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The review presents data on the distribution of carbonic anhydrases in photosynthetic
organisms and their location in cellular compartments. The functions of carbonic
anhydrases to provide a high photosynthesis rate as well as their participation in processes
that are not directly related to photosynthesis, in particular in the transmission of signals to
activate cascade of protective response genes are discussed. The results indicating the
change in the activity and content of carbonic anhydrases in response to changes in the
environmental conditions are given. Basing on own experimental studies, we propose the
mechanisms of participation of the carbonic anhydrases of the higher plant chloroplast
thylakoids in the protection of photosynthetic apparatus from excessive light. The
possibilities of using the carbonic anhydrase mutants for practical purposes in agriculture,
and as well of apply of carbonic anhydrases to bind the excessive CO, in the air are
pointed out.
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Kap6oaHrugpasbl (KA) — 370 rpynna Zn-cogepxaimx

(hepMeHTOB, 6GU0/IOrNYECKUX KaTasm3aTopos,
YCKOPSIOLMX  KaK peakuuio rugparauuv  ABYOKUCH

yrneposa, Tak 1 peakuuio aervaparauum 6ukap6oHara:

CO, +H,0 « HCO; + H*.

B otcyTtctBne KA ykasaHHble peakuuy npoTekarT

OTHOCUTESIbHO MeaJ/1IEHHO ans obecneyeHus
hm3nonornyecknx noTpebHocTen knetkn. He Bcerga
YUMTbIBAEMBIM OBCTOATENLCTBOM, HO BaXKHbIM  A/1A
KNIETOYHOro MeTabonusmMa, ABMAETCA TO, YTO B 3TUX
peakumax NPOMCXOAWUT Kak CBA3blBaHMe, Tak U
BbICBOOOX/EHNE MPOTOHOB, YYacCTBYIOLUMX BO MHOIMMX
6roxummuecknx npoueccax. KA obHapyxeHbl B KieTkax
BCEX KMBbIX OpraHM3mMoOB — MPOKapuoT, TrpuboB.,
pacTeHuii 1 XMBOTHbIX. B cooTBeTcTBUM C
KOHCEpPBAaTUBHbLIMW MOC/ef0BaTe/IbHOCTAMU HYK/1€0TU-
OB B reHax ux koavpyowux, sce KA 6binm pasgeneHsl
Ha CeMb 3BOJIOLMOHHO HE3aBUCKMMbIX CEMeNCTB (a, B, Y,
9, ¢ €& n) (Hewett-Emmett, Tashian 1996, Liljas,
Laurberg, 2000). Xota 3TM epMeHTbl 06nagalT
COBEPLUEHHO Pas/INYHbIMU NEPBUYHBIMU, TPETUYHBIMU U
YeTBEPTUYHbIMW  CTPYKTYpamMuM UK pasimyatoTcs  no
opraHusaunn akTVBHOTO LIeHTPa, BCE OHWU Ha3blBatOTCSH
KapboaHrugpasamu, NOCKONbKY KaTasm3npyroT OgHY U Ty
Xe peakumio, UCMosb3ys aHaorMyHble MexaHW3Mbl

KaTasinsa.

MpepnonaraeTtca, 4to KA B pacTeHuax MoryT
NpUHMMaTL  yyacTe B TakMx npoueccax  Kak
[JIIOKOHEeOreHes, JMNoreHes, nogaepxaHve 6anaHca
3M1IEeKTPONNTOB M PH B KIeTKax W TKaHAX, KIeTo4yHas
cUrHanusaumsa, a Takke B peakuusax, CBfA3aHHbIX C
(hOTOCUHTE30M, OCHOBHbLIM GUOCHEPHBIM MPOLLECCOM
BK/IIOYEHMA HEOPraHW4YecKoro yrnepoja B opraHuyeckoe
BellecTBo. KnoueBoii 3atan coTocuHTesa, dumkcauus
yrnepoga C o06pa3oBaHVeM MOJSIeKy/T  MEePBUYHbIX
yrneBofoB, MNPOUCXOAUT C yyacTmem hepmMeHTa
Py6ucko, koTopblli ANs KapbokcMNnpoBaHus pubynoso-

1,5-6uccpoccpara ucnonssyer CO, kak cyberpar. Bo

BCEX POTOCUHTE3NPYOLLNX opraHmamax
HEOpraHNYeckuin  yriepos U3 OKpyxatwel cpeasbl,
4yTOObI fOCTUYL PybucKo, AO/MKEH nepeceyb HECKOJSIbKO
KNETOYHbIX MeMbpaH M BOAHbIX a3 KIETOYHbIX

KoMmnapTMeHToB. Bonpocbl 0 ponn KA B npoueccax

nepeHoca HeopraHW4eckoro yrnepoga u3 atmocdepsl
WM BOAHON cpegpl K LeHTpam kabokcmnmpoBaHus
Pybuncko, B 4acTHOCTW, 06 yyacTum 3Tux (DEPMEHTOB B
obpatumoit  TpaHcdopmMauuy  YINEeKUCnoro rasa wu
6ukapboHaTta B BOAHbIX (paszax U Ha MeMOpaHHbIX
rpaHuuax octatlTcs  CnopHbiMM. OfHaKo  MOXHO
nonaratb, 4TO aganTauus [JaHHbIX MPOLECCOB K
M3MEHSAILWMMCA  YCNOBUSIM  Cpefbl,  BbI3bIBAIOLLMM
CTPeccoBblii OTBET pacTeHWli, urpaeT BaXHYH pOSb B

npegoTBpaLleHnn nepexoga cTpecca B AucTpecc.
CewmeilicTBa Kap6oaHruapas

BonbwrHCTBO  a-KA  ABAAlOTCA  MOHOMEpamu ¢
MOJIEKYNSAPHOIA mMaccoi 0KOJ10 30 kda,
chopMMPOBAHHLIMU NPENMYLLECTBEHHO [-CKNnaayaTbiMu
ctpyktypamn (Liljas et al, 1972). Tllpeactasutenu
cemelictBa a-KA 6blnn 0BHapyXeHbl B 3ybakTepusix,
acKkoMmuueTax, BOAOPOCNSAX, BbICWIMX pPaCTEHUAX U
XMBOTHbIX. MonekynsipHas macca [3-KA Bbllwe, Yem o-
KA, n Bapbupyet ot 45 go 200 kf[a. CTpyKTypHble
eguHnupl  B-KA - gumepbl (MM NCEBAOAMMEpDI),
KOTOpble MOryT OOBbEeAMHATbCA € 0bpas3oBaHUEM
TeTpaMepoB U OKTamepoB. MOHOMEpbI  COCTOAT,
NpenMyLLecTBEHHO, W3 a-Cnupaneli C  akTUBHbIM
LEHTPOM, cofepxawum OAMH aToM LuHKa. B-KA 6bin
oGHapyXeHbl y 6GakTepuin, rpubos, Bogopocnei K

BbICLLUMX paCTEHMVI.

MpeacrtaButenn pgpyrmx cemencrs KA He wumeroT
rOMO/IOTM B aMWHOKWUC/IOTHBIX NOC/1eA0BaTeIbHOCTSX
Mexay COOO0I, XOTs UX CTPYKTYpPbl MMEKT HEKOTOpble
0COGEHHOCTN, cxogHble ¢ o- wim  B-KA.  y-KA
npucyTCTBYIOT B GakTepuanbHbix knetkax (Alber, Ferry,
1994; Newman, 1994), B KIeTkax [AuaTOMOBbIX
Bogopocnen (Tachibana et al, 2011), 3eneHbIx
(Cardoll et al, 2004) wn B

MUTOXOHApPWasnibHOM Komnnekce | A. thaliana (Perales et

Bogopocnen

al., 2005), roe oHn o6pasyloT cdepuyeckyto 061acTb,
COCTOSALLYI0 M3 NATK Y-KA. OYHKLMOHAIbHOW eaunHnLei
y-KA sBnsietca TpyMep € Tpems akTUBHbIMW caitamm,

06pa3oBaHHbLIMM TpeMs ocTaTkamu ructuamHa n H,O,

KOTOpble  KoopAuHupylT atoM Zn. (-KA  6biiu
06Hapy>XeHbl B HEKOTOPbIX OAHOK/IETOUYHbIX BOLOPOC/AX
(Lane et al., 2005; Park et al., 2007), n d-KA Takxe

BNepBble Oblla O6GHapyxeHa B K/IeTkax MOPCKOA
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AvnaTomoBoil Bogopocnun Thalassiosira weissfloggi (Cox
et al., 2000), a no3xe npucytcTeme KA aToro cemeiictea
6bl/10 NOKa3aHO B HECKOJ/IbKMX rpynnax 3ykapuoTHOro
MTONNAHKTOHA:  ranTouToB,  MpasMHOUTOB U1
anHopnarennat (McGinn, Morel, 2008). &-KA 6bina
HageHa B Kapb6okcucomax 6Gaktepumn Thiobacillus
neapolitanus (Roberts et al., 1997). ®yHKUMOHa/IbHbIE
KA e-cemeiictBa 6blv  naeHTMUUMPOBaHbI B
unaHobaktepuax Prochlorococcus sp. n Synechococcus
sp (So et al., 2004). OCHOBHbIe rMnoTesbl 0 ponn -, €- U
(-KA npegnonaraloT WX yyacTMe B MexaHu3me

KOHLUeHTpupoBaHua  CO B MpokapuoTax U

2
OZLHOK/IeTOYHbIX Bogopocnsx (Lapointe et al., 2008; So
et al., 2005).

Kap6oaHrugpasbl B hOTOCUHTE3UPYIOLMUX

opraHunsmMmax

B BoAHbIX hoToaBTOTpOChax, UMaHobGakTepusax W
BOZOPOC/IAX, MeXaHW3Mbl NnepeHoca HeopraHuyeckoro
yrnepoja K Mmectam kapOoKCWIMpOBaHUSA [0BOJIbHO
XOPOLUO M3y4eHbl Y YCTAHOBJIEHO, YTO OHM BKIOYalOT KA
M COCTOAT W3 CUCTEM aKTMBHOIO TpaHcnopTta 4epes
nnasmaTtmyeckyo nW/wnmn Xi0ponnactHylo mMembpaHy u
MoBbilweHne

CUCTEMBbI  KOHUEHTpupoBaHus  CO,,.

cogepxannsi CO, B6/m3n Py6Gucko Heobxoaumo ans

obecrneyeHns (POTOCKMHTE3A, MOCKOMbKY 3TOT (DEPMEHT

LI,VIaH06aKTepVII7I n Bo,qopocne|7| nMeeT HM3Koe CpoacTeo

k CO,. B unaHobakrepusix, Py6ucko Bmecte ¢ KA

pacrnonaraeTca B CTPYKTypax, W3BECTHbIX  Kak

Kap6OKCMCOMBI. Ha cBety Kap6OoKCMCOMbI
LMaHo6akTepuini - HakanMBaloT 60/bLIOe  KONYECTBO
6ukapboHara, n

dmnsmonoruyeckas ponb KA

KapGoKcMcoM, no-BMAMMOMY, coctouT B

npeobpasoBaHuy HakonneHHoro HCO4” B CO,. B

o
uuaHobakTepuax cywectByloT Tawkke KA, koTopble
accounnpoBaHbl c NADH-gerngporeHasHbim
KOMM/IEKCOM Ha na3maTtuyeckmx MembpaHax, WU ux
(OYHKUMOHMPOBaHNE BOBMEYEHO B pPabOTy 3MEKTPOH-
TpaHCMNopTHOM Lenu 3Toil Memb6paHbl (Maeda et al.,
2002). bBonee nogpobHylwd wuHopmaumiw o KA
umaHob6akTepuii MOXHO HaliTh B 063ope (Kupriyanova et

al., 2013).

B  Bogopocnsix,  9ykapmoTU4eckuX  (POTOCUH-

Te3NpPywwmnx  opraHnsmax, MeXaHn3M KOHUEeHTpU-

poBaHust CO,, 6onee CI0KeH, YeM B MPOKAPUOTUHECKMX.

B Haubonee U3y4yeHHOM MOAE/IbHOM OpraHusme
Chlamydomonas reinhardtii Pybucko Haxogutca B
nMpeHouae X/10ponaacToB. B kneTkax 3Tux Bogopocnei
NpuCyTCTBYET, MO MeHblueli mepe, 12 wunsodopm KA,
BK/IOYas TpY O, WeCTb B 1 TpU Yy UM y-nogo6Hbix KA
(Moroney et al, 2011). B ycnoBusix HU3KOrO

cogepxaHuss CO, B Bofe knetkn Chlamydomonas

[O/KHBI  akTMBHO Hakannmeatb CO,. [lornolieHne

HeopraHM4yeckoro yrriepofja [OCTUraeTca 3a CcueT
(QYHKUMOHNPOBaHNS TPaHCNOPTHLIX 6enkoB 1 KA. KA

TaKxke y4yacTByrOT B yaepxaHnn B KneTke

HeopraHM4eckoro yrnepoga nytem koHsepcun CO,,

KOTOpbIA MocTynaeT B KAETKYy WM reHepupyeTcs
KNETKON BO BpeMs AblxaHus, B GukapboHar, KoTopblii B
MWI/IMOH pa3 XyXe MPOHUKaeT Yepe3 MeMOpaHbl, Yem

yrnekucnbliii ras (Moroney et al., 2011).

B BbICLUMX pacTeHMAX pa3HbiX BULOB MMEETCS OKOMO
OBYX [EeCATKOB reHoB, kogupywowmx KA a-, B- u y-
cemeicTB. KonmyecTtBo reHoB MPUMEPHO OAMHAKOBO Y
MXa U ABYAOMNbHbIX MOKPbITOCEMEHHBIX, MEHbLUE YMC/O
reHOB Y OAHOAO0NbHLIX pacTeHwli (DiMario et al., 2017).
KA, kak MemO6paHHble, TaKk W pacTBOpUMble, OblIn
06HapyXeHbI noyTu BO BCEX KNETOUHbIX
KOMNapTMeHTax, HEeKOTopble W3 KOTOpbIX cofepxar
Heckosbko usodopm KA. Lectb KA, npuHagnexatimx B-
N y-cemelicTBam, GblM OGHApPYXEHbl B MUTOXOHAPUSX,
W eCTb [AaHHble O NPUCYTCTBMU, NO MEHbLUEN Mepe,
wecTtn KA B xnoponnactax. Ha cerogHAWHWIA AeHb noka
Masio paboT, NOCBALLEHHbIX uccnegoBaHuo a-KA, Torga
Kak KA [B-cemeiicTBa M3y4yeHbl ropasgo nyuule u3-3a
CYLLECTBEHHO 6OMbLUET0 CoAepXaHUs TPAHCKPUMTOB MX
reHOB, a TaKkke Wu3-3a 60MbLIero cogepxaHus 6enka.
HaipeHo, 4To cogepxaHue TPaHCKPUNTOB GOJbLUMHCTBA
reHoB [-cemeiicTBa B HECKO/IbKO pa3 MnpeBbllaeT
KO/IMYeCTBO TpaHCKpUNTOoB O-KA Kak B pasMyHbIX
opraHax Sorghum bicolour (Makita et al., 2015), Tak n B

nuctbax Arabidopsis thaliana (Rudenko et al., 2017).

B  BbICWIMX pacTeHMAX OCHOBHOW  cybcTpar
hoTOCMHTE3a, HeopraHUyYeckuin yrnepog, norsowaercs
B (hOpMe rasza 4yepes ycTbula B JIMCTbAX. YBENUYEHNE

nocneaytowiero nornoweHna CO, KieTkamum MOXeT

gocturatbCA 3a CHEeT nepeHoca H* us knetok B
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nepunnasmarTMyeckoe  NPOCTPaHCTBO,  4TO  6bl10
nokasaHo A9 BOAHbIX NOKPbITOCEMEHHbIX (Price, 1985,

Prins, Helder, 1985). 3T1oT npouecc B npucytcteumn KA

MO3BO/ISIET MOBBLICUTL BHELLUHIOW KOHUeHTpauuwo CO,,

4YTO yBe/NMuMBaeT €ero MNOoTOK B KIeTKy 4depes
nnasmanemmy. BnepBble cyuectBoBaHue KA B
nnasMaTnyeckoi mMemo6paHe BbICLUMX PacTeHWin 6bl1o
nokazaHo Ha npoTonnactax ropoxa (lgnatova,
Romanova, 1992) un 6bl710 NOATBEPXAEHO ANs
HECKO/IbKMX BUAOB PaCTEHWUA C pas3/IMYHbIMU TUMAMM
yrnepogHoro metabonmama (Utsunomia, Muto, 1993). B
pabote (Fabre et al, 2007) O6binO0 HaigeHo, 4TO
nnasmanemma cogepxut [B-KA4. Cxema y4yactus
nnasmMasieMmHoli KA B TpaHCnopTe HeopraHuyeckoro
yrnepoga B UuUuTONMasMmy npefcTaBfieHa B paboTe
(Ignatova et al., 2001). LinTonnasma KneTok NCTbEB A.
thaliana copepxunT Heckonbko KA (-cemeiictea: 3-KA2,
B-KA3 (Fabre et al., 2007) u ogHy u3 dopm [-KA4
(DiMario et al., 2016). B xnoponnactax A. thaliana
06HapyxeHbl KA a- 1 B-cemeiicts: a-KAL (Villarejo et al.,
2005), a-KA2 (Zhurikova et al., 2016) n a-KA4 (Friso et
al., 2004), B-KA1, B-KAS5 (Fabre et al., 2007).

®DYHKUMM Kap6oaHrngpas CTPOMbI XJ/IOPON/IACTOB B

CTPeccoBbIX YC/IOBUAX

[lo cux nop HeT AcHOro npeacTaBneHns 0 PYHKUUAX
MHOrouYncieHHbIX KA BbICLUMX pacTeHuit. Hanpumep,

cyMTaeTcsd, 4to Bbiclwime C3 pacTeHus He o6na,u,a+0T

MexaHu3MOM KoHUeHTpupoBaHus CO,. CopepxaHue

YINEKNCNOro rasa B XWAKON (hase AUCTbEB HE O4YEHb

BbICOKO, MpumepHo 11 MKM npu cywecTBylLwein B

HacTosllee Bpema koHueHTpauum CO, B aTmocdepe.

Korfia Ha cBeTy 3HadeHue pH cTpoMbl X/ioponsiacTa, rae

HaxoguTcsa Pyb6ucko B BbICLLINX pacTeHusx,
yBenmMuMBaeTcs Ao 7,7, cogepxaHme bukapboHata Tam
pocturaet 230 MKM npu  25°C; € HeKoTopbIM
JonyuieHnem 3T0T DakT MOXHO paccMmaTpuBaTtbh Kak
KOHUEHTpMpOBaHne

HEOpPraHN4eckoro yrnepoga.

CKOpOCTb  CMOHTAHHOI  peakuum  Aermgparauum

6ukap6oHata ans nosienexnus cyéerpara Py6ucko, CO,,
BecbMa HM3Ka, 4YTO nogpasymeBaeT ponb KA B
YCKOpEHU

nogauu Co, K LeHTpam

KapGOKCMNMPOBAHUS, OAHAKO, MPSIMbIX AAHHbLIX O POJ

chepmMeHTa B 3TOM MNpoLiecce noka He moslydeHo. Hazo

OTMETUTb, 4TO KA CTpOMbI XoponsacTta sBAseTcs
camoii 06unbHoi KA ancTa, n No CBOEMY COAEPXaHUIO
ycTynaet Tosbko Py6ucko. CTaHAapTHbIM MNOAXOA4O0M
OYHKLMiA
nomeLleHne pacTeHuid, kak [UKOro Tuna, Tak u

ANs M3ydyeHus (bepMEeHTOB  CAYXUT
MYTaHTOB, B M3MEHEHHblE YC/IOBUS cpefdpbl. VIMEHHO B
TaKUX YCNOBUAX, KOrga pacTeHus UCMbITbIBAIOT CTpecc,
1 6blfI0 B GOMBLUMHCTBE C/Ty4yaeB BbIsIB/IEHA POsib pPsiaa

KA B MeTabonm3me pacteHus.

B HekoTOpbIX paboTax He Obl/10 HaligeHO CBSA3N
akTBHOCTM KA ¢ ¢poTocmHTe3oM. Tak, BblpalimMBaHue
pacteHuii B yCnoBuaxX dedmuuta LMHKa nokasaso, 4To
npu pes3koM nNajeHun akTmBHoCcTU KA  cKopocTb
(poTOCUHTE3A B 3TUX PaCTEHMSAX MOYTU HE M3MEHSANACh
(Edwards, Mohamed, 1973). B TpaHCreHHbIX pacTeHusIx
Nicotiana tabacum, cogepxawmx 10% wunn MeHee
aKTMBHOCTM pacTBopuMMOil [-KA N0 cpaBHEHWMIO C
pacteHuamn gukoro Twuna (AT), He Habnoganoch
CYLIECTBEHHbIX OTANYMA B  akTUBHOCTM  Py6ucko,
copepxaHum  xnopodmnna, NPOBOAMMOCTM  YCTbUL,
CyXOli Macchl Ha eAuHMLY NAoLWaAM NNCTa, a Takke He

N3MEHANI0Cb COOTHOLWEeHMe napunasibHOro [aAas/ieHUA

BHYTPUKNETOYHOIO N BHELUIHEro COZ no CpaBHEHUK C

pacTteHuamu aukoro tuna (Price et al., 1994). OgHako B
TakUX MYTaHTHbIX pPacTeHUsAX Obl1 U3MEHEH W30TOMHBbIN
COCTaB yrnepoga Cyxoro BellecTBa NUCTbEB. B Te xe
rogbl, gpyras rpynna wuccnegosaTesiein obHapyxwna,
YTO pacTeHUss KOMNEHCUMPOBASIY CHUXEHWE aKTUBHOCTU
KA, yBennuMeas  NpPOHMLAEMOCTb  YCTbUL,  YTO
npvBOAUIO, OAHAKO, K 60/1ee BbICOKOI CKOPOCTY noTepu
Boabl (Majeau et al., 1994). BoipawBaHue pacTeHWiA B
ycnosusix fedmuymta asota B Mo4yse MNpUBOAUIO K
CYLLECTBEHHOMY CHWKEHUIO aKTUBHOCTU PacTBOPUMBIX
KA B /MCTbAAX pacTeHuii caxapHoi CBEKIbl, a npu
BOCCTAHOB/IEHNM @30THOTO NUTaHWA  Habnwganocb
nocTteneHHoe obparHoe NoBbIEHNE akTMBHOCTU KA #o
80% OT wucxogHbix 3HayeHwii  (Novichkova, in
preparation).

B pacteHusx Phaseolus vulgaris, BblpalleHHbIX Mnpu

NOBbILLIEHHOM cofepxaHum CO, B BO34yXxe,

Hab/1104a10Ch 3HAYMTE/TIbHOE CHIKEHME aKTUBHOCTM Kak
KA, Tak wun Pybucko (Porter, Grodzinski, 1984).
AKTUBHOCTb  3TUX

hepMeHTOB 1 cofepxaHue

TPaHCKPUNTOB reHoB, X KOAUPYHOLWNX, ObIIN CHUXKEHDI B
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pacteHusx Pisum sativum, BbipalyeHHbIx npy 1000 ppm

CO,, N0 CPaBHEHUIO C PACTEHNSIMU, BbIPALLEHHBIMU NPU

aTMOCEpPHO/ KOHLEHTpALUW  YIJIEKACOThI; MEPEHOC
pacTeHuwii ropoxa, BblPALLEHHbIX MPU  KOHLEeHTpauuu

yrnekucnotel 1000 ppm, B YCNOBUA HOPM&sIbHOIO

copepxaHus CO, B aTMocepe, NpUBOAU/ K BbICTPOMY

YBE/IMYEHNIO YPOBHS 3kcnpeccum reHoB KA n Pybucko,
nocsie 4ero MnPOUCXOAWIO YBe/IMYEHUE aKTUBHOCTU
COOTBETCTBYIOLNX depMeHTOB B nnctbsax (Majeau,
Coleman, 1996). No3gHee 6b110 06HAPYXEHO, YTO OfHA
13 nsocgopm KA B CTpoMe X/I0pon/iacToB, CBsi3aHa C
Py6buncko Ha BHeLLHeli CTOPOHe TUNakouaHOW MeMbpaHb!
(Lazova, Stemler, 2008). Apgantaumsi pacTeHui
caxapHoi  CBEKIbl K  BbICOKOW  KOHLEHTpauum
yrnekucnotel, 1000 ppm, NpvMBOAMAA K CHUXEHUIO Kak
aKTMBHOCTM pPacTBOPUMbIX 1 MeMOpaHOCBA3aHHbIX KA,

Tak u akTnBHoctn Pybucko (Ignatova et al., 2005).

VicchepoBaHus, npoBeféHHble C KCMNOJIb30BaHMEM
[OBOMHBbIX MYTaHTOB, MOKa3aM, 4TO BbIK/IOYEHNE
CMHTEe3a Heckofibkux KA oKasblBaslo B/MSIHUE Ha
hoToCUHTE3. PacTeHuss ¢ HOKayTUPOBaHHbLIMW reHamu,
kogupyrowmumn B-KA1 n 3-KA4, koTopble pacrnosioXeHbl
B CTpoMe W  nnasmMaJieMMe, COOTBETCTBEHHO,
OEMOHCTpUPOBasiM 60J1ee BbLICOKYH, MO CPaBHEHWIO C
pacTeHnsamu LMKOro Tvna, NPoBOAMMOCTb YCTbul, (Hu et
al., 2010). /13BeCTHO, YTO MPU BbICOKOI KOHLEHTpaLmn

CO, B BO3fyXe yCTbuLA 3aKpbiTbl, HO A0 CKX MOP He

6611 M3BECTHbI cBA3biBalolme CO, cneumduueckme

6enkn, KOoTopble perynvpyloT OTKpbiBaHWe YCTbuL,
ABTOpbl nokasanu, 4to B-KA4 n (B-KA1 npuHumatot
yyactme B perynisiuum ra3oobmeHa mexgy atMmocgepon
N NINCTbAMU NYTEM OTKPbIBaHWA/3aKpblBaHWSA YCTbUYHONA
wenu 3a CY€T ydyacTus B nepefjaye curHana o
cojepxaHun yrnekucnoro rasa (Xue et al., 2011). 311
hakTbl CBUAETE/NLCTBYIOT 0 TOM, YTO KA nogaepxusaroT
ahbpekTMBHOCTL  (POTOCKMHTE3a, a WX akTUBHOCTb,
pearvpys Ha BHelHWe Yycnosus, obecneunBaeT
HEeo6X0AVMYK0 pacTeHW CKOpPOCTb W HanpaBs/ieHue

MeTabo/mM3Ma B HOBbIX yCnoBusax.

CyLLEeCTBYIOT AaHHble, YTO akTMBHOCTb [3-KAL1 moxeT
ObiTb BaXHa He TOMbKO A8 (DOTOCMHTETUYECKUX
NnpoL,EeccoB, HO, HanpumMep, AN1A CUHTe3a 3TUNEeHa npu

npopacTaHun pacTeHWid, NpoLiecca, TakKe 3aBUCALLEro

ot CO, (Kende, 1993). CemeHa myTtaHTa A. thaliana c

HOKayTUPOBaHHbIM  TeHOM,  Koaupywowmm  (B-KAL,
nokasany 3HaunTesIbHOE CHWXEHME BCXOXEeCTU Ha

CTEPU/IbHBIX UCKYCCTBEHHBIX Cpeaax npyu atMocqepHoi

KOHUeHTpauum CO, B BO3ayxe CnocobHoCTb K

npopactaHu y 3aTUX MyTaHTOB BOCCTaHaB/1MBaslaCb A0

TakoBoii AT npu BblpaWyBaHUM NPU  BbICOKOM

cofepxaHun CO, B atmocchepe (1500 Mkn/n) wnm

nocne pobasneHus B cpefny caxaposbl (Ferreira et al.,
2008).

Ona noHumaHua ponv KA B pacTeHusax MOoXeT

okasaTbcs BaXKHbIM, 4To KA B-cemeiicTBa,
pacnonoxeHHas B CTPOME XJi0porsacta, He TOJIbKO
nposesieT KA akTMBHOCTb, HO Takke MOXET CBA3bIBaTb
canvuunosyto kucnoty (CK) (Slaymaker et al., 2002).
CK, KaK n3BecCTHO, urpaeT posib B CUrHasIbHbIX Kackajax,
KOTOpble aKTMBMPYKT CUHTE3 BOBJ/IEYEHHbIX B 3awuTy
pacTeHuii OT OKUCNIUTENbHOrO cTpecca 6eskoB, Kak Ha
YPOBHE TPaHCKPWNLMKU, Tak N Ha YPOBHE TpaHCALMK, a
TawkkKe yBE/MYMBAIOT aKTUBHOCTb 3TUX 6esiKoB. Bbino
noKasaHo, 4TO WHTEHCMBHOCTb 3KCMpeccun reHa
CTpomasibHOl KA pearvpoBasia Ha CUrHasbl, CBA3aHHble
C aKkTMBauuein cuctem 3awuTbl OT OUOTUYECKOrO
cTpecca: Ha 3apaxeHue UTOQTOPOW  pacTeHuit
kapTodpens (Restrepo et al., 2005), Ha 06pabOTKy
TOMaToB MUKOTOKCMHOM chy3nkokuuHom (Frick, Schaller,
2002) n Ha 06paboTKy METW/HKACMOHATOM pacTeHUN
apabugoncuca (Schenk et al, 2000). PacteHus

Nicotiana benthamiana, B KOTOpPbIX Obl1 BbIK/OYEH

CUHTE3 reHa, KoAmpytoLLero XNIOPON/IACTHYHO
pacTBOpUMYO KA, NposBNSAIN 60/bLUYL0
BOCMPMUMYMBOCTb K MOpaxeHuio  utogTopoit

(Restrepo et al.,, 2005). CyuwiecTByeT runoresa 0 TOM,
4yTo pofib CcTpomasibHO B-KA B 3awmte OT cTpecca
MOXeT ObiTb CBfi3aHa C €€ yyacTuem B OMOCMHTE3E
XUpPHbIX KMcnoT. MokasaHo (Hoang, Chapman, 2002),
yTo 060NIEEe HU3KOE codepXaHume CcTpoMasibHOW [B-KA
NPUBOAMT K NOAABMNEHUIO CUHTE3A XMPHBIX KUCIOT U1, KakK
cnepcTBue, K 6051ee HU3KOWM 3KCNPeccumn reHoB, KOTopble
PEerynmpyoTca XXacMoHOBOI kucnoToli (KAK), apyroit
CUTHa/TbHOA MOJ1EKY/OM, 3anyckarwoLei
aNbTepHaTMBHbIA Kackaj reHOB 3alWuMTHOTO OTBeTa.
Omera-6  XMpHble  KACMOTbl -  NPOMEXYTOUHblE

coeavHeHns 6uocuHTe3a XKAK, cuHTesupylTca B
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cTpome xnoponsiactoB. CnocobHOCTb CTpOMasibHON [3-
KA cBsasbiBatb CK MOXeT 6bITb NPUBOAUTL K aKkTMBaLum
reHos J>KAK-nytn, nockoneky >XAK un CK asnawTtca
aHTaroHuctamn  (Pieterse et al., 2012). Huskoe
cogepxaHne KA B CTpomMe MOXET nNpuvBOAUTbL K
MHITMOMPOBaAHUI0 BMOCMHTES3A XUPHBLIX KACAOT U, KpOMme
TOro, K HegocrtaToyHoMy cBAsbiBaHUO CK, 1 o06a 3tu
MexaHu3ma MOryT NpuBOAWTbL K MHIMOUpoBaHunio MXAK-
nytn (Rudenko et al., 2015).

Cpean 6enkoB X/10ponacToB 6bl1a 06HapyXeHa o-
KA1, 1, ucnonb3ysa UMMYHOGMOTTUHI, GblJIO MOKa3aHo,
yto ata KA pacnonoxeHa B cTpoMe XxJjoponaacTa
(Villarejo et al., 2005). [OaHHble 06 YyMeEHbLUEHWUN
(hOTOCMHTETUYECKO aKTUBHOCTHU, @ TaKkke CrocoBHOCTH
Hakan/imBaTb Kpaxmasl B PacTeHMsIX C HOKayTOM reHa,
a-KA1 (Buren, 2010) MoryT

cBugeTenscTBoBaTh 0 ponu a-KALl ana gotocmHTe3a, U,

KOZAMpYIOLLEro

BMOJIHE BO3MOXHO, 4TO 3Ta KA y4yacTByeT B MnocraBke

Co, Py6ucko. Vicnonb3ys npaimepesl,

CKOHCTPYMPOBaHHbIE c yyeTom BO3MOXHOTO
anbTepHaTMBHOrO cnnalicuHra matpuuHoin PHK reHa
At3g01500, kopupytowero B-KAl, 6b10 06GHapyXeHo,
yto 06e  opmbl  MPUCYTCTBYOT B JIUCTbAX
apa6bugonicuca (Rudenko et al., 2017). YsenuueHwve
OCBELLEHHOCT! pacTeHuii NPUBOAWIO K W3MEHEHWIo
cofepxaHua  TpaHCKpunToB  GONbLUMHCTBA  [EHOB,
Kogupylowmx KA xnoponnactos, M nNpu  3TOM
HabN4a10Ch CyLLLECTBEHHOE pas3/inune MHTEHCUBHOCTU
akcnpeccun reHoB 0o-KA1 u  aByx dopm  [-KA1L.
athpekT

MHTEHCMBHOCTN CBE€Ta Ha coAaepXXaHue TpaHCKpUNnToB

MpOoTMBONOOXHBII yBeNnnyeHus
oByx dqopm PHK reHa, «kogupytowero [-KAL,
BO3pacTaHue COAepPXaHna TPaHCKPUNTOB OAHON hopMbl
N YMEHblUEHWEe - [pYyroil, MOXeT YyKasblBaTb Ha
pasfiMyHble  (PYHKUMU  KOOUPYEMbIX UMK  GESKOB.
YBenuueHue akcnpeccun a-kal n ogHoi 13 hopm PHK
reHa f-kal c

yBe/IM4yeHnem OoCBeLllEeHHOCTN

npegnonaraet uX Koonepauuk B NOCTaBke C02

Pybucko (Rudenko et al., 2017). CxopgHblii 3chdpekt
YMEHbLUEHNS1 ~ COAEpXaHWs  TPAHCKPUNTOB  FEHOB,
Koampytowmx B-ka4, v gpyroii coopmbl PHK reHa B-kal B
YC/OBUSIX BbICOKOIi OCBELLEHHOCTU Npeanonaraet, 4o B
COBMEeCTHOIi paboTe ¢ [3-KA4 no KOHTPO/0 razoobMeHa

pacteHua (Hu et al., 2010) yyacTByeT VMEHHO 3Ta

opma [B-KALl. Boobuie, MOXHO NpPennonioxiTb Ha
OCHOBaHWM psija WMEKLWMXCA JaHHblX, u4To KA
pacTeHuid, kaKk NpaBuio, COBMECTHO KOHTPOMPYIOT TOT

UM MHO Npouecc meTabonusma.

Ponb KA Tunakomaos B 3awurte OT U3GbITOUHOrO

ocBeLleHunsa

AKTMBHOCTb KA B TMNakongHbIX MeM6paHax BbICLLNX
pacteHuii 6bina o6HapyxeHa B Havane 80-x rogoB. Psag
CBOWCTB OT/IM4yaeT KA akTMBHOCTb  TUAKOUAHbIX
MeM6paH OT aKTMBHOCTW PacTBOPUMOI CTPOMasIbHOM
KA. B yacTHOoCTW, pervgpaTtauyMoHHas akTUMBHOCTb
TunakougHoi KA 3asucut ot pH ¢ makcumymom npw 6,8-
7,0, a akTMBHOCTb pacTtBopumoii KA He 3aBucuT oT pH
(Ilgnatova et al., 1998). Bblno nokasaHO TaKke, 4To
aHTUTEeNna npoTMB pacTBopumoit KA 13  wnuHata
nokasasim  CWIbHYI0  MEPEKPECTHYI  peakuuio C
pactBopumoin KA 13 x/10pOniacToB ropoxa, HO He C
Tunakongamm, nposiBASIOWMMUN CXOAHY0 KA akTMBHOCTb
(Moskvin et al., 2004). B Hawwux pab6otax 6blna
obHapyxeHa pacTBopumas KA, pacnonoxeHHas B
NOMeHe Tunakouaos, nNpuHaanexawas p-cemeincTsy
(Rudenko et al., 2007, Fedorchuk et al., 2014), n 6b110
BbICKa3aHO  MpenosioxeHue, yto 310 [B-KA5,
BbIIB/IEHHAs paHee B xJoponnacrtax apaéugoncuca
(Fabre et al., 2007). YpoBeHb 3KChpeccunm reHa
At4933580, kognpytowero B-KA5, Ha 2-3 nopsigka Huxe,
yem, Hanpumep, reHa At3g01500, «koaupyroLiero

cTpoMasibHyo [-KAL, B pacTeHusiX, BblpalleHHbIX Mpu
aTmMocgrepHoit koHueHTpauun CO, B YCIOBUSX HU3KOM

ocselleHHocTn (Rudenko et al., 2017). MNpwu atom -KA5
- eguHCTBEHHaA KA, HokayT reHa KOTOpOi npuBoAaWn K
3HauuTeNbHLIM U3MEHEHMAM heHoTuna apabdugoncuca
B ONTMMaJ/IbHbIX YC/OBUSAX BbipawmsaHua (J. Moroney,
personal communication).

B 2004 r. cpean 6enkoB TunakougHblX Memb6paH
6blna BbisBneHa o-KA4 (Friso et al., 2004). Hamwu
nokasaHo, 4TO CBEXWN BeC JINCTbEB pPaCTEHUA,
HOKayTMPOBaHHbIX MO reHy o-ka4, Ha 10% 6onblue,

coaepxaHue kpaxmana u H,O, 3HauNTeNbHO Bbllle, a

CKOpPOCTb accumunauun CO2 NINCTBAMU  HUXKE NOo

CpaBHEHWIO C pacTeHusMU OT; npu 3ToM 3DAEKTUBHbII
KBAHTOBBbI/i BbIXOZA, (DOTOCMHTETUYECKOTO 3/1IEKTPOHHOTO

TpaHcnopTa Npy HacbIWAOLWMX MHTEHCUBHOCTU CBETa U
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KOHUueHTpaumm CO, Bbiwe, uem B AT, a

He(pOTOXVIMVILIECKOQ TywieHne

donyopecueHumumn
xnopodmnna a nucteeB (HOXT) Huke (Zhurikova et al.,
2015; Zhurikova et al., 2016; Rudenko et al., 2018).
At4920990,

Kogupywowero o-KA4, 6bln10 B ABa pasa Bbille npu

CofepXaHvne  TPaHCKPWMTOB reHa

BbICOKOW (400 MKMO/b (poToHOB M2 c1), uem npu

HWU3KOI OCBelLeHHocTU (80 MkMONb (OTOHOB M2 c1)
npu BblPaLLMBaHUN B YC/IOBUSIX «KOPOTKOTO» CBETOBOrO
AHA (8 yacoB AeHb/16 yacoB HOub) 1 B 16 pas Bbiwe B
YCNoBUAX «AJ/IMHHOrO AHsA» (16 4acoB f[eHb/8 vacos
Houb) (Rudenko et al., 2017). Takum o06pasom,

3thpekTbI
Kogupytowlero o-KA4, At4g20990, cornacylTtca Cco

onucaHHble BbllLe HOKkayTa  TeHa,
3HaUNTENIbHLIM MOBLILLIEHNEM YPOBHS 3KCMPEeccun 3Toro
reHa y pacTeHuii Mpy BbICOKOW OCBELLLEHHOCTU, TO eCTb,
B YCNOBWSAX, MPU KOTOPbIX MOTPEBHOCTb B pPasBUTUM
HOXT, sawmuwatowero ®C2 oT hoTOUMHIMGMpPOBaHUS,
yBenuunsaeTcs. Mockosibky nameHeHve B HOXT 6biiv
obycnoB/sieHbl  U3MEHEHWeM B BeJIMuMHe,  Tak
Ha3bIBAEMOIO  3HEPro3aBMCUMOro  TyLUEHUs  (4acTtu
H®XT, cBA3aHHOW C HakonJeHMeM NPOTOHOB B JIlOMEHe
TUNakongos), B

UMTMPOBaHHbLIX  pa6oTax  Mbl

npeanonoXuwin, yTO a-KA4 yyacTtsyeT B
NPOTOHUPOBaHUN nnéo 6enka Psbs, nnéo
BMONaKcaHTMHaeanokcuaasbl. Ponb a-KA4 B mexaHusme
H®XT, passuBatoLerocs B aHTeHHe eC2,
noaTeepxganacb TeM ()akToM, 4TO HOKayT reHa
At4g20990 3aTparuBan Kak cogepxaHue 6esikoB
cBeTocobupatoero komnnekca ®C2, TaKk U YpOBEHb
3KCMpeccumn reHoB, koampyrowmx atn 6enku (Rudenko et
al., 2018): cogepxaHne OCHOBHbIX OEMKOB aHTEHHbI
®C2, Lhcbl n Lhecb2, 66110 MeHbLIEe B HOKayTax no a-

ka4, yem B pacTeHusax AT.

HokayTt a-KA2 nokasaJsi NPOTUBOMO/I0XHbIE
M3MEHEHMS CBOWCTB PacTEHWII MO CPaBHEHUIO C
BO3HUKaKLMMN B pe3ynbTaTe HokayTa 0-KA4. Ceexuit
BEC /IMCTbEB, OTHOLLEHME cofepXaHus xnopogunna a K
xnopochunny b, copgepxaHve kpaxmana u H,O, B
NNCTBAX BbIIO HMXE, YeM B pacteHusx AT, Torga kak

ckopocTb accumunsumm CO,, 6bina Boiwe (Zhurikova et
al., 2015; Zhurikova et al., 2016; Rudenko et al., 2018).

B HokayTax no a-ka2 ahpeKTUBHbI/ KBAHTOBbI BbIXOA

(*)OTOCI/IHTeTVILIeCKOFO 3/IEKTPOHHOIo TpaHcnopTa 6bIn

HWxe, yem B AT, Toraa kak HOXT — Bbllle, NpUyYem Toxe
3a CYEeT 3Hepro3aBMCcMMOro KoMrnoHeHTa. COBOKYMNMHOCTb
dousnonoruyecknx 3eKToB, MNPOABASAIOLNXCA MPU
BbIK/TOYEHNN TE€HOB a-ka2 W o-ka4, no3sonset
NPegnonoXnTb, 4YTO He TONbko a-KA4, HO u 0O-KA2
HaxoauTcsa B xnoponnacrax, y4yacTtByA B
(QYHKLUMOHNPOBAHNM NMPOTUBOMNOMOXHBIX «PerynsaTopHbIX
nyTei», pearvpylwmux Ha W3MEHEHUS  BHELLUHUX
YC/OBMWIA. Takoit theHomeH perynuposaHus
MeTabo/IMYecknX COCTOSHUIA, KOorga uMMelTcs  ABa
hepmeHTa, NPOTUBONOJIOXKHLIM 06PAa30M BAUSAKOLINE HA
TO WM WHOE COCTOSIHME, Hanpumep, Kak KuHasa U
opataza Ha pocchopunvpoBaHie 6eKoB, XOPOLIO
n3BecteH. OO6GHapyxeHue  3TOr0  SBAEHMA  npwu
perynuposaHun HOXT Becbma BaXxHO, T.K. MOKa3bIBaeT,
yto u3MeHeHne H®XT, yyacTBywWero B 3awuTe
hOoTOCUHTETUYECKOTO annapata oT
hOTONHIMOMPOBaHWS, HaxoAWTCA Mog OnepaTUBHbLIM
KOHTpONEeM, NO3BOMAKWMM  ObICTPO  yBennumsatb
TEeNA0BY0 AWCCUNAUMI0 COJIHEYHOW 3Heprui npu ee
n3bbITKe, M yMeHbllaTb 3Ty AMCCMNaLuio, Korga oHa
Morna 6bl YMEHbLUNTb WCMO/Ib30BaHNE HeobXxoaMMOoi
ONs OCylecTBNeHnss ()OTOCMHTEe3a 3JHeprunm npu ee

fedmuute Ha HA3KOM CBETY.

MMockonbky perynsaums 3Hepro3asncuUMoro
KomnoHeHta H®XT c yyactmem 0o-KA4 un o-KA2
OCHOBaHa Ha MW3MEeHeHMW KOHUEeHTpauuu MpoTOHOB B
NIOMeHe, TO Yepe3 3aBUCSLLYI0 OT 3TOlM KOHLUEeHTpauuu
CKOpPOCTb oKncneHns nnacTornapoxXmHoHa
LUMTOXPOMHbIM ~ KOMMJIEKCOM B (DOTOCMHTETUYECKOMN
3N1EKTPOH-TPAHCMOPTHOW LENN OHW MOTYT perynnpoBaTb
N OKWUC/NTE/IbHO-BOCCTAHOBUTE/IbHOE COCTOsIHME nyna
NNacToxmMHoHa. 3TO  COCTOSIHWE, COrfacHo  psgy
nccnegosanuii (Allen 2002; Maciejewska et al., 2002;
Frigerio et al., 2007), perynupyeT npucnocobutesibHyto
peakuuio pacTeHuii B OTBET Ha W3MEHEHWE YCMOBUiA
cpefbl. Kpome TOro, KOHLUEHTpauus NPOTOHOB BaXHa
ANnst (PYHKLMOHANBHOW aKTMBHOCTU Takux (DEPMEHTOB
KaK TWOPEOOKCUMHbI W KWHa3bl, aKTUBHOCTb KOTOPbIX
onpefenseTca COCTOSHUEM Cy/bMrUApUNbLHBLIX Fpynm.
BO3MOXHO,  (PyHKUMOHMPOBaHMEe  TunakougHbix KA
MOXET B/IMATbL Ha OKUC/NTE/IbHO-BOCCTaHOBUTENLHOE
COCTOSIHME CYNbMruapunbHbIX rpynn kuHasbl STN7,
HanpasfeHHbIX B TUNAKOWUAHbIA NIOMEH. 3TOT (hepmeHT
BHELLHel

dochopunumpyet 6enkn aHTEHHbI
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cBeTocobupatowero komnnekca ®C2, MHUUMMPYS OHY
M3 cTaguil state transitions, a MMeEHHO, NepemeleHne
yacTu 3Tol aHTeHHbl oT ®C2 Kk ®C1l, yTOo SABNAETCA
MexaH13mMoB

TakKke OAHUM n3 3alnTbl oT

hOTOMHIMOGNPOBAHMS.

MepcnekTnBLI NPAKTUYECKOro UCMNO/Ib30BaHUS

3HaHU 0 (PYHKLUMAX Kap6oaHrugpas

Bbino HavgeHo (Hu et al., 2010), 4TO MyTaHThI,
runepakcnpeccupywowme B-KA4 un B-KA1l, obnagawoT
60o/5lee  BbICOKO 3PHEKTMBHOCTBIO  MCMO/Ib30BaHNSA
BOAbl, YeM pacTeHusa OT. STK AaHHble A4EMOHCTPUPYIOT
BO3MOXHOCTb  CO34aHWs, MyTEM MaHUMNyaMpoBaHus
reHamu KA, HOBbIX YNYYLLIEHHbIX NVHWIA
CE/bCKOXO3SANCTBEHHBIX  KYy/bTYp C  YMEHbLUEHHO
notepein BoAbl 3a CYeT TpaHcnupauun. Kak 6bi10
paccMOTPEHO Bbille, eCTb MHOMO AaHHbIX O TOM, 4TO
cTpoMasibHasAs KA urpaeT posib B 3aliuTe pacTeHuli oT
cTpecca, 4YTO Takke CO3[4aeT BO3MOXHOCTb CO34aHust
NVHWIA CEe/bCKOX035MCTBEHHbIX pacTteHuit c
rmnepakcnpeccuein  B-KA1, ob6nagawwmx  6onee

BbICOKOW YCTONYMBOCTbLIO K CTPECCOBbLIM BO3EACTBUAM.

O6HapyXeHHble  HaMu  CBOWCTBA  MYyTaHTHbIX
pacTeHwuii, HoKayTUPOBaHHbIX MO FeHy, KOAUPYHOLLEMY O-
KA4, cnoco6HbIX K aKTMBHOMY HaKOMJ/IEHUIO Kpaxmasia U,
Kpome Toro, obnagatowmx Ha 10-15% 60/bWMM BECOM,
yeM pacTeHusi AT, TaKkke OTKpbIBAT MNEPCNekTUBY
NPUMEHEHNSA MYTaHTOB MO TFeHy a-ka4 B Ce/IbCKOM
xo3siicTee. Kpaxmas, 0guH 13 OCHOBHbIX HaTypasibHbIX
YIEeBOLOB, ABNSAETCA [/1aBHbIM 3anacaeMbIM MPOAYKTOM
BO MHOIMX B@XHbIX CE/TbCKOXO3ANCTBEHHbIX PaCTEHUAX,
N OOHVM M3 3HaYMMbIX WCTOYHMKOB 3HEpruvi [Ans
4yenoBeyvyeckoro opraHusma. Kpome TOro, kpaxman
ncnonb3yeTcsa 418 npomssoacTea 6onee 500 npoayKToOB
B NWWEBOW, UENI03HO-OYMaXHON, TEKCTUIbHOM,
XMMMWYECKO 1 papMaL,eBTUYECKO NPOMbILLIEHHOCTH, a
Takke A8 MNOoSlydeHuss MoSMMEpoB W TOM/MBA.
OnncaHHble Bbile wuccnefoBaHus QyHKuui  o-KA4
apabupgorncmuca MOryT  ObITb  MCMO/Mb30BaHbl AN
NAeHTUIMKaUUM reHoB, Kogupylowmux KA, koTopble
BbINOSIHAKT Te Xe (YHKLMN B PacTeHUsIX, UMEeKLLMX
npakTMyeckoe 3HayeHne, YTO MO3BOSIUT HOKayTMpOBaTb
NOEHTUULUMPOBAHHbIE TEHbl ANA NOMYYEHUS JIMHWIA
pacTeHuii C MHOTOKPaTHO YBE/IMYEHHbIM COAEPXAHVEM

Kpaxmasia B JINCTbAX UK 3anacalonx opraHax.

B nuTepatype wvMelOTCA NpennonioxeHns o6
MCMNOMb30BaHNN TepMOCTabubHbIX KA ANs CHMXeHWA
copepxaHusa yriekucnoro rasa B atmocgpepe (Wang et
al., 2011), cywecTBEHHO BO3pPOCLIEr0 B Te4yeHue
nocnegHnx OEeCATUNETUIA, UYTO, Kak M3BECTHO, BEAET K
napHukoBomy adodpekTy. Mpegnonaraercs, 4To npouecc

ussneyeHnss CO, u3 BO3fyxa [O/KEH BKIOYATb

katanusvpyemytro KA peakuymio CO, € XUMWUYECKUM

pacTteopuTesieM C 06pa3oBaHMEM MPOMEXYTOUHOTO

coeiHeEHUA, KOTOpOoe nocrne TepMMHECKOM 06paboTkn

0CBO6OXAAET MUCXOAHBINA pacTeopuTesib U CO,. YuCTbIii

CO, oxmkaeTca Ans noc/efytouieii TPaHCNopPTUPOBKA 1

XpaHeHus.,
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