIIEPMMEHTa OKa3alliCh
pa3HOHAIPABJIEHHBIMU OTHOCUTEJIbHO pacTe-
Huii AT [75]. Takoe OpOTUBOIIOJOXHOE BIWSIHUE
Ha XapaKTepUCTUKN (POTOCUHTE3a HOKAYyTOB T¢HOB,
koaupyrommx aKA4 n a KA2, no3poauno npearno-
J0XxuTh, 9T0 0lKA2, kak n1 o KA4, pacronoxkeHa B
THIaKonmgHou MemOpane. Tot dakT, 4To B MyTaHTax
o o KA2, HOXT Bo3pacTano OTHOCUTEILHO BEJIA-
yuHbI B JIT 3a c4€t sHepro3aBuCUMOro KOMITIOHEH-
Ta, npeanonaarai, yro B AT manHas KA kak-To pe-
TYJIUpYeT yoajlieHue IIPOTOHOB, YYaCTBYIOIIMX B
pa3Butuu 3Toro TyieHus. B pactenusx IT ypo-
BEHb 2KCIIpecCcuu reHa, Koaupyiomero akKA2, mo-
BBIIIAJICS IIPY BEIpAIlUBAaHUU PACTCHUI IIPUA BBICO-
KO MHTEHCHBHOCTHU CBETa B YCJIOBHSIX KOPOTKOTO
nHsA [19], 4TO, BO3MOXHO, OTpaxkaeT HEeOoOXOmu-
MocTh 3ToM KA 17151 ynajaeHust U30bITKa IPOTOHOB B
CBETOCOOMpAOIIEM KOMIUIEKCE, TIe pa3BUBAET-
cs1s HOXT.

B pa6ote Zhurikova et al. [75] 651710 TIpeamnono-
xeHo, uro aKA4 u aKA2, peryaupys, cooTBeT-
CTBEHHO, T0Ja4y U yaajeHHe MPOTOHOB, CO3Ia0T
TaKylo0 X KOHIIEHTpall1o, KOTOopas o0ecleurnBaeT
passutne HOXT, HeoOXoqUuMOro B JaHHBIX YCIIO-
BUSAX. DTO MOXET JOCTUTAThCS KaTaJIM30M Ha CBETY
peaxiuii ruapatanuu CO, U geruaparanu Oukap-
OoHaTa, IIpM KOTOPBIX, COOTBETCTBEHHO, BBHICBO-
0OXXIAIOTCST M CBSA3BIBAIOTCS MPOTOHBI. DTO Tpea-
rnmoJjiaraet pacrnosioxkeHue 3Tux KA Ha mpoTuBoIio-
JIOKHBIX CTOpPOHAX TUJIAKOMTHON MeMOpaHBbI, I10-
CKOJIBKY HarpaBieHne KA-peakium ompenensieTcs
BenuunHoit pH n/unm koHueHtpauueit ®HY, ko-
TOpbIE MOIYT pa3IMyaThbCcs B KOMIIApTMEHTaX, pa3-
nen€HHbIX MeMOpaHoii. Eciu BepHO Iipenroioxe-
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Hue, uyto o KA4 1ogaér mpoTOHBI, pacrojarasch B
MeMOpaHe OrKe K IIoMeHy (CM. Bblie), To o KA2,
peryaupymolias yaajeHue MPoTOHOB, JOJIKHA pac-
IoJIaraThCsl Ha CTPOMAaJIbHOI CTOPOHE THMJIAKOWII-
Holi MeMOpaHBI. [ToCKOJIBKY CBETOCOOMpAIOLINiA
koMIuieKC ®C2 pacIiojlokeH B OCHOBHOM B Ipa-
HaJIbHBIX TUJIAKOMIAX, BO3MOXHO, 1 0. KA2 pacrmo-
Jaraetcs TaM. OgHaKo IMoka He BbIsiBlIeHa KA-ak-
THUBHOCTb, KOTOPYIO MOXHO CBSI3aThb C IIPUCYTCTBH-
em atoil KA.

OnHa M3 NEepCHeKTHBHBIX WIEH B pelleHUU
mpo0JieMbl KOHBepcuu 6ukapboHata B CO, u 1o-
Jlauu mocjienHero Pydbucko — mpearnoJioxxeHue oo
YJ4acCTUH B 3TOM Ipoliecce TuiakonaHbix KA. Yro-
0Bl OBITH «TOHOpPOoM» CO,, KA, Katanusupys ne-
ruapaTalnio OmkapOOHaTa, JOJDKHA pacIiojiaraTh-
Csl B HETIOCPEICTBEHHOM OJIM30CTH OT COCPENOTO-
YeHHOU B cTpoMe xJioporuiacta Pyoucko, T.K. MO-
nexynsl CO,, oKa3aBIIMCH B CIA0OIIETIOUHON Cpe-
Jle CTPOMBI, Cpa3sy e NpeBpallajrich Obl 0OOpaTHO B
ouxkap6onart. ITo atoil mpuumHe B moctraBke CO,
Pybucko He MoryTt yuactBoBaTh KA, pacmonoxeH-
Hble Bom3u MC2 B rpaHanbHBIX MeMOpaHax. CKo-
pee Bcero, Takylo MOCTaBKY MOTYT OCYIIECTBJSATh
KA, pacrionoxxeHHbie BOM3n MC1, MOCKOIBbKY 3Ta
¢oTocucTeMa HaXOOUTCS B CTPOMAJIBHBIX THJIAKO-
UIax, Ha CTPOMAJbHOM ITOBEPXHOCTU KOTOPHIX B
cocTraBe MYJIBTU(EPMEHTHBIX KOMITJIEKCOB MOXKET
pacmonaraTtbes yacTb Pyoucko [83, 84]. B atux tn-
JJakouaax, KakK yKa3aHO BBIIIe, ObLIa Haiime-
Ha o KAS.

VYuactue KA, pacrojioxeHHOI Ha CTpOMAaJIbHOMI
IMOBEPXHOCTH CTPOMAJIBHBIX THWJIAKOMIHBIX MEMO-
paH, B KoHBepcuu OukapooHata B CO, u mogaue
ero PyOucko — ruroresa, HO MpOTeKaHUEe AeTuapa-
Tauuum OMKapOoHaTa MMEHHO 31eCh, BO3MOXHO,
MpOSIBNISIETCSI B OOHapyxXeHHoil emE B 1964 ro-
oy [85] ctumynsuuu 6ukapdoHaTtoM ¢oTodocdo-
punupoBanusg (PDP) B Tumakoumax. Ilomopsa-
HOB C coaBT. [86] 1 OHoIiKO ¢ coaBT. [87] oOHapy-
KWW, 4TOo MHrMouTopsl KA, AA u DA ycTpaHsiu
sdpdexT ctumynsuun OP 6ukapdboHATOM, HO, KaK
YK€ YIIOMUHAIOCh, 9TU MHTMOUTOPHI MOIABISIOT 1
IIEPeHOC 3JICKTPOHOB. bbLIO, OmHAKO, HalIeHO,
YTO J00aBJIeHNE B CYCIIEH3UIO THJIAKOUAOB THIPO-
¢umnbHOTrO MHTMOUTOpa KA, MacheHnaa, B KOHLIEH-
TpalluK, He OKa3bIBaIOIIell MHIMOMPYIOIIEro BIsI-
HUSI Ha TIepeHOC 3JIEKTPOHOB, TaKKe 3HAYUTEIIHLHO
cHxajo ctumyisiunio @D [65]. BerasuHyTO nipen-
nojoxeHue [71], uto geruapaTainusi OukapdoHaTa ¢
yaactueM oKAS mpuBomut K ctumyiasunu OO
BciieaCcTBUE Bo3pactaHust ApH Ha meMOpaHe: B pe-
aKIUM JIeTUIpaTaunuyd OMKapOoHaTa CBSI3BIBAIOTCS
IIPOTOHBI, YTO YMEHBIIAeT WX KOHIIEHTPAIIMIO Ha
MMOBEPXHOCTU MEMOpPaHBI, B TO BpeMsI KaK YacTb 00-
pasoBaBuuxcs: Mojiekyal CO, IMpoHUKaeT yepes
MeMOpaHy 13 mpuMeMOpaHHOoro ciios [88] B moMeH
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TWIaKouaa, rae ruapatauus mojekyia CO, ¢ mo-
MOIIIbIO TIOMUHAJIBHON KA ImpuBOOUT K yBelnde-
HUIO KOHIICHTpAallMM IIPOTOHOB. BaxHo, 4TO 3TO
MMPOMCXOAUT B CTPOMAJIbHBIX TUJIAKOUIAX, TJe pac-
nonoxeHa AT®-cuHTaza. OueBUIHO, OTHAKO, YTO
in vivo 6oxpias 4yacte Mojekyi1 CO,, oOpa3oBaB-
LIMXCSI ITPU JTeTuApaTali OMKapOoHaTa Ha IIOBEPX-
HOCTU MeMOpaHbl, JOJDKHBI HAIIpaBJISIThCS B CTPO-
My XxjoporuiactoB. Kak yka3aHO BBbIIIE, ITOMHMO
depMeHTa, paCTBOPEHHOIO B CTpOoMe, uMeeTcs Py-
01CcKO Ha MoBepxHocTu MeMOpaH [83, 84], u moJe-
kyael CO,, obOpa3zoBaBiiuecss ¢ ydyactueM oKAS,
MOTYT IIepeXBaThIBaTbCI MMEHHO 3TOl PyOucko.
ITo HekoTOpBIM JaHHBIM [89], PyOMCKO MOXET CBSI-
3bIBaThCd ¢ MeMOpaHoii yepe3 ATM-cuHTa3y, KOTO-
pasi pacmoJioKeHa B TeX e CTPOMaJIbHbIX MeMOpa-
Hax, yTo U aKAS5. B pabote Anderson u Carol [50]
OBLIO OLIEHEHO, YTO 0K0J10 60% Pybucko cBs3aHo ¢
TWJIAKOUIHBIMA MeMOpaHaMMU.

MoXHO OTMETHUTb, YTO MOKa3aHa CBI3b PyoOuc-
Ko ¢ KA B cocTaBe KOHTAKTHPYIOIIETO C THJIAKOWI-
HOM MeMOpaHOU CynpamoJeKyJISIpHOro KOMILIEK-
ca, XOTS aBTOPBI pacCMaTPUBAIM TOJBKO PaCTBOPH-
myto KA ctpomnl [90]. Bo3Hukaer uHTepecHas
npo0jeMa, KOTOPYIO BaXKHO BBISICHUTb B OyIyIIMX
HUCCICNOBAaHMSX, — HE CYIIECTBYET JIM KOMILIEKC
aKAS5 u PyGucko.

ITPOBJIEMbI BBIAABJIEHUA
OYHKIINU KAPBOAHT'IPA3
B ®OTOCUHTE3SUPYIOIINX KIIETKAX
BbICIINX PACTEHUU

DKCcIIlepMMeHTaIbHbIE pe3yIbTaThl Ipearoara-
10T, uto KA B (poTocunTe3npyronmx kierkax C3-
pacTeHUl KaTaIu3UpyIOT peakKIlu, 00eCIIeunBa0-
LM WJIM IIOCTaBKYy, WY YIaJIeHEe B OIIpeicICHHOM
MECTe TOTO MPOAYKTA peaKLu (ITpoToHa, OMKap0bo-
Hata Wi CO,), KOTOPHI HEOOXOOMM IS OCYIIEeCT-
BJICHUSI BaXKHOTO IJIsI MeTa0OJM3Ma KJIETKU IIPO-
1ecca. OCOOEHHOCTBIO, 3aTPYIHSIOINIEH BhISIBJIEHUE
y4yacTHus B TaKOM ITIpoliecce To unm nHoit KA pac-
TUTENIbHBIX KJIETOK, SIBJIISIETCS TO, YTO HEOOXOIM-
MBIl pe3yJIbTaT MOXET O0CCIIeUrBaThCSI COBMECT-
HBIM (PYHKIIMOHUPOBAHUEM HeCKOJMbKUX KA. DTo
(YHKIIMOHNPOBAaHNE MOXET OBITh ITapaylieIbHBIM
WM COTIPSDKEHHBIM.

Kak cBuaeTenbCTBO B MOJb3Yy BO3MOXKHOIO Ta-
PaJIIeIbHOTO BBIIIOJIHEHUST HecKoJbKuMHU KA on-
HOI M TO#l Xe (PYHKIMHM, MOXHO paccMaTpUBaTh
JIAHHBIE O TOM, YTO BKCMPECCUs] TeHa, KOAUPYIollie-
ro uroruiazmMaruueckyio BKA2, uepes nBe Henenu
IIOCJIe TIOBHIIIEHUSI OCBEIIEHHOCTH PacTCHUI apa-
Oujorcuca CTaHOBUJIACH BBIIIE, a TeHa, KOAUPYIO-
mero apyrywo nuuroruiazmatudeckyro KA, BKA3, —
Hike [19]. BepositHo, cTereHb yuactusa 3tux KA B
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MeTaboJIMYeCKUX Mpoleccax B LIMTOILIa3Me U3Me-
HSIETCS B 3aBUCUMOCTHY OT BHEIITHUX YCJIOBUI, TUK-
Tylolux, kakasga KA craHoBUTCSl Beaylleil B obec-
MeYeHUH MPOTEKaHUS 3TUX ITpolieccoB. MimocTpa-
LUEN TAKOM CUTYalLlMM MOXET TAKXKE CIIY>KUTb TIOKa-
3aHHOE HM3MEHEHNE B 3aBHCHUMOCTU OT YCJIOBHI
yuactus aByx KA Bomopocnu Chlamydomonas rein-
hardtii, CAH1 n CAH2, B nocraBKe HeopraHuyec-
koro yriepoga B KieTKy: CAH1 wmupyuumpyercs
HU3KUMU KoHLeHTpauussMu CO, B okpyXarouei
cpene, a CAH2 — Beicokumu [16].

[IpennonoxeHHOe HAMU HA OCHOBE MMEIOIIMX-
cd JaHHBbIX (CM. BbILIE) yyacTue B mpeoOpa3oBa-
Hun HCO;3 B CO, B cTpoMe XJIOPOITJIACTOB HEC-
KOJBbKUX pacTBOpUMBIX KA mapajuienbHO ¢ OpUeH-
THPOBAaHHBIMU B CTPOMY THJIaKOMTHBIMU KA Tak-
JKe BITOJIHE BO3MOXHO M IIPEACTaBISICTCS Jaxke He-
00XOAUMMBIM. DTO CIOCOOCTBOBAIO ObI MOBHIIIE-
HUIO HAAEXHOCTU CUCTEMbI U €€ CIOCOOHOCTHM K
ajanTalliy IpH WM3MEHEHUM YCJIOBUII Cpelnbl C
LIEJIbIO OOeCIeYeHNsI ONTUMAJIBHOM CKOPOCTH TI0-
maun CO, meHTpaM KapOOKCUJIMPOBaHUs, T.C.
obecreYeHnsT CTaOMIBHOTO IIPOTEKAHMST BaxKHE-
mero (U3MoJIOrMYecKoro Mmpoliiecca B PacCTCHUSX.
Pemienue stoit mpobyieMbl, IO HallleMy MHEHUIO,
SIBJISIETCSI TIPUOPUTETHBIM IUISI BBIICHEHMS PO
KA B doTocuHTe3e.

@OyHKIMOHUpPOBaHUE HecKOoIbKUX KA, KoTopoe
MOXHO Ha3BaTb COIPSKEHHBIM, WITIOCTPUPYETCS
nestenbHocThio BKA1 1 BKA4, koTopble pacmono-
>KE€HBI, COOTBETCTBEHHO, B CTPOME U IIJIa3MaTHIeC-
KOli MeMOpaHe U KOTOphble, KaK ObUIO YCTaHOBJIE-
HO [91, 92], COBMECTHO pEeryIupylOT YCTbUIHYIO
OpoBOAUMOCTb. O CONpPSKEHHOM (DYHKLIMOHUPO-
BaHMU OBYX KA CBUIETENLCTBYET U (PaKT TOTO, YTO
BBIKJIIOUEHHUE CHHTE3a TOJbKO Cpa3y OBYX ILIMTO-
mnasMartudyeckux KA, BKA2 u fKA4, npusoauio K
CYIIIECTBEHHOMY ITOAABJICHUIO pOCTa MyTaHTOB IIPHU
BBIpAIIIMBAHUHN B YCJIOBUSIX IOHIXEHHOTO COAEp-
Kanust CO, [35]; 3To yKa3bIBaJio HA X COBMECTHOE
y4acTue B IOCTYIICHUHA HEOPTaHUYECKOTO YIJIEPO-
Jla B KJIETKY.

Conpstxénnoe ¢pyakunonupoBanue KA B ¢o-
TOCUHTE3UPYIOIINX KJIETKAX BBICIIMX pPacTeHUN
MOJpa3yMeBaeT TO, UTO 3TH (hepMEHTHI ACHCTBYIOT B
KOOTIepalu IJIsl TOCTUKEHUST HE00X0AMMOro (hu-
3M0JIOTMYECKOTO pe3yibrara. Bellle onmcaHa rumo-
TeTUYeCcKasi BOBMOXHOCTb TaKOro (hyHKIIMOHUPO-
BaHMs1 oKA4 1 o KA2. OcHoBaHUEM MJIsSI JAaHHOIO
MPEITOIOXKEHNS IBUJIOCH IIPOTUBOIIOI0XHOE Hall-
paBlieHHE W3MEHECHMU YPOBHS 3KCIIPECCUM Te-
HOB oica4 v oca2 npy yBeJTUYEHUH OCBEIIEHHOCTH B
YCIIOBUSIX «IJIMHHOTO» MHA [19] — mpenmonaraeTcs,
YTO M3MEHEHME COOTHOIICHMS COIEp:KAHUS ITUX
0ETKOB MOXET 00ECIeUnThb TOT OaTlaHC UX PYHKIN-
OHMPOBaHUSI, KOTOPBI HEOOXOIUM JUIST TOCTIKE-
HUS HyxXHOU BeanmdmHbBl HOXT B Tex mam MHBIX
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¢usnonornyeckux ycaosusix. Heobxoaumo, onHa-
KO, MOAYEPKHYTh, YTO HCIIOJb30BaHUE OIECHKU
YPOBHEM SKCIIPECCUU T€HOB [JIsI YCTAHOBJICHUS
dynkumit KA, KkoTopble 3TV TeHbl KOAUPYIOT, Tpe-
OyeT OCTOPOXHOCTHU, ITIOCKOJIBKY YPOBEHb DKCIIPEC-
CHY T€HOB HE BCEIIa MOXHO COIIOCTABIISIT C KOJIH-
YeCTBOM COOTBETCTBYIOIINX OEJIKOB, 1 ITPEAJIOKEH-
Hasl TUIIOTe3a, OYE€BUIHO, TPeOYeT AOIOJTHUTEIb-
HOI1 IPOBEPKMU.
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®yHaaMeHTalbHOE 3HaUYEHUE MMEET BOMPOC O
cenpUIeCKUX MeXaHN3Max (PYHKIIMOHNPOBAHMS
Tex KA, KOoTophie CBSI3aHBI ¢ MEMOpaHAMU KJIETOK.
BcnenacTBue pacnoioxkeHusI aKTUBHOTO LIEHTpa Ta-
kux KA Ha 1moBepxHOCTH MeMOpaHbl IPOAYKTHI Ka-
TAIM3UPYEeMbIX MMM PEaKIIM IT0NaAaioT B IIPUMEM-
OpaHHEBIe HellepeMellIMBaeMbIe CJIOU, TIe X CTalld-
OHapHasi KOHILIEHTpaLUsI MOXET 3HaUYUTEJIbHO BO3-
pacTtaTh IO CpaBHEHMIO C KOHIICHTpalMeil B KOH-

PacnionoxxeHue u mnpeamnosaaraemMble (GyHKIMU KapOoaHTUapa3, OOHapyKeHHBbIX B (DOTOCHMHTE3UpPYIOIIMX KieTkax C3-pacTeHui
(c MpuBeACHUEM UCTOYHUKA TaHHBIX)

Knerounas Kapb6oanruapasa [Mpennonaraemblie GyHKLIUU
CTPYKTypa
[nasmanemma | PKA4 [18, 29] B KOMILJIEKCE ¢ aKBaropMHoOM obsieryaet noctyruieHue CO, yepe3 mia3MaTu4ecKyro MeM-
6pany B kietku [30, 32, 33]
Huronnasma BKA2 [18] (hyHKUIIMOHUPYS COBMECTHO, Mpeobpa3yloT nocrynatouumii B uutoriasmy CO, 8 HCOj3,
BKA3 [18] a 3aTeM IepeBoasT nociaeaHuii oopatHo B CO, repen BX0OAOM B MeMOpaHy 000J0UKHU XJI0-
BKA4 [35] poruiacta
Mutoxonapuu | BKAG6 [18] B mar- | momeH u3 nisitit YKA u BKAG6 yuactBytoT B 0o6pazoBanuu 6ukapoonara uz CO, u hopmupy-
pHUKce; 0T CUCTEMY TPaHCITOPTa GMKapOOHAaTa M3 MUTOXOHIPUIA B XJIoporiacTel [37, 38]; ata cuc-
5 yKA B cocraBe | Tema ocobeHHO BaxkHa ipu Hegoctatke CO, B Bo3ayxe, Korna B GOTOCUHTE3UPYIOLINX
cepudeckoro KJIeTKax cTuMyJupyercs dotoasixanue [22, 39]
JIOMEHa, CBS3aH-
HOTO C KOMILJIEK-
coM | aprxaresnn-
Hoit uenu [37]
0O06o10UKa ? B KOMILJIEKCE ¢ aKBallOpMHAMU CITOCOOCTBYET BBIXOIY U3 CTPOMBI B LiuToruiasmy H,O,, mpo-
XJIOPOTIJIAaCTOB NyLUPYyeMOil BHYTPU XJI0pOIUIacToB [44];
ydactByeT B nipeodpazoBannt HCOj uuroruiazmsl B CO, 1 B KOMILIEKCE C aKBalIOPUHAMMU,
PacrojoXXeHHBIMU B 000J10YKe XJIOPOILIacTOB, 0bjerdaet nmocrtaBky CO, B cTpoMy (IaHHast
pabota)
Ctpoma BKAT1 [18] 06e yyacTtByloT B ripeoopazoBanun HCO3; ctpomsl B CO, wiis obecrieueHust uM Pyoucko [94],
xsoporutactoB | a KAl [52] (byHKIIMOHUMPYS TTOCIENOBATENBFHO WY TTapauletbHo |19, nanHast ctaThs];
BKAT1 coBmecTHO ¢ mnazmaneMMHoli BKA4 B 3aMbIKaOIIKX KJIETKAX YCTBUL yYaCTBYET
B PEeTyJISILIMK pa3Mepa YCTBUIHOM 1T, T.€. Ta3000MeHa MeXK Iy BO3IYXOM M artoruiactom [91];
BKAI1 yyacTByeT B mpolieccax 3aliMThl OT CTPeccoB [6, 23], 4TO YACTUYHO MOXKET ObITh CBSI-
3aHO C €€ CITIOCOOHOCTBIO CBSI3bIBATH CATULIMIIOBYIO KUCIOTY [95]
Tunakounnsle | aKA4 [69] BOMM- | 3amuinaet oT (hOTOMHTMOMPOBAHUS ABYMS IYTSIMU:
MeMOpaHbI 3u ®C2 Ha mo- 1. mocraBsieT OMKapOOHAT [JIs1 CBSI3BIBAHUS IPOTOHOB, OCBOOOXKIAIOIIMXCS B Pe3y/IbTaTe
MEHAJIbHOM CTO- | OKMCJICHUS BOIBI ITPH OCBEIeHUH [76];
poHe MeM6paHbI | 2. yaacTByeT B pazButn HOXT Kak mOCTaBIIMK ITPOTOHOB, OCBOOOXKIAIOIINXCS TIPY THI-
patauuun CO,, 6enky PsbS [75, 76]
aKAS BOM3u y4acTByeT B cTUMyJsiiuy PP rpu yBeInYeHUM KOHIIEHTpallMK OMKapOoHaTa B CTpOMe
®C1 nHa cTpo- xJjoporuiacta [65, 71];
MaJIbHOH TOBEpX- | 61aromapst pacIoIOKEHUIO Ha CTPOMAIbHOM ITOBEPXHOCTU CTPOMATbHBIX THIAKOUTHBIX
HOCTHU CTpOMaJIb- | MEMOpaH yyacTBYeT B KOHBepcuM O6ukapooHaTa B CO, 1 mogaye nocjieaHero MeMopaHo-
HbIX MeMOpaH [71] | cBsi3aHHO# PyGucko (naHHasi pabora)
aKA2 (?) [75] yaajeHue u30bITKa MPOTOHOB U3 JIIOMEHA MPU UX HAKOIJIEHUU B YCJIOBUSIX OTpaHUYEHMS
¢dyHkunoHupoBaHus ukia KanbBuHa [75]
Jromen BKAS (?) [57, 72] | perymsmmst pH [utst 31U Thl 6€IKOB JTIOMEHA TIPY OBICTPBIX M3MEHEHUSIX MHTEHCUBHOCTH
cBeta [57]; obecnieueHue ¢ yuactueMm CO,/HCO;-6ydepa obaeryéHHol auddy3umn npoto-
HOB K KaHajiny AT®-cuHTassl [87]

IMpumeuanue. HazBaHus yKa3aHbl B COOTBETCTBUM C HOMEHKJIATYpOIi, TIPEIJIOXKEHHOM B paHee OIMyOJIMKOBaHHOM pabdoTe [18].
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TakTUpylolleli ¢ MeMOpaHoii BogHo# ¢daze. Eciu
BOIM3M MeMOpaHOCBsi3aHHbIX KA pacrnojioxeHbl
JIpyrue MeMOpaHOCBSI3aHHbIE (hepMEHThI (HaIpu-
Mep, PyOucko), KOTopble MCIOJb3YIOT B KaueCTBe
cyoctpata nmponykThl KA-peakiium, TO IJisI TaKMX
(GepMEHTOB CO3HAIOTCSI YCIOBHSI CYIIECTBEHHOTO
YBEJIMUEHUs] CKOPOCTU KaTaJu3UpyeMBIX WMU
peakuuii. BaxkHbI 1 TTpaKTU4YeCKU HEUCCIEI0BaH-
HBII BOIPOC — B KaKOM CTeNeHU AaHHOE O00CTOSI-
TEJILCTBO onpeaeseT GyHKIUI0 MeEMOpPaHOCBSI3aH-
HbIx KA.

B cBs3u ¢ BeIICHEeHUEeM (PYHKIIMIT MeMOpaHO-
cBs13aHHBIX KA BO3HMKaeT TakKe BOIIPOC: YIaCTBY-
10T 1 KA (OTOCUHTE3UPYIONIUX KIIETOK B (hopMuU-
pOBaHUM TpaHCMeMOpaHHBIX KaHalioB? M3BecTHO,
YTO B KJIeTKaX XUBOTHBIX KA, XOTs He camu 1o ce-
0e, popMUPYIOT 3TU KaHajbl, HO (PYHKILIMOHUPYIOT
B KOMIUIEKCE C TpaHCMEMOpaHHBIMU KaHajlaMU,
chopMUpoBaHHBIMU IpyruMu 6enkamu [93]. Boime
OBLIM IIpeACTaBJIeHbI TaHHBIC, KOTOPhIE ITOKA3hIBa-
0T CYIIIECTBOBAaHME TAKOM CBSI3M U B KJIETKAX pacTe-
HUi1, a uMeHHO cBsI3u KA ¢ kaHanmamu, ¢opMupye-
MBIMHU aKBallOpHAMHU KakK B IIa3MajeMMe, TaK U
obosiouke xjoporuiacta. B yactHocTHM, mokasa-
Ho [42], 4TO B MyTaHTe apabuaoIricuca mo akBaro-
pyHaM IIPOHUIIAEMOCTh OOOJIOYKM XJIOpPOILIACTa
nins CO, B 2 paza meHblie, yeM B IT. MoxHO, Ha-
MpuMep, MPeIIoiaraTh, YTO ONMMCAHHbIE BbIIIE (-
¢exTel HOKayTa TeHa, Komupyilomero oKA2
[74, 75], oOycmoBiIeHH TeM, uTo 3Ta KA peryinupyer
MPOBOAMMOCTb KaHajla BbIXoa MPOTOHOB U3 THJIa-
Koua0B. MoJieKyJISIpHbIe MEXaHU3Mbl BO3MOXXHOI'O
yuyactusa KA B ¢GyHKUMOHMPOBAHMM KaHAaJIOB, B
YAaCTHOCTY B O00ECIeYeHUM TpaHCHOpTa MPOAYKTOB
KaTaJIu3UpyeMO UMM peakliuy, OJHAKO, HE BbISB-
neHsbl. [IpobieMbl mpu McCCIeAOBAaHUM 3TUX MeXa-
HU3MOB BO3HMKAIOT, B YACTHOCTHM M3-3a TOTO, YTO
TPYIHO OBIBAET pa3Ae/INTh ICHCTBHE MPUMEHSIEMBIX
nHruouropoB Ha KA M coOCTBEHHO Ha MPOBOAM-
MOCTh KaHaJIOB.

TakvMm 00pa3oM, OCHOBHBIE TPYAHOCTU M3yue-
HUS QYHKUMIA KOHKpeTHBIX KA B (poToCHMHTE3UPY-
IOIIMX KJI€TKaX BBICHIMX PAaCTeHUII OOYCIOBJICHBI
TE€M, YTO B OJHOM KOMITAPTMEHTE MOXET ITPUCYT-
CTBOBaTb HECKOJIBKO (DepMEHTOB, IECTBYIOIIUX
coBMecTHO. MHTMOUTOPHBIN aHaIM3 OKa3bIBaeTCs
OeCIToIe3HBIM, TTOCKOJIBKY CHelM(pUIecKre MHTHU-
OUTOPHI TIONABJISIOT aKTUBHOCTDL BceX KA. B cBoro
oyepenb, HOKayT reHa ogHoi u3 KA mpu mapain-
JIEIBHOM BBITTOJTHEHUHM HeCKOIbKMU KA Kakoii-To
(GYHKIIMY MOXET He IPUBECTU K YTHETCHUIO HaH-
HOW (pyHKIIMM, a IPU COMNPSKEHHOM yyacTnu KA B
00ecIeueH KaKoro-To Ipoliecca Wi HeoOXoau-
MOI1 JIOKaJIbHOM KOHIIEHTPAIIUH IIPOAYKTOB Kap0o-
aHTUAPA3HON peakIMM TaKOM HOKAyT, XOTS M MO-
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KET TIPOSIBUTHCSI B M3MEHEHMHU WU MPOTEKaHUS
HCCJIeIyeMOro IIpoliecca WM 3TUX KOHIIEHTPALIUA,
HE TO03BOJISIET 0O€3 JOIOTHUTEIHHBIX UCCIIeTOBaHMI
BBISICHUTH MEXaHU3M AeiicTBus JaHHoil KA.

B panee onybinkoBaHHBIX paboTax [35, 48, 76,
91] orcyrcrBue Tex wim UHBIX KA B COOTBETCTBYIO-
IINX OJWHOYHBIX MyTaHTax HE IIOKa3aJo B HOp-
MaJIbHBIX OJIATONPUSITHBIX YCJIOBUSIX CYIIECTBEH-
HbIX OTJIM4uit oT pacteHuid T, u 3Tu oTimuus oo-
HapYXMBAJIMCh TOJBKO ITOCJIC ITOMEIICHMSI pacTe-
HUIl B CTpPECcCOBbIE YCJIOBHUS. DTO TaKxkKe CO3MAET
TPYIHOCTU BbIsIBIeHUs (QYHKIMN KA, IOCKOJIbKY
IMOKA3BIBAET, 9YTO OTCYTCTBHE TAKOTO (pepMeHTa KakK
KA Moxer He MpOSBISTLCS B ONTUMAJIBHBIX YCIIO-
BUSIX XXKM3HU PAacCTeHUSI U MOXET CTaTh 3aMETHBIM
WIN IIPU pe3KOM M3MEHEHNY MHTEHCUBHOCTU CBE-
Ta, WU coiepxXaHus ogHoit u3 MHY, nampumep
CO, npu U3BMEHEHUU BHEITHUX YCJIOBUIA WU TIPO-
TOHOB IIPY HAPYIIEHUN IIPOHUIIAEMOCTH MeMOpaH.
OTO MOXET OBbITb CBUIAETEIbCTBOM yyacTus KA B
3allATe PACTEHWM OT BIMSHUS HEOIaroNpUSITHHIX
ycinosuil. HapylieHue merabonusma mnpu 0Jiaro-
MIPUSTHBIX YCIOBMSX HAOIIONAIM TOJBKO Y IBOM-
HbIX MyTaHTOB 10 KA [35, 91]. IToaTOMy noIe3HBIM
IUJIS BbIsIBAeHMS (yHKLMNI KA ¥ HaTMYMsT CUCTEMBI
9TUX (DEPMEHTOB MOXET OBITh MCIIOJIb30BaHUE
JBOMHBIX WIIN JaXKe TPOMHBIX MyTaHTOB.

B Tabnuiue npeacraBiaeHbl MMelOLIMECs B Ha-
crogiee BpeMs naHHbBIe 0 KA, nneHTuduumpoBaH-
HBIX B CTPYKTypax (POTOCHHTE3UPYIOIINX KIIETOK
C3-pacTeHuil, 1 ux mpeamnogaraeMbiX (GyHKIMSIX.
3HaKM BOIpoca MOCTaBJeHBI: 1) Korma HOCUTENb
KA-akTUBHOCTH, BBISIBJICHHON B OOOJIOYKE XJIO-
poruiacta, eue He UASHTU(GULUPOBaH, 2) Mo Npu-
YUHE OTCYTCTBUSI OKOHYATEIbHBIX JOKA3aTeIbCTB
HaxoxneHus o KA2 B TmnakonmgHoit MeMOpane, 3) a
TakXe BCJIEACTBHE BeChMa MpeIBapUTEIBHOTO
OTOXIECTBJIIEHUSI OOHApyXeHHOW JIIOMeHAalb-
Hoil KA ¢ BKAS. Yka3aHbl TOJIbKO OCHOBHBIE MPE/I-
rmojlaraeMble (PyHKIIMU BBISIBIEHHBIX KA 1 00Hapy-
KeHHbIX KA-aKTHUBHOCTEIA.

®unancuposanue. Pabora BeIIoHEeHA ITpU U~
HaHCOBOM mMoaaepxke [ocymapcTBeHHOW HaydHOM
nporpamMMal (Tema Ne 121040500121-3).

baaromapHocTn. ABTOpBHI OyarogapsT K.0.H.
M.A. Ko3yneBy 3a 1ojie3Hble TUCKYCCUM IO TeMe
IpU ITOATOTOBKE 0030pa.

KondmkT uaTepecoB. ABTOPHI 3asIBJISIIOT 00 OT-
CYTCTBUM KOH(MIMKTA HHTEPECOB.

CoOmogenne 3THYecKHX HOpM. HacTtosias
CTaThsl HE COACPKUT OMUCAHUS KaKUX-TU0O0 rcclie-
JIOBaHMI C y9aCTHEM JIIOAeH MIN XMNBOTHBIX B KaUye-
CTBE OOBEKTOB.
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UNSOLVED PROBLEMS OF CARBONIC ANHYDRASES FUNCTIONING
IN PHOTOSYNTHETIC CELLS OF HIGHER C3 PLANTS

Review

N. N. Rudenko and B. N. Ivanov*

Institute of Basic Biological Problems, Pushchino Scientific Center for Biological Research
of the Russian Academy of Sciences, 142290 Pushchino, Moscow Region, Russia; E-mail: ivboni@rambler.ru

The review presents current data on carbonic anhydrases found in various compartments of the photosynthetic cells
of the higher plants. The available data on the gene expression of some of these carbonic anhydrases and its depen-
dence on environmental factors and plant age are considered. The existing hypotheses about the functions of carbon-
ic anhydrases of plasma membrane, cytoplasm as well as of stroma and thylakoids of chloroplast, first of all, about the
participation of these enzymes in the feeding of carbon dioxide molecules to ribulose-bisphosphate carboxylase
(Rubisco) are analyzed. The difficulties of establishing the physiological role of plant cell carbonic anhydrase are

described in detail.
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