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[pencraBneHbl cBeneHUsI 0 KapOboaHTHApa3ax — pepMeHTaX, KaTaTM3UPYIOIINX PEaKIINIO0 B3aUMOTIPEBPAIIEHUS YT~
JIEKMCJIOTO ra3a u OukapOoHaTa B BOIHBIX PACTBOPAX, OMUCAHBI UX CEMEICTBA U PACCMOTPEHBI IAHHbIC O HATUYUU
TIpeNCTaBUTENIei 3TUX CEMENCTB B Pa3HBIX KJIaccaX OPTaHM3MOB, TIPEXIe BCEro, B BRICIINX pacTeHusX. [Tepeuncie-
HBI JIOKa3aHHbBIE W MpeanosiaraeMbie GYHKIMM KapOoaHTuapa3 B opranu3max. Ocoboe BHUMaHUE OOpallleHO Ha
dyHK1MK DepMeHTa, obecriednBaolle NpoTeKaHue peakiuii poTocuHTe3a, B YaCTHOCTU, B BOJOpoCsax. O0Cyx-
TAIOTCST CBEICHUSI O BOBMOXHBIX (DYHKITUSIX KapOOaHTUIPa3 TIa3MaTHYECKO MeMOpaHbl, MUTOXOHAPUI U CTPOMBI
XJIOPOTUIACTOB BBICIIMX PACTEHUIA, a TAKXKe 0 KapOoaHTUIpa3ax TUIAKOMIOB XJIOPOIJIACTOB, X KOJMYECTBE U BO3-
MOXHOM y9acTUU B (DOTOCHHTETMYECKMX PEAKIIMSIX B 3TOM CTPYKTYpe.

KIIIOYEBBIE CJIOBA: kap6oaHruapasa, ceMeiicTBa KapOoaHTUIpa3, pacTeHus, (POTOCUHTE3, XJIOPOILJIACThI, T -

JIaKOUObI.

Kap6oaHnruapasbl KaTaau3upyloT peaklnuo 00-
paTUMO¥i ruapaTaluy yIJaeKMCI0ro rasa;

k;
CO,(sol) + H,0 <> H,CO; <> H* + HCO;5 <>

-1
< 2H"+ CO3~, (D

KOTOpasl B OTCYTCTBME KapOoaHTUApa3sl Ipu 37° u
HelTpanbHBIX pH MMeeT KOHCTaHTy CKOPOCTH BTOPO-
ro nopsizika k,, pasuyio 0,0027 M~ ¢!, uro coorseT-
CTBYET KOHCTaHTe TiceBnomnepsoro nopsaka 0,15 ¢';
peaxiys aeruapaTalui MMeeT KOHCTaHTY k_;, paB-
Hy10 50 ¢~!'. DTH KOHCTAaHTHI 00YCIOBINBAIOT OTHO-
menue [CO,] : [H,CO;] B BomHOM pacTBope, paB-
Hoe 340 : 1. YronbHas kucnora H,CO; B BogHOM
pactBope nuccouumpyet ¢ pK, 6,35 u pK, 10,25, T.c.
npu HeulTpaabHbix pH npeobnagaer OukapOoHaT
noH HCOj3. IToatomy yacTo peakuuio (1) 3anucei-
BaloT 0e3 yroabHO#i KuCIOTHL. KapboaHrumpassl
CUJIBHO YCKOPSIIOT 00€ peaklnuu, 0OCOOEHHO TUapa-

IIpungaTtseie cokpameHusi: KA — kapboanrunpasa; Py-
oucko — pubynao3zoduchocharkapdbokcuaaza/oKCUureHasa;
DC1 u PC2 — dorocuctems! 1 u 2.

* Anpecat JIJ1s1 KOPPECIIOHACHLIVH.

taumio. Hanbomnee aktuBHbBIe (hepMeHTHI, KapOoaH-
ruapassl 11 yenoseka, ruaparupytor CO, ¢ k., TIpe-
peimaroneit 10° ¢!, nmpu ToM, 4TO KOHCTaHTa Je-
ruapaTaluu Bospacraer 10 2,5 x 10° ¢! [1]. Cko-
poctb peakumu rugpaTtaunu CO,, KaTaau3nupyeMoi
JaHHoi KA, gBisieTcs OogHOM M3 caMbIX OBICTPBIX
(bepmeHTaTMBHBIX peakiuii. KA pacteHuit UMEIOT, Kak
MpaBWIO, 00JIce HU3KUE BETMYMHBI KOHCTAHT COOT-
BETCTBYIOIINX PEaKIINii; BeTMUNHA K, TUIpATALINI
CO, pactBopumoii KA ropoxa pasna 4 x 10°c~'[2].

CEMENCTBA KAPBOAHTU/IPA3
N HAJIMYUE UX ITPEACTABUTEIIEN
B OPTAHN3MAX

Kap6oaHnruapasa BnepBble Oblla HaliieHa B
KpacHBIX KpOBSIHBIX Tesibliax B 1933 . [3]. B manb-
HEHIIeM MHOTOYMCJICHHBIE OMOXMMUYECKHE WC-
ciepoBaHus KA 1o3Boaunan oOHapyKUTh €€ BO BCeX
opraHax, TKaHsIX M KJIeTKax XXMBbIX OpraHU3MOB, OT
MpoKapuoT 1o 4eioBeka [4]. CormacHO HaJTWMIWIO
KOHCEPBAaTUBHBIX ITOCJICHOBATCIILHOCTE B TeHAaX,
koaupyomux KA, BEIIESIOT IIECTh 9BOIIOLMOHHO
He3aBUCHUMBbIX CeMeNCTB [5, 6], Ha3BaHHBIX a, 3, v,
5, e u {. XoTs1 9T (hepMEeHThI HETOMOJIOTUYHBI 10
CTPYKTYpe U MMEIOT pa3jIuyusl B CTPOCHUM aKTUB-
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HOTO LIEHTpa, BCe OHU OBLIM Ha3BaHbI KApOOAHTUI-
pa3aMu, MOCKOJIBKY KATaIM3UPYIOT OOHY M Ty XK€
PEaKIIMIO MO CXOXHMM MeXaHM3MaM, OTIMYAIOIIX-
cd B JIETaJIsAX, CBSI3aHHBIX C OCOOCHHOCTSIMU OKpY-
JKeHMS aToMa MeTajia (Jalle BCero — IIMHKA), Ipr-
CYTCTBYIOIIIETO B aKTMBHOM HeHTpe Bcex KA. Kak
cyuTaeTrcs B HacTosIiee BpeMsi, KA Bo3HMKanu B
XO/JI€ BOJIIOIIMM HE OAYH pa3. IMeeTcs sipKuii mpu-
Mep, KOrja B OTHOM OTHOKJIETOYHOM OpPraHU3MeE
MIPUCYTCTBYIOT MPEICTaBUTEIA YETHIPEX CEMEUCTB:
B IMaToMoOBoM Bogopocau Thalassiosira pseudonana
HaliieHbl 1Be o-KA, yetbipe y-KA, yeTbipe 0-KA u
onHa (-KA [6].

a-KA. IIpencraButenu cemeiictBa a- KA mupo-
KO pacIpoCTpaHEeHbl M BCTPEYAIOTCS B 9yOaKTEPpHUSIX
[7, 8], ackomunerax [9], Bomopocasix [10, 11],
BbICIIMX pacTeHUsX [12—14] v XuBOTHBIX. ToIbKO
o.-KA mpuCyTCTBYIOT B TKaHSIX ITO3BOHOYHBIX XKU-
BOTHBIX; IIPX 3TOM IpeACTaBIeHbI OHU 16 n3odop-
maMu [15] u, HecMOTpsl Ha TO, YTO MpPUHAMIEXKAT
OITHOMY CEMEICTBY, MMEIOT pa3INdusi B CTPYKType
aKTHBHOTO LIEHTpa, YTO OIpeaeisieT CTeeHb UX aK-
THUBHOCTH.

ITepBbiMu o-KA, oOHapyXKeHHBIMUA B KJIETKax
pacteHuit, o0buIM nepuruiazMaTrdeckue KA Bomo-
pocnu Chlamydomonas reinhardtii; sTm KA Obpun
HazBanbl CAH1 u CAH2 [10, 11]. Hecmotps Ha
BBICOKOE CTpYKTypHOe cxonacTtBo, CAH1 nHTEeHCUB-
HO 2KCIIpECCUpPYeTCsl MPU HU3KOM KOHIEHTpaLlUuU
CO, B Bozie, Torna kak CAH?2 o6n1anaet HeBBICOKUM
YPOBHEM 3KCITPECCUH ITPHU JTIFOOBIX YCIOBUSIX, TIOBHI-
LIAIOIIMMCSI, HAIIPOTHUB, TIPY BBICOKOI KOHIIEHTpa-
M yraekuciaotel. Eme onHa a-KA, meMbpaHo-
cBs13aHHas ¢opma dpepmenta, CAH3, Obl1a obHa-
pyxeHa B yactuniax ®C2, BeineneHHbIX U3 Ch. rein-
hardtii [16].

B renome Arabidopsis thaliana 00HapykeHO BO-
ceMb TeHOB, koaupymomux o-KA, u o Mectomnono-
>KeHUHU TOJIBKO OJHOM 13 HuX o.- KA1 ObutH TTosTyue-
Hbl yoenuTenbHble naHHble. o-KAl mpucyTcTByeT
BO BCEX OpTraHax pacTeHusl, KpoMe KopHeii [12]. Dta
KA Obl1a HaliieHa ¢ TIOMOIIbIO BECTepH-0JI0T aHa-
JIM3a TIPYU MCCIIEI0BaHUM HETaBHO OOHAPYKEHHOTO
IIyTU IIPOXOXIECHUS BHOBb CUHTE3MPOBAHHBIX OCJI-
KOB B XJIOPOILJIACT Yepe3 MEMOpPaHHYIO CUCTEMY all-
napata Tonpmxu [13]. O npyrux o-KA A. thaliana
HMMEIOTCS TOJIBKO OTPBIBOYHEIE CBeAeHMs. [eH, Ko-
nupyommii o-KA2, skcnpeccupoBacs B cTedse u
KopHsx, a-KA3 — B uBetax u crpyukax [12]. IToc-
JIeqHsIs ObLIa HalilieHa P MPOBEACHUHN IIPOTEOM-
HOTro aHayIM3a 6eJIKOB 3peJioi bbb [17, 18]. TTpu
MPOBEIEHUM TAKOTO aHaIN3a OEJIKOB THJIAKOMIHBIX
MeMOpaH ObL1a oOHapyxkeHa o.-KA4 [19, 20].

bonbimmHeTBO .- KA npeacrasissior coboit Mo-
HoMepbI ¢ MoJ1. Maccoit ~30 kJla, OMHUM U3 HEMHO-
rux uckmouenuit apiusercas CAH1 Ch. reinhardtii —
reTepoTeTpaMep, COCTOSIINIA U3 ABYX CYObEIMHMUI
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¢ mou. Maccoii 37 xk/1a u nByx — 4 xa [21]. AKTUB-
HbIll IeHTp o.-KA — KoHMYecKast IOJIOCTh ClierKa
HUCKaXXCHHOM TeTpasaprIecKoii (hopMbI, Ha JHE KO-
TOpOI pacmoioxeH Zn [22], KOOpAWHUPOBAaHHBINA
TpeMsi ructuauHaMu. Kpome B3auMonpeBpalleHus
CO, u HCO3, a-KA crnocoOHBl KaTanau3upoBaThb
psII IPYIUX peaklnii, TaKUX KaK THIpaTalus aib-
nerugoB [23], ruaponan3 KapOOKCUIMPOBAHHBIX
3¢u1poB [24] W pa3NTMUHBIX MTPOM3BOIHBIX TaJoTe-
HOB [25].

B-KA. B 1939 . Heitmr [26] o6Hapyxun KA B
cocTaBe OEJIKOB XJIOPOILJIACTOB, HO JIMIIb CITYCTS
50 5et, ¢ TOSBJICHHUEM TEXHOJIOTUM CEKBEHMPOBA-
Husg JJHK, 66110 Toka3aHo, 4To ¢epMEHT HEe TOMO-
JIOTUYEH U3BECTHHIM Ha TOT MOMeHT KA u3 TKkaHei
KUBOTHBIX, 1 KA ObUIM pa3neneHbl Ha ABa CeMeil-
ctBa — o-KA xuBoTHBIX U B-KA pactenuii [27].
IIpencrasurenu - KA BcTpevaroTcs B KJieTKax 0ak-
tepuii [28—31], rpubax poma Saccharomyces [32],
Boaopociisax [33, 34], AByAOAbHBIX U OJHOAOJbHBIX
BBICIIMX pacTeHMsIX, KaK ¢ C3-, Tak u ¢ C4-Ttunom
dorocunTe3a [35—37]. Hu ogHO npyroe ceMeiicTBO
KA He o0HapyXmnBaeT TaKOTo IIMPOKOIO CTPYKTYP-
HOTO pa3zHooOpa3us. Moi. macca 3-KA BapwsupyeT
ot 45 no 200 xJIa [38], u B cTpykType 3Tux KA 06J10-
KaMU SIBIISIIOTCS AUMepHI (MW TICEBIOINMEPHI), M3
KOTOPBIX (hOPMUPYIOTCSI MOJIEKYJIbI TeTPAMEPOB U
OKTaMepOB, MOHOMEPhI KOTOPBIX COIEpKaT OIUH
peaKIMOHHBIN LIEHTP ¢ aTOMOM IIMHKA, KOOPIMHM-
pPOBaHHBIM ABYMSI OCTaTKaMM LIMCTEUHA U OTHUM
OCTaTKOM ructuauHa [39].

B Breicmux pactenusix (¢ C3-turnom GpOTOCUH-
Te3a) pactBopuMasi KA xioporuiactoB ((pepMeHT ¢
BBICOKOI CKOPOCTBIO KaTajlu3a) — CaMblii pacrpo-
cTpaHeHHbIN (Tocsie PyOoucko) 6en1oK B KJIeTKe U
OIVH M3 OCHOBHBIX KOMIIOHEHTOB PacTBOPHUMOIO
oenka muctheB (0,5—2,0% oT 0011Iero KoImyecTBa)
[40]. B TkaHsX nrcTa ObUTM OOHAPYXKEHBI IBE U30-
¢dopmeI pacTBOpuMoOro ¢pepmeHTa [41], 1 mo3xe 1mo-
KazaHa 3Kcripeccusi IBYX pa3Hbix reHoB (-KA B
JIMCThsIX apadbupornicuca [37]. Jloaroe BpeMs 5TU IBe
KA cuntanuch enMHCTBEHHBIMU B KJieTKax C3-pac-
TEeHUI1; JaHHbIE YKa3bIBaiu, 4To Bropas KA pacmo-
JIoxkeHa B uuToruiasme [42]. Beero B reHoMe A. tha-
liana IPUCYTCTBYIOT IIECTh T'€HOB, KOIUPYIOIINX
B-KA, 1 Bce aTu reHbl akcnpeccupytorest [12]. As-
TOPHI paboTHI [12] MpemIoXMWIN HyMepaluio o- 1
[-kxapOoaHrUapas3, KOTOpask TEMEepPb UCIIOIb3YETCS B
nuteparype. Toii e rpymroil ucciaegoBaTeneil ¢
HCIIOJIb30BaHMEM METOIa BCTpauBaHUs IT'€Ha 3eJie-
Horo ¢ayopecuupylomiero 6enka (GFP-fusion) 0b1-
JIO TIOATBEPXKIEHO MECTOHAXOXIECHWE IBYX CAMBIX
akTuBHbIX KA, koTopble ObuUM Ha3BaHbl [-KAl
(ctpoManbHas) u B-KA2 (uuromnnazmaTuyeckast).
Takke ObUIO TTOKAa3aHO PacMojioXeHHWE B KJIETKax
apabupgorncuca eule HecKolabKuxX B-KA: B-KA3 — B
uuroruiasme, 3-KA4 — B mnaszmanemme, B-KA6 — B
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MarTpukce MUTOXOHApUil u B-KAS — B xsoporiac-
Tax. bosee TouHOE MoJI0KeHKWE NOCAeAHEN He ObLITO
YCTaHOBJIEHO.

v-KA. TlepBrblit penctaBuTeNb cemericTa y- KA
ObLT BIIEPBBIE OTKPHIT B apxebakTepuu Methanosarcina
thermophila [43] u, Kak Tenepb u3BecTHO, Y-KA
MIPUCYTCTBYIOT B KJIETKaX HE TOJILKO OaKTepuii, HO 1
3eJIEHBbIX, U IMAaTOMOBBIX Bomopocieii [6]. B Bbic-
mux pacteHusix y-KA HaliieHbl B MUTOXOHIPUSIX.
Crpoenne y-KA CUIBHO OTIMYAETCS OT CTPOEHUS
o- 1 B-KA. OHu pyHKUIMOHUPYIOT KaK TPUMEPHI,
COCTOSIIIIME U3 UACHTUYHBIX CYObEOIUHUII, B KOTO-
DbIX TIPEBAMPYIOT B-CKiaauarbie CTPYKTYphl [44],
U COIepKaT OJUH aTOM LIMHKA Ha KaXKIyIo CyObeau-
Hu1ly; B Y-KA B omiinuue ot o- ¥ B-KA, akTUBHBIN
LICHTP PACIOJIOKEH MEXIy CyObeamHuIIaMU. AK-
TUBHBIN LEHTp y-KA 00pa3oBaH Tpemsi ocTaTKaMK
ructuarHa U1 H,O, KoopIMHMPYIOIUMU aToM Zn,
Kak 4 akTuBHbIN 1eHTp o-KA, Ho y y-KA ato —
TUCTUIWHBI IBYX IIPOTHUBOIOJIOXHBIX CYOBEIMHMUIL
[44].

0-KA n ¢-KA. IIpeacraButenn 3THMX CEMENCTB,
00HapyXeHHBIE B KJIeTKaX JUAaTOMOBOI BOIOPOCIH
Thalassiosira weissfloggi n 0axktepuu Thiobacillus
neapolitanus, COOTBETCTBEHHO, HE MMEIOT TOMOJIO-
TMM B aMUHOKUCJIOTHON ITOCJEAOBAaTEIbHOCTU C
IIpeACTaBUTEIISIMUA APYrux cemeiictsB KA, xors
CTpOEHME MX aKTUBHOIO IIEHTpa IOXOXKE Ha TaKo-
BOE Y TIpelicTaBUTENIeH o.-ceMelicTBa [45—47].

C-KA. Ot KA BcTpeyaroTcst y MOPCKUX OTHO-
KJICTOUYHBIX OPraHM3MOB, B YACTHOCTH, Y TUATOMO-
Boi1 Bogopocnu Thalassiosira pseudonana [6], n 110
CBOEMY CTPOEHUIO CUJILHO HarmoMuHaoT B-KA [48,
49]. Bce C-KA, no-BUAMMOMY, SIBJISIIOTCS TICEBIO-
TpUMEpPaMM C TPeMsI HEMHOIO OTIMYAIOIIMUCS
IpyT OT Apyra KaTaIuTU4eCKUMH LieHTpamu [50],
conepxamumu Cd>" BMecro Zn?*. Cunraercs, 4To B
KJIETKax IMaTOMOBBIX Bogopociei o- u £-KA urpa-
10T poib B puxcanuu CO, [50].

OYHKIINU KAPBOAHT'1IPA3

Hannuue kapboaHruapas BO BCeX OpraHM3Max
00YCJIOBJIEHO, BEPOSITHO, TEM, UTO KOMITOHEHTHI
KaTAUIM3UPYEMbIX MU PEAKIIMI BOBJCYECHBI MpaK-
TUYECKM BO Bce MeTabonauyeckue mpouecchl. I1o
HallleMy MHEHMIO, OCHOBHOI MPUYMHON ILIUPOKOTO
pacrnpocTpaHeHUs KapOoaHTUApa3 B XKMBOH MPUPO-
Iie IBUJIOCH TIPUCYTCTBUE OMKapOoHaTHOTro Oydepa
B BOJHOM cpelie, a 3aTeM U LUTOIUIa3ME Ha BCEX
3Tarax 3BOJIIOLIMU XXKUBOTO; 3TU (pepMEHTHI obecIie-
YMBAIOT YCKOPEHME JOCTIDKEeHUsS Heooxomumoro pH,
YTO BaXXHO [IJISI TOMEOCTa3a XUBOM KJIeTKU. PoJjib
KapOoaHruapas3 B yCKOPEHUU KOHBepCcUr (OpM He-
OpPraHMYEeCKOro YIjepoja, BEposiTHO, HEe Obula U3-
HavyaJbHO WX OCHOBHOI (DYHKIIMEH, OJHAKO B HaC-

PYAEHKO u np.

TosIIIee BpeMsl YCTAaHOBJIEHO, UTO AaHHbIE (pepMeH-
THl KPUTUYECKH BaXXHbI KaK PETyJIsITOPhl OOMeHa
9TUX (OPM B psijic METAOOJIMYECKUX TPOLIECCOB.

@DyHKuuM Kap0ooOaHruapa3 B OpPraHU3Me KHBOT-
HbIX. XOTS1 OCHOBHOI1 1I€JIbI0 0030pa SIBISIETCS pac-
CMOTpEHHE SKCIIePUMEHTATbHBIX JAHHBIX M UMEIO-
LIUXCS TIpeACcTaBleHU O poau KapOoaHIruapas3 B
BBICIIIMX PACTEHUSIX, HEJIb3s HE MPEeACTaBUTh, XOTS
OBl KOPOTKO, CBeleHNsI 00 MX (PYHKIIUSIX B KMBOT-
HBIX, YTO UCCJENOBATIOCH TOPA3I0 MOAPOOHEE U U3-
BECTHO 1I0CTaTOYHO Xopoiio. Ceilyac ycTaHOBJIEHO,
yro KA B opraHmsaMme XHMBOTHBIX OO€CIEYMBaIOT
OBICTPBI IOCTYH K «3allaCeHHOMY» OMKapOOHAaTYy,
HaIlpuMep, B JIETKMX, YCUIMBAIOT UCTEUEHNE MeTa-
oommueckoro CO, u3 xpycranuka riasa [51], kara-
Jm3upytot npomnsBoactBo HCO5 kak moHa, yJact-
Bylolero B cuMnoptre Na B CEKPeTOPHBIX TKaHSX
[52]. KA wurpaetr poiab B ycTaHOBJIeHMM OajiaHca
BJIEKTPOIMTOB U monaepxaHuu pH B kieTkax u
TKaHsX [53], B TpaHCIIOpPTE 2JIEKTPOJUTOB B KJIET-
KaxX MaJIbIIUTUEBBIX cocynoB Drosophila malpighian
[54]. B MUTOXOHAPHUSIX KJIETOK MO3BOHOYHBIX PacT-
BopuMasi KA peryampyeT akTUBHOCTH (PEPMEHTOB
oKucauTeabHoro gocdopuaupoBaHusi: 0uMKapoo-
HaT, mpeodpa3yeMblii ¢ yyactuem KA uz CO,, ocBo-
boxpaemoro B uukie Kpedca, akTUBUpYeT pacTBO-
pUMYIO0 aJeHWJIATLHMKJIa3y, KoTopasi (hOopMUPYET
HAM® u 3amyckaeT MPOTEMHKUHA3Y, BIUSIONIYIO
Ha paboOTy BCEX MUTOXOHIPHUAIBHBIX KOMILIEKCOB
[55]. DTH uccaenoBaHUs IIOKA3aId, 9YTO MEXaHU3-
MbI BocipusiTust koHeHTpauuu CO,, HCO3 n/unu
pH B xieTkax mo3BOHOUYHBIX BKIO4awT KA, a
CBSI3b MEXIY XEMOBOCIPHUATHEM WM CUTHAIMHIOM
OCYIIIECTBJISIETCS YEpe3 IIUPOKO PaCIpOCTPaHEH-
HbI€ BTOPUYHBIE MECCEHIKEPHI.

@ynkuun Kapooanruapas B Bogopocaax. Cps-
3aHHbIE C (poTocuHTE30M (yHKIMU KA xopoiio
KU3y4YeHbl B BOAHBIX (hOTOABTOTpOdax, IMaHOOAKTe-
pusix U Bogopocissx. HecMoTps Ha To, YTO KOHIIEHT-
panus yIJAeKUCJIOro ra3a B BOAE IPHOJIM3UTEIHLHO
TakKas e Kak B BO3ayXe, CKOpOCTb auddy3um Mo-
nekyn CO, B Boae B ~1000 pa3 meHbiire [56], u mu-
aHOOAKTepUM M BOMOPOCIU TPH OCYIIECTBICHUU
¢dorocuHTe3a UCNbIThIBAIM Obl Hepuut CO, BOIU-
3u PyGucko. B npoiecce aBosouny y 3TUX opra-
HU3MOB BO3HUKJIM MEXaHM3Mbl KOHIIEHTPUpPOBa-
Hust CO, B KJIeTKaX. DT MeXaHU3MbI 00S13aTeIbHO
BKI0YaloT KA M COCTOSIT U3 CUCTEMbI aKTUBHOTO
TpaHCIIOpTa HEOPraHWYECKOro YyIjiepoja 4vepes
IUIa3MaTUYECKyI0 MeMOpaHy W/WIM XJIOPOILIACT-
HYI0 000JIOUKY M cHUCTeM KoHLeHTpupoBaHus CO,
BOM3U Pybucko. Poib KA B CO,-KOHIIEHTpUPYIO-
IIeM MeXaHH3Me B IIMaHOOAKTepHUsIX HeJaBHO BCe-
CTOpPOHHE OCBellleHa B 0030pe [57].

Cxema (yHkumonupoaHusi CO,-KOHIEHTPU-
PYIOLIEro MeXaHW3Ma y OHOKJIETOYHOU BOIOPOCIU
Ch. reinhardtii cxoXa 1o CBOEMY CTPOCHHUIO C TaKO-
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Boii umaHoOakTepuii [58]. B kieTkax Bomopocieit
KA a-, B- u y-ceMelcTB (hyHKIITMOHUPYIOT COBME-
CTHO B OcyllecTBIeHUU KoHieHTpupoBaHus CO,.
B Ch. reinhardtii obHapyxXeHo, Mo KpaliHel Mepe,
nBeHannaTh KA, pacrojioXeHHBIX B Pa3IMYHBIX
KJIETOYHBIX KoMIapTMeHTax [6, 58]. B mocraBky
CO, B KJIETKY, BeposiTHO, BoBieyeHsl CAH1, CAHS
u CAHO9. IlepBas pacrojioxeHa B IepUIlIa3MaTh-
YeCKOM IIPOCTpaHCTBe. Ecim aKTUBHOCTb 3TOTO
OeJika MojaBjieHa MHTMOUTOPOM, KOTOPBI He TTPOo-
HUKaeT B KJIETKY, (poToCcuHTe3 mpu BbicokoM pH
cpembl, Koraa 0oJibIiast YacTh HEOPraHMIEeCKOTo yI-
Jiepojia HaxoauTcs B (popMe OMKapOoHaTa, CyllecT-
BEHHO cHMXaeTcs [59], u aToO mpedrosiaraeT, 4To
CAHI1 o6neruaet Bxon CO, B kinetky. CAH8 Haxo-
IUTCSI B IJIa3MaTUYECKO MeMOpaHe M TakKxke 00-
neryaet apuxkeHue CO, uepes Hee, YCKOPsIsl TPeoo-
pazoBanue HCO5 B CO, Ha MOBEPXHOCTU KJIETKU
[60]. CAH9, mo-BuanMoMy, CIIOCOOCTBYET ITPOIBH-
xeHuto CO, B uuToriasme K xiaoporuiacty. CAH3,
pacrojio)KeHHasl Ha JIIOMEHAJIbHOM CTOPOHE THJia-
KOUJIHOI MeMOpaHbI [16], mpeamnosoXuTeIbHO Ka-
Tamm3upyeT Inpeodpaszopanne HCOj, mocrymnaro-
mero B JoMeH, B CO,, T.e. TOMOraeT «reHepaLumn»
CO, 10 0OJIBIIETO YPOBHS, YEM B OCTATLHOM 00be-
Me xsoporiacta. Myrantel Ch. reinhardtii, B KOTO-
pbix otcyrcTByeT CAH3 unm ee cogepxaHue CUb-
HO YMEHBIIIEHO, HE€ MOTYT pacTH IPU OOBLIYHOM
ypoBHe CO, B BO31yXe, XOTSI OHU MOTYT BbXKMBATh
IIpY MOBBIIIEHHOU KoHLeHTpauuu CO, [16].

B xapoBbIx Bogopocisx OuMKapOboOHAT MOXET
MOCTyNaTh B KJIeTKy 1o Mexanuamy H*/HCO;3; cum-
rmopra, mpuieM BHeKJIeTouHast KA ciayXurt B Kade-
ctBe JoBywiku CO, [61, 62]. B aT0i1 cBSI3M creayer
TaKXe YIIOMSIHYTh BOJHbIE TOKPBHITOCEMEHHBIE, KO-
TOpBIE <«IIpUAYMaJ» YBEJIMYMBATh IOTpeOIeHUE
CO,, momaBas IPOTOHHI B IIEPUILIA3MATUICCKOE
MpocTpaHcTBO [63]. DTOT mpoluecc B MPUCYTCTBUU
pacriojioxkeHHoil TamM KA TOBBIIIaeT BHEIIHIOK
koHueHTpanuio CO,, BCIEICTBUE YeTO YCHINBACT-
cs ero n1ug¢y3us BHYTPb KIIETKU.

@OyHKIHMN KapOOAHTHWAPa3 B BHICIIMX PACTEHHSX.
Kapboaneudpaza naazmamuueckoii memopanwt (naas-
masemmuas KA). C moMoIIpi0 MHTMOUTOPHOTO
aHaJii3a OJHUM M3 aBTOPOB 0030pa ObLIO MOKa3aHO
Hannuue KA, pacionoxeHHO# B riazMaieMme (ho-
TOCUHTE3UPYIOIINX KJIECTOK JINCTheB ropoxa [64], u
Bckope KA akTMBHOCTD MpenaparoB rjia3MaTuyec-
KOil MeMOpaHBI OblIa 3aperMcTpUpoBaHa ISl psiaa
BuaoB pacteHuit [65]. TlosgHee KA akTUBHOCTH
Tj1azMajaeMMBbl KakK BaxkHasl ISl TpaHCIIOPTa Heop-
TaHUYECKOTO yIiepoa B KIETKY Oblia MTOATBEPXKIe-
Ha [66]. I1pu ToM ObUIO HaiineHo, yTo KA akTuB-
HOCTh MHTAKTHBIX MPOTOILIACTOB, 3alIUIIEeHHBIX
IIpY BBIIEJIEHUM OT HajumaHust KA pa3pylieHHBIX
KJIETOK, COCTaBJIsLIa B cpeaHeM 5% aKTUBHOCTH JI-
3UPOBaHHBIX MpoToriacToB. ITockonabKy o00BbeM

BUOXMNUMMHUA tom 80 BBII. 6 2015

801

I1asMasieMMBbl cocTasJsieT Becero 0,3% oobema npo-
TOILIACTA, IJIOTHOCTh HOocuTeasa KA aKTMBHOCTH B
IUTa3MaJieMMe OYeHb BeTruKa. beuia onpeneneHa Be-
smurHa K (CO,) UHTaKTHBIX MPOTOIIACTOB TOPO-
xa [67], koTopasi, B OCHOBHOM, OTPaKaeT CBOICTBO
wrasManeMMHaoil KA; ee Beamunna, 104 MM, oka-
3aJ1ach CYIIECTBEHHO BBIIIE OMPEICTIEHHOM B TOU
ke pabote BenuunHbl K (CO,), 20 MM, pacTtBopu-
moii KA. Ha ocHOBaHMU 3KCHEPUMEHTOB C MPO-
TOIUTaCTaMU ropoxa ObLIa TMpeajoXeHa TUMoTe3a
(byHkIMOHMpOBaHUs TUIa3MajieMMHoi KA [68].
CyTb €e COCTOUT B TOM, UTO B peaKlNH, KaTaJIu3u-
pyeMoii uasManemMHoil KA, moTpeOiisgeTcss BHYT-
pumeMmbpanHbIil CO,, T1e ero KOHIIEHTpAIs, B CH-
JIy 6oJiee BHICOKOI pacTBOPMMOCTH B JIMIIMAAX, CY-
LIECTBEHHO BHIIIIE, YeM B Boze. bruto mpeamnonoxe-
HO, YTO MPOTOHBI, OCBOOOXKAAIOIINECS B 3TON peak-
LIMHU, I10 KOHLIEHTPALIMOHHOMY I'paaeHTy MOCTyIIa-
10T B IUTOILIa3MYy M C HUMM B CUMIIOPTE ITOCTYyMaeT
WOH OukapOooHaTa. OTHOCHUTEIBLHO HEJABHO C IIO-
MOIIIbIO BCTPauBaHUS T€Ha 3eJIeHOro (ayopeciy-
pymoliero 6e1Ka 0bUTO IT0Ka3aHo, YTO C IIa3MalieM-
Moii cBa3aHa omHa u3 KA A. thaliana, a MeHHO,
B-KA4 [12].

Kapooaneuopaszot uyumonaazmer. ConepxxaHue
KA mmromiaa3mMbl JOCTaTOYHO BEIUKO, B JIMCTBSIX
KapTodeast oHO cocTapiser 10 13% ot ob1iero co-
nepxaHusi pactBopuMbix KA [42]. B nuTomnnasme
A. thaliana obHapyxeHbl 1Be KA B-cemeiicTra: f-KA2
u B-KA3 [12]. YpoBeHb 3Kcnpeccun OAHON U3 1U-
torutazmatudeckux KA, a umMeHHo, B-KA2 cHu-
>KaJicsl TIpU BhIpalluBaHuU A. thaliana B ycloBUSIX
MOBBIIIEHHOM ocBemeHHocTH (Pymenko, Heommyo-
JMKOBaHHBIe maHHBIe). CymMMapHasi aKTMBHOCTh
nuTorazMatudyeckux KA ropoxa Bospacrtajia mpu
IEeMCTBUM a0CLIM30BOM U XKAaCMOHOBOM KHMCJIOT, YTO
mo3BoJisIeT oTHecTH 3T KA K dbepMeHTaM, OTBET-
CTBEHHBIM 3a OTBET PacTeHUIi Ha cTpecc [69].

ITomMyMO TpenmnosoXeHUil 0 TOM, YTO ILIMTO-
a3maTudeckre KA ygacTByIOT B TpaHCIIOPTE HEOP-
TaHUYECKOTO YIJIepoAa B XJIOPOTUIACT U, MO-BUIU-
MOMY, CMSTYalOT pe3Kue KojieOaHUsI KUCIOTHOCTHU
MIpY IeHCTBUM BHEITHUX (DAaKTOPOB (CM. TTOApOoOHEe
B 0030pe [70]) cuurtaercs, uro B-KA muTomniazMsl
Me30(hWIBHBIX KJIETOK pacTeHuil ¢ C4-myteM poTo-
CHHTe3a o0OecIieuynBaeT IIOCTaBKy OMKapOoHara
dochoeHonnupyBar-Kapookcunaze [71], crnocood-
CTBYS IIPOTEKAHUUIO MEPBUYHOM peaKIIMU CBSI3bI-
BaHu yriepona rpu C4-¢hoTocuHTe3e.

Kapboaneudpazvt mumoxondpuii. I1pu BctpauBa-
HUY B reHoM E. coli Tpex reHoB, Kogupytomux y- KA
A. thaliana, 6bUIM TIOJIydeHbl TPU OEIKOBBIX MPO-
IIyKTa, CIIOCOOHBIX BCTpauBaTbCs B MUTOXOHIPUU
[72]. 3aTem B cocTaBe KoMmIuiekca I MuUTOXOHApM
A. thaliana ObLT OTKPBIT TOMEH, COCTOSAIIUIA U3 5
v-KA, koTopblii umen cdepudeckyio ¢GopMmy u
MIPUKPEILISIICS K KOMIUIEKCY I ¢ moMoIpio TOHKOM
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HOXKH, TUIOTHO COIIPUKACasCh C IbIXaTeJIbHBIM
KOMITIEKCOM [73]; T0 MHEHHMIO aBTOPOB, 3TOT JIO-
MEH MOXET OBbITh CBSI3aH C MOPOMOA0OHON CTPYKTY-
poii KoMruiekca I, BoBieueHHOM B Iepeaavy mpoTo-
Ha. Tpu KA sToro nomeHa, y-KA1, y-KA2 u y-KA3,
obi romosiornuHbl KA w3z M. thermophila, a nse
nonyuwin HazBaHue y-CALl un y-CAL2 («gamma
carbonic anhydrase like») [74]. ITomumMo MemMOpa-
HocBsi3aHHBIX KA, B MaTpuKce MUTOXOHAPUI ObLIT
oOHapyXeH MPOAYKT 3KcIpeccuu reHa Atrlgs8180
(B-KAS6) [12].

IIpu BeIcOKOI cKopoctu ¢ukcauuu CO, ero
KOHIIEHTpAIlAsI B XJIOPOILIACTaX 3HAYMTEIBHO II0-
HIKAETCS, €CJI 10 KaKMM-TO IpUIrHaM (HaIpu-
Mep, IPU 3aKPBITUU YCTHUII) €r0 MPUTOK U3 OKPY-
2KaIoIIero BO3ayxa orpaHudYeH. beuto mpenromoxe-
HO, YTO B XxJopoIacTtel MoxeT noctynatb CO,,
BBICBOOOXKIAIOIIUIICS B MUTOXOHIPUSIX B pEaKIIUsIX
mukiia Kpeoca. CoryacHo 3Toi rumoTese, SKCITopT-
Has cucteMa aktuBHOTrO TpaHncnopta HCO3; u3 mu-
TOXOHJpUI B xJIoporuiacTel ccopmupoBaHa KA mo-
MeHoM u 3-KAG6 [75].

Kapb6oaneudpazvt cmpomot xa0ponaacma. B Boic-
mux C3-pacTeHusIX, KakK yxKe ObLI0 OTMEUYEHO, OC-
HoBHOM siBisieTcs: KA, pacrmojiokeHHasi B CTpoMe
xjioporiactoB, B-KAl. B atom koMmmnapTtmeHTe
MPOVICXOAUT BKJIIOYEHWE HEOPraHWYecKOro yrie-
pona B OpraHMYecKHre COSAMHEHUsI, OCYIICCTBIISIE-
Moe ¢ yyactueM (pepmeHTa Pyoucko. Cyberparom
9TOM peaKIMU BhICTYIAST yriaeKucibiii raz CO, mpu
TOM, YTO OCHOBHOI (pOpMOIi HEOPraHUYECKOTO yT-
Jiepoza B CJ1a0OIIEIOYHOMN cpefie CTPOMBI SIBJISIETCS
oukapOoHat. ITocKoIbKY, COTJIaCHO pacueTaM, OT-
HOCHUTEJIbHO Me/IJIeHHasi KOHBepCcHs OMkapOoHaTa B
CO, 1npu 3HAYUTEJIBHON CKOPOCTU MNOTpeOIeHUs
MOCJIEAHETO B €r0 peakinu ¢ puodynozodrcdocha-
ToM (T.H. puxkcauuss CO,) MOXET JUMUTUPOBATH
(otocuHTe3, He obecreunBas HaOIIOAAEMBIX IKC-
MepUMEHTaJIbHO CKOPOCTE 3TOro Iipoliecca, JIo-
TMYHBIM Ka3ajioCh IIPEAIIOIOXEHNEe 00 yJacThu
nMeHHo 3Toit KA B ycKopeHur yKa3aHHOW KOHBEP-
cuu M 1octaBke Mojiekya CO, misg ux ukcanum.
HccnenoBanusl in vifro ¢ UCIIOJb30BAHMEM YaCTUY -
HO OYMIIEHHON PyOMCKO M3 IMIIIEHMIIBI TOKa3allH,
yto B npucyrctBun KA cHmxkaercsa K,,(CO,) kap-
ookcunasnl [76]. B pactreHusix, BoIpallieHHBIX MPU
moBbIeHHONM KoHLeHTpauuu CO,, IIPOMCXOINIO
CylleCTBEHHOe MajeHue akTUBHOCTU U KA, u Py-
6ucko [77]. B onbiTax ¢ dpacosbio MHIMOUPOBaHUE
nobapneHHOM n3BHe KA mpuBOauMIoO K NOAaBASHUIO
KapOOKCUJIa3HOW aKTMBHOCTU M BO3PACTaHUIO OK-
cureHasHou akTuBHocTH Pyoucko [77]. I1o3xe npu
U3y4eHUM 3Kcrpeccuu reHoB KA B IpopocTkax
XJIOITKa OBUIO ITOKA3aHO, YTO CTAllMOHAPHEIE YPOB-
HU TpaHckpunToB KA u Pybucko Bo3pacTator B OT-
BEeT Ha CHWXeHUe KoHuUeHTpauuu CO,, Toraa Kak
(epMeHTHBIE aKTUBHOCTH M3MEHSIOTCSI Ha IIOCT-

PYAEHKO u np.

PaHCKPUIIIIMOHHOM YpPOBHE IIOCJ€ OCBEIIeHUS
IIPOPOCTKOB IapaJlIeIbHO ¢ pa3BUTHEM (PYHKIIMO-
HaJIbHBIX XJIOpOILIAcTOB [78].

HecMotpst Ha Kaxyuiylocsl CBS3b aKTUBHOCTU
KA n Py6ucko, B mocnenyionmx padboTtax ygactue
crpoMainibHOI KA HemmocpeacTBeHHO B (DOTOCHHTE-
3¢ He ObLI0 ycTaHoBAeHO. Ilpaiic u coaBT. [79] 00-
HapyXuiu, YTO B MyTaHTHBIX pacTeHMsIX Nicotiana
tabacum, B KOTOPBIX YPOBEHb 3KCIIPECCHUU CTPO-
MayibHOI KA OBUI CHIKEH ITyTeM CO3JaHUs aHTH-
CMBICJIOBOI KOHCTPYKIIMM, HallpaBA€HHON! MPOTUB
MPHK, n B mepBUUYHBIX TpaHC(POpPMaHTAX COCTaB-
JISUT BCEro JIUIIb 2% OT ypOBHS 9KCIIPECCUU B pac-
TEHUSIX IUKOTO TUIIA, He HAOJII0IaIOCh CYIIECTBEH-
HBIX MOpdoornyeckux oTnuuii. HecMoTpst Ha Ta-
KO€ CHIKEHHE comepXaHMsI cTpoMaiibHOU KA, He
HaOJII0MaJIOCh 3HAYUTENIBHBIX U3MEHEHUI B aKTUB-
HocTu Pybucko, cogep:kaHuu XJaopoduiiia, IpoBo-
IUMOCTH YCTBHII, CYyXOro Beca JINCThEB, a TAKXKe B
COOTHOIIICHNH MapLuuaabHoro gapineHust CO, BHYT-
pH KJIETKM M B OKpyXKarolleil cpene. TeM He MeHee
M30TOITHBIM COCTaB YIVIEpOAa CYXOIro BelllecTBa
JINCTHEB M3MEHSUICS B MYTaHTHBIX PACTCHMSIX, UTO
COOTBETCTBOBAJIO CHIDKCHUIO MApLMaIbHOTO IaB-
JeHust CO, B caiiTax KapOOKCHIMpoBaHUs Ha 15 pbap.
ABTOpaMu ObLI cAeIaH BbIBOA, YTO CHUXKEHHUE aK-
THUBHOCTH cTpoMajibHOI KA maxe Ha mBa mopsiaka
HE OKa3bIBaeT CYIIECTBEHHOrO BIUSHUS Ha (POTO-
cuHTe3 B ycioBusx atMocdepHoro CO,; omHaKo
OHM TIpennojoxwiu, 4To 100%-Hasi aKTUBHOCTb,
BEpPOSITHO, CITOCOOCTBYET OOJIETUYECHMIO TMepeHoca
CO, B xJIOpoOILIacT, Aeaasi TeM caMbiM (DOTOCHHTE3
C3-pacTeHnit MaKCMMaJIbHO 3(P(PEKTUBHEBIM.

Taxke B TpaHCI€HHBIX pacTEHMSIX Tabaka C MOo-
JIaBJaeHHOI Ha 99% aKTMBHOCTBIO cTpoMalibHOI KA
He HaOJII0JaIu CYIIECTBEHHBIX U3MEHEHMI B IIOIJI0-
meHun CO,, HO OOHAPYXUJIM MOBBILIEHNE YCTbUY-
HOM MPOHUIIAEMOCTH Y BOCIIPUAMYMBOCTH K BOITHO-
My ctpeccy [80]. BectepH-010T aHaNMM3 TTOATBEPANI
OTCYTCTBHE cTpoMaibHOI KA B TpaHCTEHHBIX pacTe-
HUsIX, HO obmasgs KA aKTMBHOCTb JIMCThEB ObLIa
TOJIBKO B 3,5 pa3a MeHbIIIEe, YeM B paCTeHUSIX TUKOTO
tuna. O4eBUIHO, YTO B JIMCThSIX IIPUCYTCTBOBAIN 1
npyrue KA, Ha 94To B TO BpeMs He oOpalllai BHIMA-
Hus. [1o TaHHBIM TeX XKe aBTOPOB, B JIMCThSIX TPAaHC-
TeHHBIX pacTeHMI Tabaka, TUIEPIKCIIPECCUPOBaH-
HBIX IO cTpoMaibHOM KA, Takke He IIPOMCXONIIO
M3MEHEHMI B MHTeHCUBHOCTH noromenus CO,, HO
Ha0JII0aJIOCh BO3pacTaHUe aKTUBHOCTH PyOucko.

Crenyromiasi IIOMBITKA MCCAEA0BaTh (PU3HNOJIO-
rudyeckyio poib 3-KAl Obuta mpeanpunsara 14 net
CITYCTSI U CBSI3aHA C Pa3BUTUEM METOJOB CO3IaHUS
MYTaHTOB, HOKayTHMPOBAHHBIX I10 HYXHOMY TI€HY.
[Ipu mpopaliMBaHUM CeMSH MYTaHTHBIX PaCTCHUIA
A. thaliana, HOKayTUPOBAHHBIX MO TeHY, KOAUPYIO-
meMy -KAl, Ha cTepuibHOI MCKYCCTBEHHOM Cpe-
ne pu atMocdepHoM ypoHe CO, HaOII01aI1 3HA -
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KAPBOAHTU/IPA3bI BBICIIMX PACTEHU

YUTEJIbHOE CHUXKEHUE CIIOCOOHOCTM K IIpopacTa-
HUIO, KOTOPOE BOCCTAaHABJIMBAJIOCH 10 YPOBHS IU-
KOTO THIIa IIPYA BEIpAIIMBAaHUU IIPUA ITOBBIIICHHOM
ypoBHe CO, (1500 wi/n) wiu nipyu noOaBlIeHUU B
cpeny caxapo3sl [81]. B cemeHax MyTaHTHBIX pacTe-
HUM He OBUIO 3HAYMMEIX OTIMYMI B OEJIKOBOM U
KMPOBOM COCTaBe, a TAKXKE B PE3ePBHBIX KOMIIO-
HEHTax [Jis IpopallliBaHus, U CHUKEHUE CBETO3a-
BUcuMo akkymyasuuu “CO, B HUX Habmoganach
TOJIBKO 1O MOMEHTa (GOpPMUPOBAHMS HACTOSIIIUX
JIMCTheB. PaHee ObLIO yCTaHOBAEHO, YTO OMOCUHTE3
3TUJIEHA, HEOOXOIMMOTO IS IIPOpacTaHus CEeMsIH,
sBisieTcss CO,-3aBUCUMBIM [82], 1 U1 HOPMAaJIBHO-
TO Pa3BUTHSI IIPOPOCTKA HEOOXOIUMO OBICTPO Mepe-
Boauth HCOj 1menouHoit crpomsl B CO,. Bo3amMox-
HO, IaHHBIE paboTHI [81] OOBICHAIOTCS TeEM, UYTO
CHMXKEHHME BHYTpUKIeTOuHOM KA axTuBHOCTH
MPUBOIMIIO K YMEHBIIIEHUIO BHIPA0OOTKM 3TUJIEHA, U
MMO3TOMY 3aMEIISUIMCh IIPOLIECCHI, HEOOXOIMMBIS
1T HOPMAJIBHOTO Pa3BUTHSI CEMSTH.
HakamummBaercst Bce 00JIbIIIe JaHHBIX O TOM, YTO
crpoMaiibHasgs KA urpaer poJib B 3alllUTe pacTeHUI
OT CTpecca. DKCIIpecCcHus B IPOXCKax TeHa, KOoupy-
forero KA u3 JIolilepHBI, BHISIBAJIA, B YACTHOCTH,
YTO MPOAYLHUPYEMBIii OEIOK 00JIagaeT aHTUOKCUIAHT-
HOM aKTMBHOCTHIO [32]. YcTaHOBIIEHO, YTO CTpPO-
ManbHast KA neMoHCTpupyeT He ToJIbKO KA akTuB-
HOCTb, HO ¥ CITOCOOHOCTb CBSI3BIBATh CAJTUIIAIOBYIO
kucaoty (CK), koTopast urpaer BaxkHYIO CUTHAJIb-
HYI0O pPOJIb B MHMIIMMPOBAHMM KacKaga peakiuii,
BBI3BIBAIOIINX YCUJIEHNE 9KCIIPECCUU TeHOB, a TaK-
K€ YBEeJIMYEHME aKTMBHOCTHU Ha MOCTTPaHCISIIIMOH-
HOM YPOBHE O€JIKOB, YJACTBYIOIIMX B 3aIlIUTE pac-
TEHU OT OKUcIuTeabHOro crtpecca [83]. Bbuio
HalJeHO, YTO B pacTeHMSIX KapTodes, 3apaxkeH-
HBIX GUTODTOPO30M, B TIepBhIe 12 4 mmocie 3apaxke-
HUS IIPOMCXOIMIA aKTUBAIIKS, a B CIeAyIONme 24 4 —
CWJIbHOE ITOAaBJICHME YPOBHSI 3KCIPECCUM TeHA,
konupytoiiero 3ty KA [84]; momobHoe Habmoma-
JIOCh B JIMCThSIX TOMATa, IOABEPIIIMXCS BO3IEii-
CTBUIO TPUOHOI0 TOKCHMHA (by3uKOKIMHA [85], U B
pacTeHusIX apabuiorcuca Iocjie o0paboTKuU Me-
TuKacMoHaTtoM [86]. B pactenusax Nicotiana ben-
thamiana, HOKayTUPOBAaHHBIX II0 TeHY, KOIHUPYIO-
meMy crpoMmanbHyo KA, Mpoucxoaunao yCKOpeH-
Hoe pa3Butue purodToposa [84]. ABTOpPHI BBIIBU-
HYJIY MPEINoJIoKeHNe, 9TO pojab cTpoMaibHO KA
B 3alllUTe OT CTpecca MOXET ObITh CBSI3aHa C ydac-
THEM €€ B OMOCHMHTE3€ XXMPOB, TaK KaK ObLIO MOKa-
3aHO [78], uTo cHMkeHUe KonmuecTBa KA TpmBO-
INT K ITOJABIICHUIO OMOCUHTE3a XXMUPHBIX KUCIIOT U,
KaK CJIEICTBME, K YMEHBIIECHHUIO YPOBHSI SKCIIpeC-
CHMU TPYIIIbI T€HOB 3allMThl pacTeHMSI OT CTpecca,
Perysys KOTOPBIX IPOUCXOIUT C y4aCTHEM XKac-
MoHOBo# kucioTel (KAK). [l 6uocuHTesa moc-
JIeAHEe HeOoOXOAUMBI OMera-6->KUpHbIE KUCJIOTHI,
KOTOpPBIE CMHTE3UPYIOTCS B XJIopoIriacTax. I1o Ha-
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IIeMy MHEHUIO, TaKasl MHTePIpeTalusl HE YUUThI-
Baetr, yTo KAK u CK gBis10TCSI aHTaroHUCTaMU
[87], nu mna aktuBauuu KAK-myTu Heobxoaumo
cBsa3ath CK, mis yero m MoxeTt ObITh Hy>kHa KA.
CoOTBETCTBEHHO, HEOJHO3HAYHOE ITOBEACHME TeHa
aroii KA 1mipu mmpoHuKHOBeHNU (UTODTOPHI, CHA-
yajia ITOBBIIICHNE, a 3aTeM CHIKEHIE, MOXET OBITh
CBSI3aHO C HEOOXOAMMOCTBIO CHayajla aKTUBHMPO-
BaTh reHbl 3a1IuThl 110 ZKAK-11yTH, 32 CUET CBSI3bI-
BaHust CK, a 3aTtem, HaoOopoT, akTuBupoBath CK-
nyTb. TakXke W ToAaBlieHUE Te€HOB OMOCHHTE3a
JKUPHBIX KUCJIOT IpPU CHIDKeHUM KonmdecTBa KA
MOXET IMPOMCXOIUTh M3-3a TOrO, YTO COIAEpKaHUE
KA negocratouHo mis cBa3biBaHus CK, uHruoupy-
tonieii 2KAK-myTh, a He 61arogapst Tomy, yto KA Mo-
XKeT nocTaBiaTh CO, WISt cMHTe3a XUPHBIX KUCIIOT.

ITokazano, yto B-KAl coBmectHO ¢ [-KA4
YYacTBYET B KOHTPOJIMPOBAHUU ra3000MeHa MEXIY
pacTeHreM U aTMoC(epoii 3a CUET PeryJIsIMU IBH-
xeHus yctbull [88]. M3BeCTHO, UTO MOBBILIECHNE
KOHIIEHTPAIIUM YIJIEKUCIIOTH B aTMOocdepe IIPUBO-
IUT K TOMY, YTO YCTbUIIA PACTeHUIl HAXOMSITCS B
3aKPBITOM COCTOSTHMH, HO Hen3BeCTHBI Ol CO,-
CBsI3BIBAIONINE OEJIKM, KOTOpPbIe KOHTPOJHUPYIOT
atoT oTBeT. HokayT rena Ar3g01500, konupyoIero
B-KAl, tak xe, kak u reHa At1g70410, xonupyio-
mero riasMaieMMHylo [3-KA4, He mpuBoguan K
U3MEHEHUSIM B paboTe YCTLUYHOTO ariiapara apa-
ounorncuca. BelpaxkeHHbIe U3MEHEHMS TIPOSIBIISLIN,
OJHAKO, TaK Ha3bIBa€MblE€, «IBOMHBIE» MYTAHTHI,
pacTeHusl, HOKayTMPOBAaHHBIE OJHOBPEMEHHO IIO
reHaM, koaupytoimum -KA4 u B-KAl; s3tu pacre-
HUSI TEeMOHCTPHPOBAIN OCJIA0JICHHYIO PETYJISIINIO
IBKCHUS YCTBUI M TOBBIIIEHHYIO YCTBHUYHYIO
npoHuliaeMoctb. OO0HapykeHHasd (QYHKIUs, oue-
BUIHO, OTHOCUTCSI UMEeHHO K KA, pacmonoxXeHHbIM
B KJIeTKax ycTbuil. Ilo maHHBIM TeX XXe aBTOPOB,
pacTeHus, TUIEPIKCIIPECCUPOBAHHEIE II0 3TUM
KA, neMoHCTpUpOBaJIM BLICOKYIO 3(P(PEKTUBHOCTH
MOTpeOIeHUS BOABI, YTO IIPUBEIO K ITOHMMAHMIO
TOr0, 4TO, HECMOTPSI Ha YpPE3BBIYAHO BBICOKMIA
YPOBEeHb 3KcHpeccuu reHa At3g01500, conepxxaHue
-KAl Bce e HemoCTaTOYHO MJisi pacTeHUil, BO
BCSIKOM CJTy4ae, ISl CeJIbCKOXO3SIMCTBEHHBIX, U Ma-
HUNyIsInun ¢ reHamu KA MoryT naTh HOBBIM IO~
XOI K CO3HAaHUIO0 COPTOB PACTECHUI C IIOHUKEHHOM
TPaHCIIMPALIMOHHON IOTepeil BOMBI M, KaK CIIed-
CTBHE, IOBBIIIEHHOU ITPOAYKTUBHOCTHIO.

TakuM 00pa3oM, pa3HOILJIAaHOBBIE HCCIIEI0Ba-
Hus 3-KAI nokasbiBaioT, UTO €€ pOJib B METa00 13-
M€ BBICIIVX PAaCTEHUI CJIOXXHA, 1 QYHKIIMOHUPYET
3TOT (DepPMEHT B TeCHOM cBsA3U ¢ ApyruMu KA. Pe-
3yJIbTaThl PadOT, MPOBEICHHBIX Pa3HBIMU TPYIIIaMU
HCCIIeAoBaTe e, MCIIOIb30BaBIINX PAa3IMIHbIC IO/ -
XOIbl K M3yYeHNI0 (PYHKIUM JaHHOU KA, TeM He
MEHee, CXOASITCS B TOM, YTO OHAa HE y4yacTBYEeT B
rmoctaBke CO, akTUBHOMY caiiTy Pyoucko.
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B pabote [89] uMeeTcsl cchliKa Ha AaHHBIE O
TOM, YTO B MYTaHTHBIX PacTEHMSIX, HOKAyTHPOBa-
HBIX 110 TeHyY, Komupyoiremy npyryio KA xiopo-
mnactoB, o-KAl, npoucxoauno cHuxeHue ¢GoTo-
CHMHTETUYECKOI aKTMBHOCTU U CIIOCOOHOCTH K Ha-
KOIUICHUIO KpaxMalia; TaKoii ¢akKT MOT ObI CBHIIE-
TEJIbCTBOBATH O 3HAYMMOCTHU naHHo# KA mist ¢poto-
CHHTe3a 1 O TOM, UTO, BEPOSITHO, UMEHHO OHa, a He
B-KAl, yuactByet B nepenaye CO, Pybucko.

Kapboanzudpasvt muaaxoudos xaoponaacmoas.
Hannble 00 yyactuu KA B poToCcHHTE3e BOIOpPOC-
JIelt 1 TOT (paKT, YTO KITIOUEBOM peakumeil poTo-
CHHTE3a SIBIISICTCS BKIIFOYEHME B COCTAB OpraHUdYeC-
KOTO BEIlleCTBA KJIETKA OJHOTO M3 KOMIIOHEHTOB
KapOoaHIruapa3Hoil peakuuu, mojekyiaosl CO,,
MIPOIOJDKAIOT CTUMYJIHMPOBATh MCCIEIOBaTeNeil Ha
nouicku yyactusi KA B ¢hoTocrHTe3e BHICHINX pac-
TeHuil. B mpoiueccax, MpoucXomsiiuXx B TUJIAKOM-
J1ax, B KOTOPBIX pacIiojiokeHa (DOTOCMHTETUIECKasT
3JIEKTPOH-TPAHCIIOPTHASI 1IeITh, BAaXKHEHUIIYIO POJIb
WUTpaeT IPOTOH, TaKKe KOMIIOHEHT KapOOaHTHII-
pa3Hoil peakiiuu. bojee Toro, mpoiecc mnepeHoca
3JIEKTPOHOB Ha yYacTKe 3TOM LIENH B aKIIEIITOPHOM
yact PC2 3aBUCHUT OT MIPUCYTCTBUS €Ille OTHOTO
KOMIIOHEHTa 3TOI peaklru, HEOPraHMYECKOro yr-
Jepoaa B popme OukapboHaTa. DyHKIMOHUPOBA-
Hue KA B Tmiakommax BBICIIMX pacTeHHMIT HEOH-
HOKpPATHO IIpeAIiojiarajioch, HO HajM4yude MX TaM
JIOJITO OCTaBaJIOCh MPEIMETOM IUCKYCCUIA.

Haauuue cneuupuneckux xapboanzudpas 6 muaa-
koudax. IlepBbie cBeaeHust o HaMuuuu KA akTtuB-
HOCTU TUJIAKOUAOB BBHICIIIMX PACTEHUI OBLIN OIy0-
JmKoBaHbI B Havane 1980-x rr. [90, 91], HO MHOTHE
roJbl 3Ta aKTUBHOCTh CUMTAJIACh CJICACTBUEM 3ar-
PsI3HEHVS TUJIAKOWIOB TIPH BhIIEJIEHUH BHICOKOAK-
TUBHOM M 3HAYMUTENILHOW IO KOJMYECTBY OeJyika
crpoManbHOM KA. OmHAaKO 3KCIEPUMEHTHI CBHUIIE-
TEJIbCTBOBAJIN, YTO XapakKTepucTukn KA akTMBHOC-
TH TWJIAKOUIOB OTJIMYAIOTCS OT TAKOBBIX PaCTBOPU-
Mol ctpomanbHol KA: KA akKTUBHOCTb TUIAKOW/I-
HBIX MEMOpPaH MOJABIIsUIACH JUYPOHOM U TUIPOKCH-
JIAaMUHOM, Toraa Kak pactBopumasi KA Obuta K HUM
HeuyBcTBUTEIbHA [91]; KA akKTUBHOCTb TUJIAKOU-
JIOB 3aBHCEa OT PedOKC MOTeHIIMajaa cpenbl [92];
nuHruouropsl KA, Takue Kak auera3ojaMu U a3u,
B CYOMMKPOMOJISIDHBIX KOHIIEHTPAIUSIX CTUMYJIH-
poBam KA aKTMBHOCTb TWJIAKOWAOB, IIPH TOM, 9TO
IpamyajbHO MOIABISIIA aKTUBHOCTH PacTBOPUMOIL
KA [93]. TunakounHas u pactBopumast KA akTus-
HOCTH XapaKTepU30BaJIUCh CYIIECTBEHHO pa3HOI
BesmunHo# K (CO,), 9 1 20 MM cOOTBETCTBEHHO;
UX JeruapaTa3Hble aKTUBHOCTH UMEIN pa3Hbie pH-
3aBUCUMOCTH — aKTHUBHOCTb TWJIakougHoi KA
uMena MakcumyMm npu pH 6,8—7,0, Torma Kak ak-
THUBHOCTL pacTBopuMoit KA He 3aBucena or pH
[67]. HakoHel GbUIO TTOKA3aHO ¢ MpernapaTamu U3
ropoxa, 4To TOJIbKO ¢ pacTBopumoil KA Habmoga-

PYAEHKO u np.

€TCs KpOCC-peaKklMs C aHTUTeIaMM IPOTUB PaCTBO-
pumoii B-KA u3 ninmnHara, npu Tom, 4To ¢ Qpakiim-
eli OeJIKOB TWJIAaKOUIOB, UMEBIIIEH TaKYIO Xe IO Be-
JuurHe KA akTUBHOCTb, 3Ta peakiius He Habiona-
Jach [94].

Iemepozennocmv Hocumeaneil KapbOoanzuopasmoi
akmusnocmu muaaxoudos. B nauane 2000-x IT. ctanu
MOSIBJISAITBCSL CBEACHUSI O HaJWYMUM B TUJIAKOUIHBIX
MeMOpaHax 6oJjiee yeM ogHoro Hocutesist KA akTuB-
HOCTU. DTON aKTUBHOCTBIO OOJIafaid TpernapaThl
TWJIAKOUJIHBIX MeMOpaH, oborameHHble Kak PCl
(®C1-memb6pansbl), Tak 1 DC2 (OC2-meMOpaHbI),
HO TobKO ¢ ®C2-MeMbOpaHaMuy HaOIIOOAIN KPOCC-
peakuuto ¢ antuteaamu npotuB CAH3, kapboaH-
rUApasbl o-ceMeiicTBa u3 3ejieHol Bomopociu Ch. re-
inhardtii [95]. BeiBog o IpUCYTCTBUU B THJIAKOUIAX,
CBOOOIHEIX OT 3arps3HeHMsT cTpoManbHOl KA, 110
KpaliHeii Mepe, ABYX THIIOB KA akKTMBHOCTH ObLI
caenaH B padote [94], mpuyeM onMH U3 HOCUTEIEH
STOM AKTUBHOCTHU JIETKO YIAJISUICS M3 TUJIAKOUIOB
MpH1 00pabOTKeE COISIMU B BEICOKOU KOHIIEHTPAIIUH,
a BTOPOI ocTaBaJjICsI IPOYHO CBSI3aHHBIM ¢ MeMOpa-
Hoi1. TakKe HaliIeHO, YTO PY MHKYOAIIUM THIAKO-
nnoB ropoxa c¢ Triton X-100 Bo3HMKaIOT 1Ba MaKCH-
MyMa KA akTMBHOCTHM IIpU OTHOILIEHUSX TPUTOH/
/xnopodwini, paBabix 0,3 u 1,0 [96, 97]. Konokosno-
0o0pa3Hoe M3MEeHEHNEe aKTUBHOCTU IIpU JeiICTBUU
JIETEPTEHTOB XapaKTePHO MMEHHO JUIsi MeMOpaHo-
CBsI3aHHBIX 0eKoB [98]. Hanuuue nByXx MaKCUMyMOB
CBHUIETEICTBOBAIO O MPUCYTCTBHHY B THJIAKOWIAX,
KaK MUHUMYM, IBYX Hocuteseil KA akTuBHOCTH.

Kapboanzudpasnas axmuenocmoe @C2. I1pu 06-
pabotke TpuToHOoM PC2-MeMOpaH ropoxa MposiB-
JISIICST BCeTO OMMH MakcuMyM KA akKTMBHOCTHU IIpU
OTHOILIIEHUU TPUTOH/XJIopodmii, pasHoMm 1,0 [96,
97], mpu TOM, 4YTO He HaOJII01aI0Ch BIUSHUS NE€Tep-
TeHTa Ha aKTMBHOCTH (ppaKIMU pacTBOPUMBIX OeI-
koB KA; mocieaHee AOMOJHUTENbHO CBUAETEb-
CTBOBaJIO O creuurduueckonn npupoge KA akTus-
HOCTU THWJIAKOWUIOB. AHAJOTMYHYIO CTUMYJISIIIAIO
KA akTuBHOCTH ITpU 00pabOTKE 3TUM AETEPreHTOM
Habmonanu ¢ @C2-memO6paHaMu TeHUUB [99] u
apabupnoricuca [100].

JIy u Cremnep [101] oOHapyXuau ABa pa3iamia-
foIecsd IT0 CBOMCTBAM MCTOYHMKA KapOOaHTHI-
pa3HOIl aKTUBHOCTU HE TOJbKO B TUJIAKOUIaX, HO 1
B ®C2-MmeMOpaHax 13 Me3opuiia KyKypy3sl. [Tep-
BbIi (Ha3BaHHBIN aBTOpaMu «BHellIHsIsI KA»), me-
PEXOIWII B paCTBOP IMPU IEUCTBUU COJIEW B BEICOKOM
KOHIIEHTPAIIUK U I€TEPIeHTOB 1 OBbLI IOCTYIEH IS
n3MepeHns KA akTMBHOCTH B 000OMX HaIlpaBIICHU-
X, npyroi («BHyTpeHHs1s1 KA») ocTtaBajcs MpoyHO
CBsI3aH ¢ MEMOpPaHOI U IIPOSIBJISLI TOJBKO TUapaTas-
HYIO aKTUBHOCTh. OIHAKO paHee, Ha IPYTUX 00beK-
Tax Habmronanach u aerunpartasHast KA akTHBHOCTh
MOJBEPrHYTHIX 00pa0OTKE AETePreHTaMu U COISIMU
npenapatoB ®C2 [102].
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IIpucyrcrBre 1ByX MCTOUHUKOB KA akTHBHOC-
TH, BBICOKOMOJIEKYJISIPHOI'O ¥ HU3KOMOJIEKYISIPHO-
ro, MOXHO HabJII0aTh B TeJjie TTOCie HeAeHATypUpy-
fomiero anekrpodopesza MC2-memMOpaH ropoxa u
crenruIecKOro OKpallrBaHUS Telisl Ha HaJludue
KA aktuBHoctm [103]. Hamuune KA akTuBHOCTH B
OKpallMBaeMbIX IT0JIOCAX T'eJIsl OBLIO IMMOATBEPKACHO
npu uzMepeHun KA aKTMBHOCTH 3J110aTOB 3TUX I10-
JIOC CTaHOAPTHBIM METOAOM ¢ momoinpio pH-met-
puu [103]. AHanornuyHoe pacrnpeneneHne KA ak-
THUBHOCTU HaOmomanu Ipu snekrpodopeze PC2-
MeMOpaH apabupornicuca [100]. bwruto moxasaHo,
YTO KJIaccuiueckuit nHrnoutop KA aterazonamun B
KOHIIeHTpanusax okoiao 1077 M crumynuposan KA
aKTUBHOCTh HU3KOMOJIEKY/ISIPHOI (hpaKIIuu, 3I0-
MPOBAaHHOM M3 COOTBETCTBYIOIIEH ITOJIOCHI TeJsd,
nocje anekTpodopesa npenapatoB PC2-meMOpaH
u ropoxa, u apaougorcuca [100, 103]. ITpu sTom
cnenudpuyeckuit TUNoGUAbHBIN wHruonTop KA
3TOKCH30aMUI MTHruoupoBail KA akTMBHOCTh HU3-
KOMOJIEKYJISIpHOI (hpakiUuu y>Ke B HAHOMOJISIPHOIA
koHueHtpaunu [103]. Ctumynupyioliee neiicTBUe
alreTa3oJaMuyia v a3uaa HaTpUsI B HU3KMX KOHIICHT-
panusax Ha KA akTMBHOCTH HaOMIOAAIOCh paHee B
LIeJIBIX TUIaKouaax ropoxa [93]. Ha ocHoBaHuu Ha-
MM HeOOBIYHOTO AEHCTBHUS alleTa3ojlaMHuaa Ha
KA akTMBHOCTb HU3KOMOJEKYISIpHOTO O0eka DC2
MBI TIpeAIiojaraeM, 4To HU3KomoeKyasipHas KA,
pacnoyioXeHHas1 B TECHOM CBSI3M WJIM HEIOCpel-
CTBEHHO B 3TOH (poTOCHCTEME, IIPUHAIICKUT O,-Ce-
MECTBY, IOCKOJIbKY TaKasl XKe CTUMYJISIIVS HalineHa
y (epMeHTOB, MpUHaLIeXKaIIuX o-ceMeicTBy KA
MJICKOTIMTAIOIIMX. DTa CTUMY/ISIIuKM KA akTUBHOC-
TH PSIIOM BEIIECTB, B YaCTHOCTH a30JIaMU, K KOTO-
pPBIM OTHOCHUTCSI M aleTa3ojlaMH, OIpelessieTcs
TeM, 9YTO TUMUTHpYIoLIeH ctanueit KA peakiium siB-
JISIETCSI OTBOJ IIPOTOHA M3 PEaKIIMOHHOTO IIEHTpa
[104], 1 a30/1bI B HU3KOI KOHLIEHTPALIMU CIIOCOOHBI
UTPaTh POJIb IIPOTOHHOTO MpoBogHMKa [105].

KA akTuBHOCTHb BBICOKOMOJIEKYJISIPHOM (bpak-
1M1, 3JIOUPOBAHHOM M3 COOTBETCTBYIOIIEN OKpa-
IIMBAEMOK TOJIOCHI TeJIsl, CYIIECTBEHHO IMOAABIISI-
JIaCh alleTa30JIaMUAIOM B KoHLeHTpauuu 10~/ M, Ho
Obl1a €J1ab0 4YYBCTBUTEIbHA K 3TOKCHU30JAMUIY
(MruaroBa, HeomyOIMKOBaHHbIE AaHHBIE). OTHO-
CUTEJIbHO IPUPOILI BBICOKOMOJIEKYISIPHOTO HOCH-
tenss KA aktuBHocTm P®C2-MeMOpaH TaHHBIX
npakTudyecku HeT. B pabotax [99, 94] 6bu10 yoeau-
TeJbHO IT0Ka3aHo, 4To KA akTUBHOCTBIO oOJianaeT
kop-komiieke @C2. B pabdote [99] Ob110 npeano-
JIOKEHO, YTO KOMITOHEHT KOP-KOMILICKCa, ITPOSIB-
Jsnomnit KA akTHBHOCTh, UMEET aKTUBHBIN MeTaJII-
coIepKallluii LIEHTpP, CTPYKTypa KOTOPOTo HAIIOMU-
HaeT CTPYKTYpy MU3BeCTHBIX KA, HO MeTa/lT B 3TOM
LIEHTpe He 00s13aTeIbHO IIMHK. BbbiIo MmokazaHo, 4To
3aMeHa LIMHKa Ha JBYXBaJIEHTHOE Xkene3o y y-KA
M. thermophila BBI3bIBaNa maxe Bo3pacTaHme KA
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aKTUBHOCTU B aHa’POOHBIX YciioBusX [39]. ITo mHe-
HUIO aBTOpOB paboThl [106], aTa KA akTUBHOCTHL
obycnosiieHa koMmiuiekcoM CaMn4 u ero oaukaii-
IINM OKpyKeHHeM. Bo3MOXHO, 4TO BBICOKOMOJIE-
KyJsIpHBIN HocuTeab KA aKTUBHOCTU — HE OTAEJIb-
HBII O€JIOK, a KOHCTPYKIIMS M3 aMUHOKHCIIOT COCEeI-
CTByIOIIMX GelKoB o Tuity KA, mpuHamIexxammx
Y-CEMEMCTBY, Y KOTOPBIX aKTUBHBIN LIEHTP 00pa30-
BaH aMMHOKMCJIOTaMU Pa3HbIX OETKOBBIX CyObean-
Hul. PasHas mpupona aByx Hocuteieii KA akTuB-
Hoctu B DPC2 MemOpaHax, OeJOK M OEJIKOBBIA
KOMIUIEKC, MOXET OBITb MPUYMHOM TOrOo, YTO MpHU
nx obpaborke Triton X-100 HaOmIOmaacs TOJIBKO
OIMH MaKCHMYM 3TOI aKTUBHOCTH (CM. BBIIIIE).

B pa6ote [107] mony4deHbl JaHHBIE, CBUAETEIIb-
CTBYIOIIIME O TOM, YTO TUAPOGIIbHBIE OSIKN BOIO-
okucsitoniero komruiekca, PsbO, PsbP, PsbQ, 00-
nanaiT KA akTUBHOCTBIO, KoTopas y Oenka PsbO
MposBJISIaCh TONBKO B mpucyrcrsur Mn?*. IMoc-
KOJIbKY OOHapyXeHHbIe UICTOUHUKN KA akKTUBHOC-
TH TIPOSIBIISIN CBOMCTBA, HE XapaKTepHBIC IS TH-
nmuyHbiX KA, aBTOpHl HPeAIojoXUIu, YTO OHU
OpeACTaBIsIIOT cO00l OCOOBbIN Kjlacc Mn-3aBUCH-
MBIX KapOoaHTuapas, acconuupoBaHHbx ¢ PC2. B
9TOM ke paboTe MoKa3aHO, YTO IOCJ]e YAaJIeHUS
3TUX OEKOB «s1aepHbIi» KoMIuieke PC2 coxpaHsii
HeKoTopyio KA akKTMBHOCTB, KOTOpass UHTMOMpPOBa-
JIach cyib(aMUIaMM U, TaK Xe, KaK B ciIydae TW-
PpOUIBbHBIX OEJIKOB, CTUMYJIMPOBaIach MapraHIIEM.

Kapooaneudpasznas axmuenocmv OCI1. KA ax-
TBHOCTHL PC1-MeMOpaH BHICIINX pacTeHUI ObLIa
BIepBbIe OOHapyxeHa B pabdore [95]. KA akTuB-
HocTh PCIl-MeMOpaH ObLTa OAWHAKOBO YYBCTBU-
TeJIbHA K cyJbaMuaaM alleTa3oJaMUIy U 3TOKCH-
3omamuny ¢ Isy, pasHoit 10~ M [103]. TTpu aeitictun
Triton X-100 Ha npenapatsl @C1-MeMOpaH ropoxa
u apabugorncuca KA akTUBHOCTb B 000UX CiIydasix
JTeMOHCTPUpOBaia MaKCUMYyM IIpM OTHOIIEHUU
TPUTOH/XJ10poduiLI, paBHOM 0,3, YTO COBIAajo ¢
OIHMM M3 MaKCHMYMOB, HaOIIOOABIIMXCS TP 00-
pab6otke Triton X-100 uensix Tunakougon [97, 100].
IToka HET HUKaKUX yKa3aHMi Ha To, Kakas KA cBs-
3aHa ¢ OCI.

Pacmeopumas xapboanzudpaza aromena muiaxo-
u0oe. I1pu pa3pylieHUN U30JIUPOBAHHBIX TUJIAKOW-
noB ropoxa Triton X-100 B BEICOKMX KOHLIEHTpAIH-
sIX ObLT OOHApyXeH pacTBOPUMBIL OeJloK, 0bJiagaB-
mmit KA aKTMBHOCTBIO ¢ XapaKTEpUCTHKAMHM, OT-
JIMYHBIMA OT XapaKTePUCTUK OMNMCAHHBIX BBIIIIE
Hocuteneid KA akKTMBHOCTM TWJIAKOMIHBIX MeMO-
paH [97]. Macc-crekTp 3Toro 6ejKka COOTBETCTBO-
BaJt TakoBbIM KA [-cemeiicTBa (PyneHko, He omy0-
JIMKOBaHO). BhUI0 MpeamnonoxeHo MPUCYTCTBUE B
JIIOMEHE TIJIAKOWIOB 0C000i pacTBopuMoOit KA,
YTO 3aTeM OBIJIO MOATBEPKICHO B OMBITaX C TUIAKO-
uIaMu apadbugorncuca Kak IMKOro Turma, Tak U My-
TaHTOB C HOKayToM reHa Ar3g01500, KongupyoIiero
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crpoMmanibHytO 3-KAl; mocienHee moMorano momiy-
YUTh TUIAKOUIbI, HE 3arps3HEHHBIC 9TUM OEJIKOM
[108]. KapboaHruapasy, IpucyTCTBYIOIIYIO BO (ppak-
LIMKA JIIOMEHAJIbHBIX O€JIKOB, YIaJIOCh BBIICIUTDL B
JHCTOM BUJIE; €€ KaxyIlasics MOJIEKYJISIpHas Macca,
OIIpeieICHHAS ¢ TTIOMOIIBIO HATUBHOTO 3JIEKTPOdO-
pe3a, coctapisia 132 xa. ITpu tom, utro KA ak-
TUBHOCTb MEMOPaHOCBSI3aHHBIX HOCUTEIEH MonaB-
JIS1acCh OTUTHUOTPEUTONIOM, aKTUBHOCTh 3TOM pacT-
BopuMoii KA Bo3pacrana mpu ero 1006aBke, 4To Xa-
paktepHo 151 KA B-cemMeiicTBa, MEOIINUX B COCTa-
Be 0OJIBIIIOE KOJUUYECTBO CEPYyCoaepKalluX aMUHO-
kucior [109]. HyBcTBUTEILHOCTD K 9TOKCU30JIaMHU-
Iy pacTBOpUMOIi TroMeHanbHOI KA xapakTepuso-
Bajach BeJauuuHoM Is), paBHOI 5 x 107° M [108],
yTO Takxke Tunu4dHo 1jst KA B-cemeiictsa [110].

3aMaH4YMBO MPEAIIOI0XUTh, YTO OOHAPYKECHHAS
B TUJIAaKOWJaxX pacTBOpuMas JoMeHalbHass KA, 1o
Bcell BUIMMOCTHU, OTHOCAIIAsicsl K P-ceMeicTBy
KA, ato B-KAS5, kotopas uaeHTu(ULIMpOoBaHa Kak
pacriojioxkeHHas1 B xjoporiactax [12]. YposeHb
aKcrnpeccuu reHa Ar4g33580, xonupyioiiiero B-KAS,
Ha IBa-TpM IIOpsAIKa HILKe, 9eM reHa Ar3g01500,
Koaupymlero crpomaibHylo 3-KAl, ogHako HO-
KayT 1o reHy Ar4g33580 npuBoaUT K 3HAYUTEIbHO-
MY OTCTaBaHWIO pacTeHUit B pocte (k. MopoHu,
JudHoe coobienue). B-KAS sBnsiercs K HacTosi-
IIEeMY MOMEHTY €IMHCTBEHHOI KapOOaHTUAPA30i,
OTCYTCTBHE KOTOPOH IPUBOAUT K 3HAYUTEIbHBIM
W3MEHEHUSIM B (peHOTHIIe apabuIoIIcuca Ipu HOp-
MaJIbHBIX YCJIOBUSIX BeTe€TaLlVH.

Ilpednoaazaemvie hynxuyuu muraxoudnvix kapoo-
aneudpa3. Ha mucToBbIx AucKax Tabaka ObLUIO ITOKAa-
3aHO, YTO 3TOoKcHu3ogamua (mHruoutop KA), mpo-
HUKAIOIIN yepe3 MeMOpaHbl, MOHXKaJI POToaKyc-
TUYECKUI CUTHaJ, CBSI3aHHBIA C IOTJIOLIEHUEM
CO, [111]. B pa6ore [68] ObL10 HaliEHO, YTO IIPO-
HUKaIUil yepe3 MeMOpaHbl MHruouTop KA sto-
KCHM30JlaMu]1 CylliecTBeHHO Toaanisul CO, 3aBUCH-
Moe BeiaeneHne O, IpoToIIacTaMy JUCTheB TOPO-
Xa. DTH TaHHBIE MOXXHO paccMaTpUBaTh KaK yKa3a-
HUS Ha BaXXHYIO poJib BHYTpUKIeTouHOII KA B o-
TOCHHTE3¢ BBICIIMX PACTEHUIA. XOTS HENb3s I10JI-
HOCTBIO MCKJTIOUUTH JEeMCTBHE STOKCH30JIaMuaa Ha
pactBopuMble KA Kak IIpUYMHY MHTMOMPOBAHMS
¢oTocrHTE3a, TEM HE MEHee, IIPUHMMAasi BO BHUMa-
HUe maHHBIe paboT [79, 112, 113], a TakKe TO, 9TO B
pabote [68] addekT 3TOKCH30IaMIaAa HAOTIOAICH
MpU Hackiaomux koHueHTpauusax CO,, BecbMma
BEPOSITHO, YTO OH CBsI3aH ¢ MHruobupoBaHuem KA
THJIAKOUIOB. Bo3MOXHBIE QYHKIIMY THIAKOUIHBIX
KA 6butn B cBOe Bpemsl paccMoTpeHbl CTeMiepoM
[114]. Torma emie He OBUIO JTAHHBIX O TPUCYTCTBUM B
TIrakonmax HecKolbKux KA. IlockonabKy mo cux
Iop, K COXaJIeHWI0, HU omgHa (U3MOJIOThYecKast
¢yukuusa KA TunakonmgoB 10CTOBEPHO HE YCTAHOB-
JICHA, JUISI MX OIMCAHMS MBI BEIHYXKICHBI MITH ITy-
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TeM COIIOCTaBJIEHMsI peakKlMu, KaTaau3upyeMoi
KA, Mecra pacrnionoxeHust pepMeHTa B TUJIAKOWU/ -
HOI1 MeMOpaHe 1 TOro, Kakas cTanusi (poTocuHTe3a
OCYIIECTBJISIETCSA B 3TOM MecTe. Mbl mpernoiaraem
a priori, yTo (pyHKIMOHUpoBaHue KA THIIakonaos,
[JIaBHOM (PYHKIUMEH KOTOPBIX SIBJIICTCSI OCYIIEC-
TBJeHUEe (OTOCHMHTE3a, CBSI3aHO MPSIMO WU KOC-
BEHHO C 9TUM IIPOLIECCOM.

HawubGosnbliree 4MCi10 3KCIEpUMEHTAIbHBIX AaH-
HBIX W BBIIBUTABIIMXCS IIPEAIIOJOXCHUN O pOIU
TrtakouaHbx KA B peakiusix (0OTOCHMHTE3a OTHO-
CHUTCS K mpoleccaM, nporekamommum B ®C2, roe B
CBSI3aHHOM C 3TOH (DOTOCHCTEMOI BOIOOKUCIISIIO-
1eM KOMILIEKCE MPOUCXOAUT OKUCIIEHUE BOJBI, U
3JIEKTPOH, OTOPBAaHHBIN OT BOIBI, IOCTYIAET K €e
TepMUHAIBHBIM akuenTopaMm, Q, m Qg. To, 4ro
dyHKUIMOHANBHAsA aKTUBHOCTL P®C2 cBsI3aHaA C
ynkunonupoBanueM KA ciemoBasio yxe U3 mep-
BBIX JaHHBIX O TomaBieHun KA aKTUBHOCTH THJIa-
KOUIOB TUYPOHOM W THAPOKCHJIAMUHOM, MHTUOM-
topamu PC2 [91]. Dra cBsI3b ObLIa OATBEPXKICHA
TeM, 4TO crnieupuyeckue MHrnontopsl KA, cyib-
daMuagHBIe COeOIWHEHUs, M HEKOTOPHIE aHWOHBHI,
nHruoupymomue KA, momasiasin aktuBHoCcTh PC2
[115]. Henb3st UCKIIOUUTH MOJABIEHUST aKTUBHOC-
™ PC2 BeaeacTsue HapyleHUs PyHKLIMOHUPOBA-
HUSI BOAOOKHCIISIONIETO KoMIuiekca. beuto Habine-
HO, YTO XapakTep 3aBUCUMOCTU KUCJIOPOIBBIACIISI-
ouieit pyHkuun PC2 13 KyKypy3bl U ropoxa OT
koHueHTpauuu Cl~ u Ca’" cxoleH ¢ 3aBUCUMOCTBIO
oT oTux noHoB ee KA aktuBHoctu [106]. Yto kaca-
€TCsI PUPOJIbI TAKOM CBSI3M, TO B pa3HBIX JabopaTo-
pUSIX OBUIM MOJy49eHBI IIPOTUBOPECUUBEIE pe3y/IbTa-
TBL: AeruapartasHast KA akKTMBHOCTb 3HAYUTEIHLHO
BOo3pacTaja Mpu yaajJeHUU BHEITHUX OEJIKOB BOAO-
okucisitoniero komiurekca [94, 102]; KA akrtus-
HocTh PC2-MeMOpaH CHUXKaJach MpPU yOAJICHUU
0eJIKOB 3TOro KoMIuiekca [116]; moBoJIbHO BeICOKAsI
KA aktuBHOCT, PC2-MeMOpaH ObLla Bapuabesb-
Ha, HO MOCJIe yaajJeHus OEJIKOB BOITOOKHUCIISIIOIIETO
KOMILJIEKCca He HabIonanach HU B COJIOOMIIU3UPO-
BaHHBIX OeJIKaX, HU B Kop-Komruiekce [117]. Heon-
HO3HAYHOCTbh 3KCIIEPUMEHTATbHBIX TaHHBIX MOXET
OBITH OOYCJIOBJICHA KaK pa3HBIMM METOIAMU M3Me-
peHus KA akTMBHOCTH, TaK U IIPUCYTCTBHEM HE O -
HOTO MCTOYHUKOB KA aKTHBHOCTM Naxe B Ipera-
parax ®C2-memOpaH (CM. BEITIE).

M3BecTHO, UTO OJ1d (PU3MOJOTMYECKU Tpedye-
MO CKOPOCTH MepeHOca 3JIEKTPOHOB Ha aKLIeTOp-
Hoit cropoHe PC2 HEOOXOAUMO TIPUCYTCTBUE MO-
HOB OumkapOoHata [118]. B Tuimakommax umeeTcs
JIBa TyJjia OMKapOoOHaTa, CBI3aHHOIO C MeMOpaHO
[119]. IlepBblii (MEHBIINIT), CBI3BIBAIOIIMN OIUH
noH oukapooHaTa Ha 380—400 MoIeKy1 X10podmI-
Jla, TIPUMEPHO paBeH KOJMYECTBY pPEaKIIMOHHBIX
ueHtpoB MC2. Ynanenue 3Toro 6MKkapoboHaTa Ipu-
BoAUT K Goiiee ueM 90%-HoMy MOJABICHMIO BBIIC-
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JieHust kuciaopona [119], koTopoe MOJTHOCTbIO BOC-
CTaHaBJIMBAJIOCh IIpu Jo0aBlieHMU OukapOoHaTa. B
MOCJIeAHUE TOAbI HAKOIMINCH JaHHBIE B IOJIB3Y TO-
ro, 4To 6MKapOoOHAT HEOOXOIUM KaKMM-TO 00pa3oM
U JUISI HOpMaJIbHOro (byHKIIMOHMPOBAHUS ITOHOP-
Hoit croponsl @C2 [120, 121]. B 06oux MecTax 1c-
cjenoBareu npeanojaraioT Hannune KA, koropas
BO3MOXHO y4acTBYeT B oOMeHe OukapOoHarta [96,
103, 126]. IpucyrctBue KA mnosBosisseT B BOOHOI
(aze ycKopuTb MoOSIBieHUE UM MCYE3HOBEHUE HE
TOJIbKO OMKapOoOHaTa, HO M IPOTOHOB, TOraa Kak
CO, MOXeT yXoauTh B MeMOpaHy 1 pe3epBUPOBAThH-
cs B Hel, MOCKOJBKY pactBopuMmocTb CO, B unu-
ne B 3—8 pa3 Bollle, yeM B Boje [122]. HescHo, ka-
Kol 13 mpoaykToB KA peakiiuu urpaet ornpeness-
IOIIIYIO POJIb B peaKIIMIX Ha aKIEIITOPHOM 1 Ha J0-
HopHoli cropoHax PC2. Ha akuienTopHOIT CTOpOHE
TaKUM MPOIYKTOM, CKOpee BCETO, SIBJISIETCS OMKap-
OoHaT, o0ecIeunBarIlIi NepeHOC BJIEKTPOHOB OT
Q4 Ha Qp, KOHTPOJIMPYEMBIl HETEMOBEIM KEJIC30M.
B stom cnyyae yuactne KA B mpoTOHUpoOBaHMU
IUIacTOXMHOHA Qg Ha JaHHOM YJYacTKe, KaK 9TO ObI-
JIO TIPEAIIONIOXEHO paHee PSAIOM MCClieaoBaTeliei
[123—125], MoXeT ObITh COIYTCTBYIOIIEH peaKiv-
eil. BeicokomonekynsgpHasa KA, onvcaHHasl Bbllle
[100, 103], morma 661 6BITE 3TOI KA. Ha moHOpHOIT
cropoHe MC2 oTBeacHNE IIPOTOHOB, 00PA3YIOIINX-
Cs IIPU pa3jIoXKEeHUU BOIbI, MOXET ObITh ITEPBUYHO
HeoOXOOUMOM peakiineil, KoTtopast obecrieunBacT
npegoxpaHeHre (POTOCUCTEMBI OT (POTOMHTUOMPO-
BaHMsI. B 3TOM cityyae UMEHHO CBS3bIBAaHHUE ITPOTO-
HOB SBJIsIeTCs OCHOBHOM (pyHKIMelr KA, a dukap-
OOHAT UTpaeT poJib yI0OHOTO aK1eNTopa MPOTOHOB.
AHanoruuyHasl pojb B 3ejaeHoit Bonopocau Ch. rein-
hardtii npeanaraercs mis kapooanruapassl CAH3,
NpUHAJIEXKAIIEN O.-CEMEUCTBY U CBSI3aHHOM C THU-
JIAKOMIHOM MeMOpaHOIl Ha JIOMEHAaJIbHOI CTOPO-
He; oTcyTcTBUE 3Toi KA compoBoxaaioch CHUKe-
HHUEM YCTOMYMBOCTU BOJOPOCIU K AECUCTBUIO CBETA
BBICOKOI MHTeHCUBHOCTH [126]. [Toka HeBO3MOX-
HO cBs13aTh Habmogaembie B @C2 KA aKTUBHOCTH C
KOHKPETHBIMM O€JIKaMU Ha TOHOPHOM 1 aK1IeNTop-
HOM CTOpOHAaX 3TO# (POTOCUCTEMEI, a TAKKE C TEMU
Oeakamu, KoTophele 1o koaupyrommm ux JHK or-
HeceHBI K KA 1 BBISIBIEHBI B XJIOPOIIJIACTaX.

Cpenu Takux OENKOB THUJIAKOWIHBIX MeMOpaH
Obputa oO0HapyxeHa o.-KA4 [19]. MBI Hanwim, 94TO B
pacTeHUsIX apabuaoIicuca, HOKAayTHUPOBAHHEIX IIO
reHy, kogupymoiieMy o.-KA4, apheKTuBHbINA KBaH-
ToBbIit Bbixoa MC2 npu HachlIaOIIEH WHTEHCHUB-
HOCTH CBeTa M Hachblmalomeil Konuentpauuu CO,
OBLI BBIIIIE, YEM B pACTEHUSIX JUKOTO THUIIA SKOTHUIIA
Columbia, Torna Kak He(OTOXMMUUECKOE TYIIICHUE
dyopecuennuu (NPQ) 6b10 B Hux Ha 30—50%
Huke [127]. Benuunna NPQ moka3bIBaeT CTENEHb
pPa3BUTHUS UIBMEHEHUN, IPUBOASIINX K TUCCUTALINI
BHEPIUU B CBETOCOOMPAIOIINX KOMILIEKCAX B TeIl-
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JIO, M B YCJIOBUSIX U3MEPEHUI ObLIO MpeACTaBIEHO
TyIIEHHEM, 3aBUCSIINM OT KOHIEHTPAIMK IIPOTO-
HOB B JllIOMeHe TujakouaoB. B pazsutuu NPQ npo-
TOHBI UTPAIOT JBOSIKYIO POJIb, BBI3BIBasi KOH(OpMa-
LIMOHHBIE MI3BMEHEHMSI B OeIKaX CBETOCOOMpalolieit
aHTCHHBI, IPEXIe BCETO, 3a CUET IIPOTOHNPOBAHUS
oenka PsbS [128, 129] 1 uHMLUMpys Mnpolecc ae-
SMOKCHUIAIIMM BMOJIAKCAHTUHA 33 CUeT aKTUMBallUU
BUOJIaKcaHTUHAEAnokecnaassl [130]. ¥ MyTaHTHBIX
pacTeHMit HAOMIOAANIOCh TAKKe 3HAYMTEIbHOE Ha-
KOIUIEHrEe KpaxMalla B XJoporuiacTax, B 2—3 pasa
boble, yuem y nukoro tuta [ 127]. IToxoxe, 4To oT-
cyrcrBue o.- KA4 BhI3bIBaeT yMEHbBIIICHHIE ITOCTABKI
npoToHOB 151 PsbS 1 BrolaKcaHTUHAE3MOKCHUIA3HI,
YTO MPUBOIUT K YCKOpeHUIo cuHTe3a ATD u, Kak
CIIeACTBHE, K YBEIMYCHMIO CUHTEe3a Kpaxmana. Ot1-
cyrctBrue o-KA4 B MyTaHTHBIX pacTeHMSIX cKasa-
JIOCh M Ha TOM, 4To IpenapaTbl PC2-meMOpaH U3
HUX MOXHO OBLIO IOJYYUTh TOJBKO IIPU 3HAYU-
TeJibHOM yBeaudyeHuu (1o 10 MM) KOHLeHTpauuu
noHoB Mg?* B cpene msonsauuu (Mraarosa, He
OIMyOJIMKOBAHO); TTOCNIeIHEee MPEATIOarajao HaxoxX-
neHre o.-KA4 B rpaHalIbHBIX 00JIACTSIX THUIAKOUI-
HoOif MeMmOpaHHI. IlepedyncieHHBIE 3KCIIEpUMEH-
TaJIbHbIE JaHHbIE YKa3bIBalOT Ha yyacTue 3Toit KA B
peryasaiuy pyHKIIMOHAIBHON aKTUBHOCTHA BHEIITHUX
CBETOCOOMpPAIONINX KOMITIIEKCOB aHTeHHB P C2.
Bropoii myn 6ukapboHara B TWJIaKOMIaxX, O KO-
TOPOM YIIOMMHAJIOCh BBIIIE, KOJTUIECTBEHHO OJIM-
30K K KOHIICHTPALIMU XJIOPOPUIa, M1 MOXET OBITh
yaaneH 6e3 morepu aktuBHocTu DPC2 [119]. Bos-
MOXXHO, UTO 3TOT ITyJI IPUHUMAET y4acTUe B COMpsI-
XKEHHOM C (DOTOCHMHTETHMYECKUM DIIEKTPOHHBIM
TPAHCIIOPTOM MOIJIOIIEHNN TUIAKOUAAMM IIPOTO-
HOB, ITOCKOJIbKY MX CBETO3aBUCUMOE MOIJIOIIEHNE
YBEJIMUMBAJIOCh TIpU A00aBIeHUNU OMKapOoHaTa K
TWJIAKOWAAM; TIpU 3TOM MHIuoutopsl KA areraszo-
JIaMHUI M 3TOKCU3O0JaMMI CHIXAIN KOJMYECTBO
MIPOTOHOB, IMOIJIOIIAaeMbIX Ha CBETY TWJIAKOUAAMU,
YMEHBbIIIasi KOJIMYECTBO CBSI3aHHOIO OMKapOoHaTa 1
OydepHyI0 eMKOCTb THIakouaoB [131]. ODTu xe nH-
TMOUTOPHI, KaK MOKa3aHO B TOM Xe IpyIIre, He BIUsIS
Ha CKOPOCTh IIepeHOCca 3JIEKTPOHOB I10 (DOTOCUHTE-
THYECKOI1 3JIeKTPOH-TPAHCIIOPTHOM 1LIETIH, CYIIECT-
BEHHO YMEHbBIIAJIM CKOPOCTh COIIPSIKEHHOTO C
3TUM mnepeHocoM ¢orodochopunupoBanus [132,
133]. ABTOpPBI IPEAITONOXIIIN (PYHKIIMOHUPOBAHUE
B JIIOMEHE TUJIaKouaoB ocoboii KA, uyto obneryano
OBl MCIOJb30BaHHWE IMPOTOHOB OMKApOOHATHOTO
nyna B ¢orodochopunmpoBanuu [132]. Cymecrt-
BOBaHMe JIoOMcHanbHOM KA ObIIO mOoKa3aHO B pa-
6ote [108] (cM. BbIIIE), aBTOPHI KOTOPOi, B CBOIO
oyepenb, MPEANOJOXWIM, YTO OHA CIIOCOOCTBYET
crabmwm3anu pH B MOoMeHe 3a CYET YCKOPEeHHUS
OTBeJIcHUsI TIPOTOHOB OT MECT WX IOCTYIUICHUS B
JIIOMEH 1 UX TpaHcIopTa B HeM. O0a Ipearnoioxe-
HUSI MOI'YT OBITh OOBEIMHEHBI, €CJIM IPEACTABUTD,
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yTo JNIIoMeHanbHasgt KA crmocoOGCTByeT YCKOPEHHUIO
IIOCTYIUICHHUSI IIPOTOHOB K MEMOpaHHBIM KaHalaM
AT®-cunTa3.

®Oynkuuu KA, obHapyxubaemoit Boim3u PCl1,
He HCCIeIOBAIMCH CTOJIb TIIATEJIbHO, KaK (PYHKIIUU
KA, pacnonoxennsix Bomu3u ®C2. KA, onHa wim
HECKOJIbKO, pacrojioxkeHHbIe Bomu3u MC1, momk-
HbI, KaK U 3Ta (poTocucTeMa, HAXOAUTHCS B JlaMell-
JIaX CTPOMBI, M, TAKMM 00pa30M, KOHTAaKTAPOBATh C
KOMIIAPTMEHTOM, B KOTOPOM COAEPXKUTCST Pyoucko.
B 1984 1. B paGote [134] Obl1a BBIIBMHYTA ILIOI0-
TBOpHas rumnote3a o poiu KA B moctaBke CO, K
Py6ucko 3a cueT «KuCaoro» JIOMeHA THJIAKOWMIOB.
ITo sToii runore3e MemopaHHasa KA, oopalieHHast B
JIIoMeH (Toraa He ObIJTO M3BECTHO O HECKOIbKUX KA
B THUJIAKOMOAX), YCKOPSIET TaM KOHBEPCUIO OMKap-
o6oHnata B CQO,, a CO, cBobogHO nuddyHAUpPYET U3
JIIOMEHa 1 ucnoiibdyercs Pyoucko B ctpoMe. OnHa-
KO TakKasl cxeMa TpeOyeT JOIOIHUTEIbHBIX IIPEIIo-
JIOXKEHUIA O TOM, KaKMM 00pa3oM B JIIOMEH C HE00-
XOIUMOM ISt GOTOCUHTE3a CKOPOCTHIO IMOCTYITaeT
3apstkeHHas1 mojekyiaa HCOj3 u kak u3bdexarth He-
MemieHHol KoHBepcuu CO, oopatHo B HCOj3 B
CcTpoMe, TIe He TOJIBKO BEICOKMi pH, HO 1 oueHb
MHoro 3-KAl. Hamu Oblia npeijioxeHa cxema uc-
IIOJIP30BAHUSI BHYTPUTUIAKOMIHBIX IIPOTOHOB IS
kouBepcun HCO3 B CO, [70], cyTh KOTOpPO# 3aK-
JIFOYAETCsT B TOM, YTO B TAKO KOHBEPCUHM YJaCTBYET
KA, pacnonoxeHHass B TWJIAKOMIHON MeMOpaHe
TaK, 9YTO OHA «CHINT» Ha IIPOTOHHOM KaHaJie 1 KC-
MMOJIB3YET JJISI 3TOM peaKIM IIPOTOHHKI, BRIXOISIIINE
U3 JIIOMEHA Yyepe3 3TOT KaHall, T.€. IeMCTBYeT B 3TOM
cMbicie mogooHo ATd-cunHTasze. Takoe MCIIOIB30-
BaHME IIPOTOHOB JIIOMEHA HEe IPUBEIET K UX aedu-
mmTy 1151 cuHTe3a AT®, MOCKONBKY CONpSKeHHbIE
C 3aKAQYKOM IIPOTOHOB JIMHEUHBIN U LUKIINYECCKUANA
TPaHCIIOPT JIEKTPOHOB CIIOCOOHEI JIETKO ITOACTpa-
WBAThCSI IS TTOAIepKaHST HEOOXOIMMOI KOHIICHT-
palyy MPOTOHOB B JIIOMEHE IPU U3MEHEHUU UX I10-
TOKa M3 HETO.

YT10oOBI OrpaHUYUTh BO3MOXHOCTb AUPDY31U B
00beM cTpoMbl MosieKyn CO,, MOSBISIONIMXCS B
MeCTaxX pacIlOJIOXEHUSI PeaKIMOHHBIX IIEHTPOB
IaHHOW TuiaakouaHoil KA ¢ Heil gosKHa KOHTaK-
TupoBaTh Pyoucko. ITokazaHo, 4To 3HaYUTEIbHAS
JacTh MOJIeKyJ1 PyOKMCKO BXOIMT B COCTaB CyIIpaMo-
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JIEKYJISIPHOTO KOMILIEKCa, KOHTaKTUPYIOILIETO C TU-
JTakougHOIM MemOpaHoii [135]. Panee Oblmm 110JTY-
YeHbI SKCNEepUMeEHTalIbHbIe pe3yabTaThl [113], cor-
JIacylolyecs ¢ JTaHHOM T'MIIOTe30i U OTYACTH I10C-
JIY>KMBILIME €€ BBIIBMKEHHUIO, a UMEHHO, ObLla I0-
KazaHa ItofaBiisieMast mHruontopoM KA ctumyss-
LIS TeTUapaTa3HOM aKTUBHOCTU TWJIAKOUAOB B yC-
JIOBUSIX MOIKMCICHMSI TUIAKOMIHOIO JIOMEHa Ha
cBeTy. B paGote [136] Gbulo HaliaeHO ITOAABICHUE
nuHruobutropom KA aunerazonamuaom Beixoga H,O,
13 MHTAKTHBIX TUJIAKOUIOB B CPeIy Yyepe3 aKBaIo-
PMHBI, a TaKXe MoKazaHo Hanmnuue KA akTuBHOCTH
B 000JI09YKE XJI0POILIACTA, YTO ITO3BOJIMIIO aBTOpaM
MPEIITONIOKNTh (PYHKIIMOHABHYIO CBsI3b KA ¢ ak-
BaIrtopyMHOBBIM KaHajioM. B pabote [137] ObL0 yoe-
IUTEJIPHO JOKAa3aHO HalIM4ue CTPYKTYPHOTO B3aM-
MOJCUCTBUSI KaAK MUHMMYM ABYX PACITOJIOXEHHBIX
MOBEPXHOCTHO Ha KJIeTouyHoit MeMOpaHe KA 4deno-
BeKa C TPaHCMEMOpPaHHBIM TPAHCIIOPTEPOM aHUO-
HOB. DTU TaHHBIE MOTYT CJTY>KUATh IIOATBEPKIACHUEM
BO3MOXXHOCTH HEIOCPeICTBEHHOTo KoHTakTa KA ¢
KaHajaMM pa3sHOro poja, YTO MpenrnoJaraeT BbIa-
BUHYTasI TUIIOTE3Aa.

I[TogBomst UTOT PacCMOTPEHUIO BO3MOXKHBIX
¢yHkimin KA 3e1eHbIX KJIETOK pacTeHU, MOXHO C
COXaJeHNEM KOHCTaTHPOBaTh, YTO, HECMOTpS Ha
00JbllI0Ee YKUCIO paboOT M BBICKA3aHHBIX TMIIOTE3,
5T (PYHKUMM B KOHKPETHBIX (DU3MOJIOTMYECKUX
Mpolieccax OCTalOTCs MoKa He JOCTaTOYHO ITOHSIThI-
MH. XOpOIIKE NEePCIIEKTUBBI IJISI BRIICHEHUST STUX
(GyHKIIMIT OTKpBIBAaCT MCIIOJIB30BaHNE HOKAYyTHBIX
MyTaHTOB 1o reHaM KA, HO ¢ y4eToM BO3MOXXHOI
Koomnepaluu HecKobKuX KA B obecniedeHUM TOro
WJIM MTHOTO TIpoliecca, KaK 3TO MMEET MECTO B MUTO-
XOHPUSX, B PsIie CITy4aeB MOXKET TPeOOBAaThCI UC-
MOJIb30BaHUE ABOMHBIX 1 JaXKe TPOMHBIX MyTaHTOB.
JlokazaHHOE IPUCYTCTBUE B MUTOXOHAPUAX A. tha-
liana mectu KA nmaetT ocHoBaHMeE IoJiaraTh, 4YTO
KapOoaHruapa3Has CucTeMa XJIOPOILIacTOB, U Jaxe
TWJIAKOMIOB TaKXKe MOXKET BKJIIOYAaTh HECKOJBKO
KA, 9To moaTBepxkmaeTcs pe3yJIETaTaMM UCCIIeI0-
BaHMI, paCCMOTPEHHBIX B JAaHHOM 0030pe.

Pa6ota BbInoiHeHa Mpy (PMHAHCOBOM MOAAEPKKE
PODU (rpanter 14-04-32323 u 15-04-03883).
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This review presents data about carbonic anhydrases, the enzymes catalyzing the interconversion of carbon dioxide
and bicarbonate in water solutions. Their gene families are described, and the presence of representatives of these fam-
ilies in different classes of organisms, especially in higher plants, is considered. The functions of carbonic anhydras-
es, proven and prospective, in organisms are listed. Special attention is drawn to the enzyme functions capable of pro-
viding the photosynthetic reactions. These functions in algae are briefly described. Data about possible functions of
carbonic anhydrase in plasmalemma, mitochondria, and chloroplast stroma in the cell of higher plants are discussed.
Information about carbonic anhydrases in chloroplast thylakoids of higher plants, their quantity, and possible partic-
ipation in photosynthetic reactions in this structure are analyzed in detail.

Key words: carbonic anhydrase, carbonic anhydrase families, plants, photosynthesis, chloroplasts, thylakoids
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