BUHODU3UKA, 2024, mom 69, Ne 3, c. 466—477

YIK 577.1

BUODPU3NKA KIIETKHU

YUYACTUE KAPBOAHTUJIPA3 XJIOPOILIACTOB BBICIIIMX C3-PACTEHUI
B AJAITTAITMOHHBIX USMEHEHUAX
®OTOCUHTETUYECKHNX PEAKIINN

© 2024 r. b.H. UBanos* *, H.H. Pynenko*

*Unemumym ghynoamenmanwvHuix npobaem ouonoeuu PAH — obocobnennoe nodpazdenenue OHUI]
«llywunckuil Hayunbiil yenmp 6uonoeuueckux uccaedosarnuii Poccuiickoii akademuu HayKk»,
Hucmumymckas ya., 2, Ilywuno Mockoeckoii oonacmu, 142290, Poccus

#E-mail: ivboni@rambler.ru

[Mocrynwia B penakuuio 15.02.2024 r.
ITocne mopa6otku 18.03.2024 t.
IMpunsara x myomukaumm 20.03.2024 r.
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HBIX KapOoaHTUApa3 CBUIETEJILCTBYIOT, UTO AaKTUBHOCTb KapOOaHTHUApa3 XJIOPOIUIACTOB OIMpeaesieT
XapakTep U3MeHeHUIl peakiiuii poToCMHTE3a B OTBET HA U3MEHEHUSI YCIOBUIi BHelIHel cpenbl. [1pemio-
JKeHBl BO3MOXHBIC MEXaHU3Mbl ydacTusl KapOoaHTHUIpa3 B MPOTEKAHUM CBETO3aBUCHUMBIX TPOIIECCOB B
xjioporuiacte. Ha ocHoBaHUM MOMYyYeHHBIX Pe3yJIbTaTOB BbICKa3aHa TMIOTE3a O B3aMMOCBSI3aHHOM (DyHK-
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BzaumomnpespaiiieHue ¢hopM HEOpTraHUYECKOTO
yrmiepona — yraekucioro raza (CO,) n 6ukapOoHarta

(HCOj3™) — urpaet BaxXHyIO poJib IIPU OCYILECTBIIE-
HUW OYEHb MHOTUX OMOJIOTMYECKMX TTPOIIECCOB KakK B
XWBOTHBIX, TAK U B PACTEHUSIX. B pacTeHUsSIX CKO-
POCTBb BTOTO B3aMMONPEBPALICHUS] MOXET OTpaHU-
yuth ¢ukcaunio CO, U BKIIOYEHUE €r0 MOJIEKYN B
OpraHuYeckKue COeAWHEHUS, T.€. OTPaHUUYUThH IPO-
IYKTUBHBINA (POTOCUHTE3, SIBIISIIONINUIICS OCHOBOI He
TOJILKO MUTAHUS Y >KU3HU PaCTEHUI, HO U BaXKHEM-
UM OuocdepHbIM IIpolieccoM. Peakiiuu mpeBpa-
IIEHUS YIVICKUCIIOTO Ta3a B OMKapOoHaT 1 6MKap0Oo-
HaTa B YIJIEKUCIBINA ra3 B XXUBBIX OPTAHMU3MAax KaTa-
JIM3UPYIOT (PepMEeHTHl KapOoaHTUApas3bl (KapOoHaT
runponmasel, EC 4.2.1.1). Kap6oanrugpaser (KA)
CMOCOOHBI 3HAYUTENBHO YCKOPUTh MPOTEKaHUE pe-

akumit rugparauun CO, n neruaparanun HCO5™:

CO,(p) + H,0 © H,CO; “HCO;~ + H,

Cokpawenus: KA — xkapooanrunpasa, ®OTL — poTtocuHTETH-
yeckasl 2JIEKTPOH-TpaHcnopTHas uenb, ®AP — porocunTeTH-
yecku aktuBHast pamnaimsi, @CI — dorocucrema 1, ®CII —
dorocuctema 2, HOXT — HedoToxuMumuyeckoe TyiieHue ¢iy-
opeclieHIIMM xjopoduiia a, Pyoucko — pubynoso-1,5-6uc-
docdarkapbokcuiaza/oKcureHasa.

rie CO,(p) — pacTBOPEHHBI YIJIEKHCIIBIA Ta3.
H,CO3; — yrombHas KucjioTa, HECTOIIKOE COelUHE-
HMe, JIeTKO pacnafatonieecst Ha CO, U Bomy, TO3TOMY

€€ 4acTO He BKJIIOYAIOT B ypaBHEHUS 3TUX PEAKIIMIA;
H,COj3 B BogHBIX pacTBOpax AMCCOLUUPYET B COOT-

BetcTBUU ¢ pK{, paBHbIM 6.35. KA 3HaUUTEIHHO YBE-
JIMYMBAIOT KOHCTAHTBI CKOPOCTU OOEUX PEAKIIU: kot

MOXET OBITh B THICSIYM pa3 BHIIIE, YeM KOHCTAaHTa
CIIOHTAaHHOI, HeKaTaJIU3UPyeMO peaKIu, IpuIeM
B OOJIBIIIEH CTEIIEHU YBEIMUMBAECTCS KOHCTAHTA CKO-
POCTH peaKUy TUApaTaLIVN.

KA, oGHapyXeHHBIE K HaCTOSIIEeMy BpeMeHU,
y4eHbIe pa3aesisiioT Ha BOCEMb CEMEMCTB, U CUMTAeT-
CsI, UYTO OHM BO3HMKAJIM B IIPOLIECCE IBOIIOLINM XU~
BBIX OPraHM3MOB HE3aBUCUMO ApyT oT apyra [1, 2].
CemelicTBa 0003HaYaIOTCSI OYKBaMM I'PEYECKOTO al-
daButa. KA neBsitoro cemeiicrBa, €-KA, oGHapy-
XXEHHbIC Y IMaHOOAKTepMii, B HACTOSIIEE BpeMs
MPU3HAHBI CUJIBHO MoIUuUIIMpoBaHHBIMY [3-KA [3].
B BeICIINX pacTeHUSIX HAlIEHBI IIPEICTABUTEIN TPEX
ceMeiicTB, a, B, u y [1]. KA mpucyTcTBYyIOT BO BCexX
KJIETOYHBIX OpraHM3Max Ha 3emMJie U MOTYT UMETb
pa3Hble MEPBUYHYIO, TPETUYHYIO U YETBEPTUIHYIO
CTPYKTYpPY, pa3InyaTbCsl OopraHu3alueil aKTMBHOTO
LIEHTpa, HO TIoJaBJIsIiollee OOJBITMHCTBO 3TUX (hep-

466



YYACTHUE KAPBOAHTUPA3 XJIOPOITJIIACTOB

MEHTOB KaTaJu3UPYeT OJIHY U Ty XK€ peakliuio, uc-
MOJIb3Yysl CXOAHble MexaHu3Mbl [4]. MckiroueHuem
SBJISIOTCSI HEKOTOpble TipeactaButean KA, tak Ha-
3bIBAEMOTO L-CEMENCTBA, KOTOpbIE HE coaepXkar
WOHOB METAJJIOB B aKTUBHOM IIEHTpPE U, KaK ObLIO
MPEIITONI0XKEHO [5], IempOoTOHMpPOBAHME BOIBI B aK-
TUBHOM LIEHTPE OIMOCPEAYIOT OCTATKM aMUHOKUCIIOT
ruapodoOHOro KapMaHa aKTUBHOTO 1eHTpa. Kpome
TOTO, MPEeACTaBUTEIN ITOTO CeMeCTBa, MO-BUIUMO-
My, HE KaTaJu3UpYyIOT peaklnuio oOpaTUMON Jerusi-
parauuu 6ukapOboHaTa, Tak ke Kak 1 MpeacTaBUTEIN
B-KA 6akrepuanpHoro tuia [6] u HekoTopble 0-KA
[7, 8].

B nucthsx Beiciiux pacteHuit KA dyHkumoHupy-
IOT Ha BCEM ITYyTU HEOPTaHUYECKOTO yTepoa U3 BO3-
JYIITHOM Cpebl K LIEHTpaM KapOOKCUJIUPOBaHUS, T.€.
K MecTaM, rae MoseKyJsl CO, BKIIIOYAIOTCS B COCTaB

OpraHUYeCKUX coeauHeHui. OHU OBLIM OOHApYXKe-
HbI B TJIa3MajieMMe, B LIMTOIUIa3Me, B 000JIOUKe U
CTpOMeE XJIOPOILIACTA, a TAKXKE B TIJIAKOMAAX XJIOPO-
IJIacTa, B KOTOPBIX COCPENOTOYEHbI IMUTMEHTHBIM
anrmapaT oTocuHTe3a U (OTOCUHTETUYECKAS DJIEK-
TpoH-TpaHcnopTHas nenb (PDTL). Ha Bcex sTamax
aToro mytu KA obGecrieunBaioT Wjiu NepeBoj MoJie-

ky1 CO, B mosiekyinel HCO5™, nuddyHaupymoliue B

BogHOI (aze, mim Monekyn HCO3;™ B MosneKyJsl
CO,. B oboux cimyyasax nmpeobpazoBaHUE OCYILIECTB-

JIsIeTcs B TY (hOpMy HEOPTaHUYECKOIO yriiepoaa, Ko-
TOpasi HeoOXoaMMa B JTaHHOM MECTE B JaHHOE BpeMsI.
ITo MHeHUIO aBTOPOB CTaTbM, OJHA M3 BaXKHBIX
¢yukumit KA — obecrieynBaTh OBICTPOE B3aIMOIIPE-
BpalleHue (popM HeOpraHMYECKOro yriaepoaa oukap-
OoHaTHOTO Oydepa mId co3gaHUSI HEOOXOMUMOI B
TOM WJIM MTHOM KOMITapTMEHTe peakuimu cpeabl (pH)
JIJIST 00ecIieyeHUsI ONITUMAJIbHOM CKOPOCTH IMIPpOTeKa-
IOIIMX TaM OMOXMMUYECKUX PEaKIIMii, a TAKXKE B I10-
J1a4e WIA OTBOJE IIPOTOHOB, YYAaCTBYIOIIMX B 3THUX
peaxkusx.

B xsopormnacrax, opraHesijiax KIeTKU, B KOTOPBIX
OoCylIecTBIsIeTCsT (POTOCHMHTE3, OOHapyxXkeHbl KA,
NpUHamIeXamue IByM cemeiictam, o 1 3. Cormac-
HO JUTepaTypHbIM ITaHHBIM, B XJIOPOIUIACTaX HaXO-
mutcst detbipe KA a-cemeiictBa: a-KAl, a-KA2,
a-KA4, n a-KAS5, tpm dopmer B-KAILl: B-KAIl.1,
B-KA1.2 u 3-KA1.3, atakxe 3-KA5 [9, 10]. B padoTte
OyIyT, B OCHOBHOM, OITMCAHBI Pe3yJIbTaThl UCCIIEIO-
BaHUIi, MPOBEACHHBIX B JIJAOOpaTOpUM (DOTOCUHTETH-
YEeCKOTo BJIEKTPOHHOro TpaHcnopta WMHcTtuTyTa
dyHmaMeHTaJIbHBIX TpodiieM ouoyioruu PAH, koro-
pwle OpuTH TipeacTaBiaeHbl Ha X Cohe3ne Poccmitckoro
¢doTtobroornyeckoro ooiecTsa. MHOTroJIeTHUE UC-
clienoBaHUS J1abopaTopuM IIPUBEIM K OOHapy:xKe-
HUIO, B YaCTHOCTU, KA B TlOMeHE TMIaKOUIO0B BbHIC-
IIUX pacTeHUi, ropoxa, IIMUHATa U apabuaorncuca
[11, 12] n ycTaHOBIEeHMIO pacnojoxeHus psina KA B
KoMITapTMeHTax xjioporiacta [13—15]. Huke OynyT
OIMMCaHbl Pe3yJIbTaThl, CBUIETEILCTBYIOIINE O TOM,
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yro KA XJTOpOIIacTOB MOTYT OBITH YYaCTHUKAMM
aJanTalMOHHBIX IIEPeCTPOeK (POTOCUHTETUYECKUX
peaxiuii Ipy U3BMEeHEHWU YCIIOBUIT BETeTalluK pacTe-
HUIi1, a TaKKe MPeICTaBIeHbI TUITOTE3bI 0 poiu KA B
mpoleccax, NPOTEKAoIUX B TWIAKOMIHBIX MeEM-
OpaHax.

PEAKLIM KAPBOAHI'MIAPA3
XJIOPOIUVTACTOB HA UIBMEHEHUE
BHEIIHUX YCIIOBUUA

Vyactne KA xjtoporuiacToB B aganTallMOHHBIX
U3MEHEHUSIX (POTOCUHTETUYECKUX peaKlUii MOIJIO,
BEPOSITHO, OTPA3UTHCS B UBMEHEHUH MX COIEPXKAHUS
MpU TIepeHOCe PacTeHU B HOBBIC YCJIOBUSI Berera-
. HeogHo3HAYHBIE W TIPOTUBOPEUYNBLIC JaHHEIE
OBLTU TTOJTyYeHBI B XO[I¢ MHOTOUMCJIEHHBIX UCCIIeO-
BaHUI IO oIllpelesieHUI0 n3MeHeHuil KA-akTuBHO-
CTU WJIM MHTEHCUBHOCTU 3KCHPECCUU TeHOB [kal,
Pra2u ka4, B pacTeHUSIX pa3IMYHbBIX BUIOB, B 3aBU-
CUMOCTH OT BO3ACUCTBUSI TaKUX (DAKTOPOB, KaK 3aCy-
Xa, 3aCOJIeHNE, XOJIONOBOIT cTpecc 1 Apyrux. Pesyib-
TaThl 3TUX MCCeAOBaHUIA onucaHbl B o630pax [16,
17].

Hamu Gbuto mpoBeneHO OOIIMpPHOE MCCIemoBa-
HNE€ MUSMEHCHNSA MHTCHCUBHOCTHU 3KCIITPECCUU TCHOB
KA B oTBeT Ha MU3BMEHEHHUSI OCBEILIEHHOCTH PaCTeHUIA
B YCJIOBUSIX Pa3IUYIHON IJIMHBI CBETOBOTO mHS [18].
WccnenoBaHus MpoBOAWIIM C pacTeHUsIMU Arabidop-
Sis thaliana BcJeACTBUE BO3MOXHOCTU TOJYyYEHUS
MHOTOYHUCJIEHHBIX MyTAaHTOB 3TOI'0 PACTEHMUS TI0 1Ie-
JIEBBIM TeéHaM, KOIMPYIOIIUM OeJIKM UHTepeca. Y Cio-
BUS «IJIMHHOIO» IHs, 16 4 1eHb/8 4 HOYb, OJIM3KH K
MIPUPOIHBIM, a YCIIOBUSI <«KOPOTKOTO HHSI», 8 U
JIeHb/16 94 HOYb, NICKYCCTBEHHO CO3aBacMbIe B KJTH-
MaTUYECKHNX KamepaxX, OObIYHO MCIOJIb3YIOTCS IS
W3Yy4eHUs TOJITOBPEMEHHOM aganTallii pacTeHUi K
TOMY WIA WHOMY BHEIIHEMY (DaKTOpY, IMOCKOJIbKY
MO3BOJISTIOT IIOAACPXXUBATh apaOMIOIICUC B BereTa-
TUBHOM COCTOSSHUM B T€UeHHE HECKOJBKUX Heleb.
Apabugoricuc — TeHeII00MBOe pacTeHUe, 1 ISl HEro
onTUMajdbHa WHTEHCUBHOCTH cBeTa OKojo 70—

150 Mmxmonb kBanToB PAP M2 ¢! (DAP — doro-
CUHTETUYECKM aKTUBHAs paguanusl) [ 19]; uHTeHCUB-
HOCTU cCBeTa TIIpu BbIpamuBaHuu, 80 MKMOJIb

kBanToB MAP M 2 ¢! u 400 MxMomb KBaHTOB

DAP v 2 c_l, 0003Havaau KaK HU3KMIA CBET U BHICO-
KW CBET COOTBETCTBEHHO.

B pacTeHUSIX 1 «<KOPOTKOTrO», U «IJIMHHOIO» JTHS
YBEJIMUYEHUE OCBEIICHHOCTU IIPUBOIMUT K MHTEHCH-
¢dukanmm ¢poTocuHTE3a JUCTHEB. [1py 3TOM pasHasd
JUINTEJILHOCTD IPOTeKaHUs (POTOCUHTE3A B TeUEHUE
CYTOK MOXKET MPEeNbSIBISAThL pasHble TPeOOBaHUS K
opraHusanum  (OTOCMHTETMYECKOro  amrapara
BCJIeACTBHUE OoJiee ITUTETLHOTO MOCTYIIJIEHUSI CBETO-
BOIf dHepruu, 6ojee JIUTEIHLHOro (MYHKIIMOHUPOBA-
HUSI CUCTEM CHUHTE3a W TPaHCIIOPTa MeTabOJIMTOB B
XJIOpoIUIacTax, OOJbIIeN MPOAYKIIMM B HUX BCEX aK-
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TUBHBIX (DOPM KUCJIOPOJa, KOTOPbIE HA CBETY UMEH-
HO B XJIOPOILIACTaX O00pa3yIOTCsI C BHICOKOIM CKOpO-
ctoio. [1pu mepeHOCe pacTeHUIT ¢ HU3KOIO Ha BHICO-
KUt CBET 3aMETHO U3MEHSIITUCh MOP(OJIOTUIECKIE U
(GYHKIIMOHATbHBIE XapaKTePUCTUKN, COOTBETCTBYIO-
e OOHApYyXEeHHBIM paHee aKKJIIMMAIlMOHHBIM W3-
MEHEHMSM BBICILIMX PACTEHUM K MOBBILLIEHHOI OCBe-
méHHoctu [20, 21]. B TeueHue 14 cytok mjist pacre-
HHUN <«KOPOTKOTO» IHS M S5 CYTOK IJISI pacTeHW
«IJIMHHOTO» JTHSI IIPOMCXOAUJIO 3aMETHOE YMEHBbIIIe-
HUE COJAEpKaHUS B JTUCThSIX OEJIKOB CBETOCOOMpPAIO-
mero kKomruiekca porocucteMsl 11 (DOCII) — Lhebl,
Lhcb2, Lhcb3 u Lheb6 [18]. DddekTuBHEBI KBAHTO-
BhIi Beixon MCII ctaHoBMICS HUXKE B paCTEHUSIX HA
BBICOKOM CBETY, YeM B paCTeHUSIX Ha HU3KOM CBETY,
a HedoToOXMMHYECKOe TylleHue (ayopecleHInn
xnopoduiia a (HOXT) Bo3pacTayio. DTa xapaKTepu-
cTrKa (QIIyopecleHIIMH XJI0poduiia OTpaxKaeT IIpo-
11ecC, KOTOPBIN 3a1uniiaeT (GOTOCUHTETUISCKUIA arl-
napaT oT (OTOMHTMOMPOBAHUS, T.€. YMEHBIICHUS
3(ppeKTUBHOCTA €ro padOTHl IIPU MOCTYIUICHUU
KBAHTOB CBETa B KOJIMYECTBE OOJbIIIEM, YEM MOXKET
ObITh Mcnoib30BaHO B ®OTII. bruto obHaApyKeHO
[18], uTo pasuuna B HOXT Ha cBeTy pa3HOl MHTEH-
CUBHOCTH OOYCJIOBJIEHA TEMU MpoliecCaMU, KOTOPhIE
XapaKTepusyeT OBICTPO peJIAaKCUPYIOIIU KOMITO-
HeHT HOXT, 3aBucsimii oT IpOTOHUPOBaHUs OeJI-
Ka PsbS [22]. DTOT KOMIIOHEHT 0OYCJIOBJIEH pelaKca-
LUei TaK Ha3bIBAEMOTI'0 9HEPro3aBUCUMOTO TYIIICHUS
¢iryopeclieHIINM, 3aBUCSIIEr0 OT HAKOIICHUSI IIPO-
TOHOB B JIIOMEHE TUJIaKOUIOB, 1 OTpaXkaeT NUCCUIla-
LIMIO DHEPTUM CBeTa, Mpexje Bcero, B Terio. B Ha-
IIUX 3KCTIEPUMEHTaX B PACTEHUSIX «KOPOTKOTO» JTHS
YBEJIMYEHNE OCBEIIEHHOCTU IIPUBOAMIO K OoJjiee
3HAYUTEJIbHOMY OTHOCUTEJIbHOMY YBEJIMUYEHUIO 3TO-
ro KOMIIOHEHTa, YEM B PACTEHUSX «IJIMHHOTO» JTHS,
YTO yKa3bIBaeT Ha pa3jiMiusl BO BAUSHUM MHTEHCUB-
HocTu cBeta Ha pa3Butue HOXT mpu pazHoit mipo-
JIOJDKUTEIbHOCTHY THS.

B onucaHHBIX 3KCIIEpUMEHTax aganTaius pacTe-
HUi1 K TTOBBILLIEHHOW MHTEHCUBHOCTU CBeTa MPUBO-
Injia K I3MEHEHUIO YpOBHEi aKcIpeccun reHoB KA
XJIOPOILIACTOB, IPUYEM 3TU UBMEHEHMUS IJIs psiaa re-
HOB 3aBUCEJIU OT IJIMHBI (DOTOTIeprOaa TP BbIpalll-
BaHUM. B pacTeHUsIX «<KOPOTKOTO» THS YPOBEHD 9KC-
npeccuu 0onbIIMHCTBA TeHOB KA X/ToporiacToB de-
pe3 2 Heaenu aganTalldM K BBICOKOMY CBETY OBbLI
BBILIIE, YeM Ha HU3KOM cBeTy [ 18]. CpaBHEeHME ypoB-
HeM BKCIPeCCUU T€HOB CTPOMaJIbHBIX KA BBISBIISLIIO
paznuuus mexay 3TuMu KA B aganTaliiu K BbICOKOI
OCBEILIEHHOCTU TOJIbKO B YCIOBUSIX «IJIMHHOTO» THSI.
VpoBeHBb B3Kcmpeccnyd TeHa TwiakoummHoi KA,
a-KA4, B ycIIOBUSIX «<KOPOTKOI'O» IHS ITOC/IE Hadallb-
HOTO ITaJicHUSI HA BHICOKOM CBETY YBEJIMYMBAJICI U
yepe3 14 CyTOK CTAaHOBWJICS B 2 pa3a BBIIIE, YeEM Ha
HU3KOM CBeTy. B yCI0BUAX «IJTMHHOTO» THS COAEP-
KaHMWE TPAHCKPUIITOB 3TOTO I'eHa Ha BHICOKOM CBETY
yXe Jyepe3 5 CYyTOK CTaHOBMJIOCH B 16 pa3 BhILIE, YEM
Ha HU3KOM cBeTy. Takoe TMoBeaeHUe coriacyeTcs ¢

VBAHOB, PYAEHKO

onucaHHoO HMXe ¢dyHKiuMel 3Toii KA B pazButuu
sHepro3zaBucuMoit dactu H®XT, 3amminaroliei
(GOTOCMHTETUYECKU amTiapat oT (pOTOMHTUOUpPOBA-
HUS1, BEPOSITHOCTh KOTOPOTO BO3PACTAET HA BHICOKOM
CBETY, O YEM CBUIETEJbCTBYET 0OJIe€ BHICOKUIT KOM-
noHeHT HOXT, xapakTepusyloliuii pazButre ¢oTo-
WHTUOMPOBaHNS, Ha 3TOM CBeTy. U3MeHeHue ypOBHS
9KCIIpeccuu reHa npyroiu tunakougHoit KA, a-KA2,
B YCJIOBUSIX «KOPOTKOI'O» AHSI TIOXOAWIO HAa UBMEHE-
HUe YpOBHS aKkcnpeccuu reHa a-KA4, Ho B ciyyae o-
KA2 Bo3pactaHue ypoBHSI 3KCIIpecCUM €€ reHa Ha
BBICOKOM CBETY OBLIIO CYILIECTBEHHO OoJiblle. OmHa-
KO B YCJIOBUSIX <«UIMHHOTO» OHSI HE IPOMCXOMUIIO
BO3pacTaHME YPOBHS 3KcIpeccuu reHa a-KA2 Ha
BBICOKOM CBETY.

Conepxanne CO, B BO3nylIHOI (a3e TakxKe BII-

su10 Ha KA xjmopomniactoB. Beiio oOHapyXeHo, 4TO B
3aBUCHUMOCTH OT 3TOro (baKTopa cpelbl U3MEHSIACH
KA-akTMBHOCTh KOMITAPTMEHTOB XJIOPOILJIACTOB B
JTUCcThax apadbumoricuca [23]. KA-aktuBHOCTH TIpe-
MapaToB CTPOMBLI U TWJIAKOUOOB XJIOPOILIACTOB, a
TaKKe YPOBHM 3KCIIPECCUM TE€HOB, KOMAUPYIOLINX
a-KA1, a-KA2, B-KA1l u B-KAS5 O0b111 n3MepeHHI B
JIMCThSIX PacTeHUil, aKKJIIMMAaTU3UPOBAaHHBIX K pa3-
JM4HOMy cozepxkaHuio CO, B BO3myXe: HU3KOMY

(150 ppm), HOopManbHOMY (450 ppm) U BBICOKOMY
(1200 ppm). bnuio obHapyxeHo, yto KA-akTus-
HOCTb CTPOMBI U THJIAKOUIOB, M3MEPEHHAs II0CTIe
JIBYX HeJleJIb aKKJIMMAaTU3alluy, Obljla TEM BHILIIE, YEM
Huxke KoHueHTpaunss CO, B Bo3nyxe. DToOMy Tpen-

1IECTBOBAJIO TIOBBIILIEHUE YPOBHEU 3KCIPECCUU Te-
HOB, Komupylomux xioporuiactHeie (KA, 3-KAS) u
ctpoMaibHbie (popmbl B-KA1 (B-KAl.l u B-KA1.2)
yepe3 OJHU-IBOE CYyTOK MOocje Havyajla akKKJIruMaluu
pacTeHuil. 3aBUCUMOCTb OT cogepxkanus CO, B BO3-

OAyXxe ObUIa HamboJIee 3aMeTHa JJIA KA-akTuBHOCTH
CTPOMBI — OHa ObLIa Ha ABa ImopsiiKa BbIIIEC B pacTe-
HHUAX, aKKJIIMMAaTU3UPOBAaHHBIX K HU3KOMY COICpKa-
HUIO COz, YEM B BBICOKOMY. KA-akTHUBHOCTb TUJIA-

KOMWIHBIX MCM6D&H Tak:Ke ObLjIa BBIIIIE B PaCTCHUAX,
AKKIIMMAaTU3NPOBaAaHHLBIX K HU3KOMY COZ’ OJHaKoO B

STUX pacTEeHUSX He HaOIoAaa 3HAYUTEIILHOTO IT0-
BBILIEHUSI YPOBHEN 3KCIIPECCUM T'€HOB, KOIMPYIO-
mux Kapooanruapasel a-KA2 n a-KA4, pacrono-
JXKEHHEBIC B TWJIAKOUIHBIX MEMOpaHax.

Bonee 3HauuTenbHBIE U3MEHEHUSI YPOBHEU 3KC-
npeccum reHoB KA xjtoponiacToB OBIIM BBHISIBJICHBI B
boyiee MOJIOABIX PACTEHMSAX, BO3PACTOM 26 CYTOK
[23], yeM B 0GBIYHO HccaemyeMbIx 50-60-CyTOYHBIX
pacteHusax. B Mononbix pacTeHUSX yMEHbIIIEHHOE
conepxanne CO, B BO3oyxe B TeUEHUE NBYX HENEIb

MPUBOAMIIO K HEOOJIBIIIOMY BO3pacTaHUIO IKCIIpEC-
cum reHa KA a-KAI1, Bo3pacranuio B 1.5—2.0 pasa
skcrpeccun reHoB KA a-KA2 u 3-KAS, Bo3pacra-
Huto B 9 pa3 skcrnpeccun reHoB KA B-KAll u
B-KA1.2. TonbKo ypoBEeHb 3KCIIPECCUM T€HA, KOIU-
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pyomiero o-KA4, ymeHbIajacs o4ty B 2 pa3a npu
ajanrtaluuu K Hu3Komy coaepxanuto CO, B Bo3nyxe.

TakuMm obOpa3oM, U3MEHEHUE YPOBHEI 3KCIIpec-
CUM TeHOB xJiopomaacTHbhix KA mpowncxoauiao pas-
JIMYHBIM 00pa30oM IIpU M3MEHEHMH YCJIOBUI BereTa-
1IMM, 1 3TO OTpaxKajoch B usMeHeHUU KA-akTUBHO-
CTH KOMMApPTMEHTOB XJIOPOILIACTa. DTHU Pe3yJIbTAThI
CBHUACTEIILCTBYIOT O TOM, YTO aKTUBHOCTh KA B 11po-
1ieccax, B KOTOPbIX OHY YYaCTBYIOT, 3aBUCHUT OT YCJIO-
BUM OKPY>KAIOLIEN CPEIBI.

BIIMAHUE OTCYTCTBHUA
XJIOPOITNTIACTHBIX KAPBOAHI'MIPA3
HA USMEHEHHUWE ®OTOCUHTETUYECKHMX
XAPAKTEPUCTHUK TP USMEHEHUNU
BHEILIHUWX YCIOBUH

WM3MmeHeHUs ypOBHE 3KCIPECCUM T€HOB XJIOPO-
miacTHEIX KA B 3aBUCUMOCTHU OT YCJIOBUIA CPEIBI, O~
HAaKo, €llle HEe CBUIETEIHCTBYIOT 00 MX BO3MOXHOM
y4acTHUM B aJalTallMOHHBIX MEeXaHM3MaX pacTeHMUIi,
IMOCKOJIBKY TAKOTO pojia U3MEHEHUS IIPOUCXOIST IJISI
MHOTUX (DEpMEHTOB TP U3MEHEHNHU YCIIOBUI OKPY-
XKamoueit cpeapl. UToObI OOHAPYXUTH BO3MOXKHOE
y4acTure xJIoporutacTHeIX KA B aganTallmOHHBIX Me-
XaHM3MaXx, OBLJIO IIPOBENCHO CpaBHEHNUE U3MEHEHUIA
TIPpY U3MEHEHWHU YCJIOBUA BBIpalllMBaHUS XapaKTepr-
CcTUK (POTOCHHTE3a B PacTECHUSIX OTUKOTO TUMA U B
pacTeHusIX ¢ HoKayToM xjioporuracTHeIX KA. bwuto
OOHapyKeHO, YTO BBIKJIIOUEHME CUHTE3a OTIEIbHBIX
KA, a umenHo, TiiakongHoi o-KA4, a Takke CTpo-
manbpHBIX KA, a-KAl u B-KAl, npuBoamiio K Tomy,
YTO U3MEHEHUS XapaKTepPUCTUK PACTeHUM, CBsI3aH-
HBIX C IpOoTeKaHWeM (DOTOCUHTE3a, a UMEHHO, U3Me-
HEHMsS B NWUTMEHTHOM aImrapare (OTOCHMHTE3a U
dyukuyonuposanuu ®IOTILI, pazaudanauck B pacte-
HUSIX TUKOTO THUIIA M MyTaHTaX IIPU Iepexoae K HO-
BBIM YCJIOBUSIM.

OIHUM U3 BaXXHBIX MapKepOB OKHUCIUTEIbHOTO
cTpecca B pacTeHUsIX, COCTOSIHUSI, BOBHUKHOBEHUIO
KOTOPOI'O B IOCJICIHNE TOABI YASISICTCS IOBBIIICH-
HO€ BHMMAaHMWE, CIYXUT HAKOIUIEHHWE B PACTEHMSIX
nepokcuga Bomopoga, H,0,. OxucauTenbHbIR
CTpecC 4aCcTO BO3HUKAET IMPU YBEJIUUYCHUU OCBEIIECH-
HOCTU pacTteHuii. Ero paspurtue, B 3HAYUTEIILHON
CTEIIEHHU, CBSI3aHO C I1CcOaIaHCOM MEKIY ITOBBIIIICH-
HbIM oOpaszoBaHuemM H,O, npu yBeJIM4eHUN CKOPO-
cTU BoccTtaHoBieHus1 kuciiopoga B MOTIL u Bo3-
MOXKHOCTBIO Je3aKTUBALIMU 3TOM aKTUBHOUN (hOPMBI
KMCJIOpOAa B CTPOME XJIOpoIuIacTa. MBI HallUIA, YTO

Ha HU3KoM cBeTy (50 MkMoJIb KkBaHTOB DAP M_zc_l)
Hakoruienue H,O, B iMCThAX pacTeHuil apabu-
JIoTICrCa TUKOTO TUIIAa U MyTaHTOB C HOKayTOM IeHOB
crpomanbHbix KA, a-KA1l unu B-KA1 Obl10 He3Ha-
YUTEJILHO BbIIIe B MyTaHTax 1o ooenM KA. I1pu BbI-
COKOM MHTeHCUBHOCTHU cBeTa (400 MKMOJIb KBAaHTOB

DAP M_2C_1) €r0 COAEPXKaHUE B PACTCHUSX TUKOTO
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TUIIA HE U3MEHSJIOCh, HO B MyTaHTaX CTAaHOBWJIOCH B
TPpU pa3a MeHbIIle (JaHHbIE HE OMTyOIUKOBaHbI). Ta-
KUM 0o0Opa3oM, yBeJIMYeHWe WHTEHCUBHOCTM CBETa
MO-pa3HOMy NOBJIUsIIO Ha Hakoruienue H,O, B pac-

TEHUSIX IUKOT0 TUTIA U B MyTaHTax 1o 3TuM KA.

ITonpoOHO OBITM M3YYEeHBI Pa3IUdns B U3MEHE-
HUSX B MUTMEHTHOM amrmapaTte (OTOCHHTE3a U B
dyukumonupoBanun O®IOTILL B pacTeHUSIX TUKOTO
THUMNA YU HOKAYTHOTO MyTaHTa MO TWJIAKOWIHON O-
KA4 nipu usmeHeHuu ocBenieHHocTH [24, 25]. Oka-
3ajiock, 4To HOXT, KoTOpoe ObLI0 OJIM3KUM B pacTe-
HUSIX TUKOTO TUIIA Y1 MyTaHTax MpU HU3KON MHTEH-
CUBHOCTHU CBeTa, TMPU YBEJIWYEHUU MHTEHCUBHOCTU
cBeTa BO3pacTajio 0ojiee 3HAYMTEJIBHO B PACTCHMSIX
JTUKOTO TUTIA, 9eM B paCTEHUSIX MyTaHTOB 10 ai-KA4.
BbBlT1O0 ycTaHOBJIEHO, YTO 3TO MPOUCXOAWIIO BCJIEMI-
CTBHE OOJBIIErO BO3pACTaHMUS B PACTEHUSX TUKOTO
THUIA, YeM B MyTaHTaxX, KomnoHeHTa H®XT, cBsa3aH-
HOT'O CO CTETIEHbIO MTPOTOHUPOBaHUs Oesika PsbS [24,
26], 0COOEHHO B paCTEHUSX, BBIPAILIEHHBIX MTIPU BbI-
CcoKoIf ocBemeHHOCTH [24]. IIpr 3TOM B IMCTBSIX My-
TaHTOB Mo a-KA4 comepkaHue 6enka PsbS Ha HU3-
KOM CBeTy ObUTO BhITIIe Ha 20%, 4eM B paCTeHUSX TH-
KOTO THUIIa, a Ha BBICOKOM CBETY CTAHOBUJIOCH BIIBOE
BhILIE [25].

IMapamerp HOXT, orpaxkarouuii (poToMHrnom-
poBaHUe, B paCTeHUSIX MyTaHTOB 1o a-KA4 6bL1, Ha-
TIPOTUB, BHIIIIE, YeM B pacTEHUIX IWUKOTO TUIIa [24],
YTO COIPOBOXAATOCh YMEHBIIIEHUEM CONEPXaHUS
kopoBoro 6enka @CII, D1 [25], KoTopblii, Kak U3-
BECTHO, XapaKTEePU3YETCSl BBICOKUMU CKOPOCTSIMU
CBETO3aBHMCUMOTO cuHTe3a U gerpagauuu [27]. Kpo-
Me TOT'0, B paCTeHMSIX, HOKAyTUPOBaHHBIX M0 a-KA4,
MpU yBEJIMYEHNU OCBEIIEHHOCTU HabJoaanoch 60-
Jiee 3HAUYMTEJbHOE YMEHbIIEHUE CONepKaHUs TJaB-
HBIX aHTeHHbIX 0e1koB, Lhcb1 1 Lhcb?2, yem B pacte-
HUSX IMKOTO Tuna. Takoe yMeHbllleHue O0IIeTro KO-
mugectBa 6enkoB Lhcbl m Lheb2 mpuBommno u K
CHUXXEHUIO B 3TUX MyTaHTaX coaepKaHus ux pocco-
PWIMPOBaHHBIX (hOopM, 0OpasyIoIIUXCsSl BCIEACTBUE
akTuBanuu KuHa3bel STN7, pacrionoxXeHHO’ B THUIa-
koumax. MMeHHO dochopunrupoBaHHbe (OPMBI
9TUX OEJIKOB yJyacTBYIOT B IepeMelIeHUN YacTu CBe-
Tocobuparouieii aHteHHbI oT @CII kK poTocucTeme 1
(®CI), T.e. yyacTBYIOT B OIHOM U3 (a3, TaK Ha3bIBa-
€MBIX U3MEHEeHUI COCTOSIHUS (state transitions), ele
OHOTO MEXaHW3Ma, MPUBOASIIETO K YBEJIWYEHUIO
H®XT [28, 29]. B mytaHTax 1o a-KA4, BbipaliieH-
HbIX KaK Ha HU3KOM, TaK U Ha BBICOKOM CBETE, TaH-
Has ¢as3a OblJTa MEHBIIIE, YeM B PAaCTEHUSIX ITHUKOTO
TUIa [25], HECMOTPS Ha CYIleCTBEHHOE, TBYKpaTHOE
yBeIudeHue comepkaHus KuHa3bl STN7 B aTuX My-
TaHTaXx, MO CPAaBHEHUIO C NTUKUM TUIIOM.

OmnucaHHoe cHmxkeHue HD®XT komieHcupoBa-
JIOCh TaK:Ke yBeIU4YeHUEeM B MyTaHTax 1o a-KA4, mo
CpaBHEHUIO ¢ IMKUM TuUnoM, napamerpa HOXT, ot-
paXaroIlero CTeNeHb AE3IOKCHAAIINM ITMTMEHTOB
BUOJIAKCAHTWUHOBOTO 1IMKJIA; 3TO OTJIMYME ObLIIO Har-
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Puc. 1. T'unorteTnyeckasi Monesib (PYHKIIMOHUPOBAHWS
Kap6oaHruapasbsl a-KA4 B Trinakoumax. PsbS — 6Genoxk,
CcBsI3aHHBIN ¢ poTocucTemoii 11, perymupyrommii Bem-
YUHY HEe(POTOXMMUUYECKOIo TyILIeHUsT (IyopecueHIIMu
xiopodwina, LHCII — aHTeHHBINI cBeTOCOOMpAIOIINiA
koMmiuieke ¢orocuctemsl 11, ®C 11 — dotocucrema 11,
BOK — BomooKUCISIOIINIT KOMITJIEKC.

OoJjiee BBIpaXKEHHBIM B YCJIOBHSX BBICOKOTO CBETa
[24]. I1pu aTOM B TaKMX MyTaHTax, BbIpAlllEHHBIX Ha
BBICOKOM CBETYy, COAEepXaHWe COOTBETCTBYIOIINX
MMATMEHTOB U CTeIleHb UX ACAIIOKCHUAAINY ObLIM Ha
20—30% 6oablile, YeEM B pACTEHUSIX AUKOTO TUIIA B
TeX Xe yCI0BUIX [25].

TakuMm oOpa3oM, ONMCAaHHOE BIMSHHE HOKayTa
reHa TwiakongHoii KA, a-KA4, 1 HOKayTOB T€HOB
crpoManbHbix KA Ha M3MeHEHHE XapaKTepUCTHK
¢doTOCHMHTE3a CBUIETEIBCTBYET, YTO B IMPUCYTCTBUU
STUX XJIOPOILIACTHBIX KA myTH aganTaliii K HOBBIM
YCI0BUSM (DYHKIIMOHUPYIOT B pACTCHUSIX MHAYE, YeM
B UX OTCYTCTBHE.

OYHKINHN TUITAKOWUIAHBIX
KAPBOAHI'MIPA3

OueBUIHO, UYTO BIUATH Ha MPUCIOCOOIEHUE TeX
WJIN UHBIX (POTOCUMHTETUYECKMX peaKIIiii K IIpOTeKa-
HUIO B U3MEHEHHBIX YCIOBUSIX cpeabl KA Moryr B
TOM clIydae, €ClIM KaTaJu3 peaKlii B3auMOIIpeBpa-
meHusa CO, n 6GukapOoOHaTa CyIIeCTBEHEH IS TTPO-

TCKaHUS 9TUX peaKLIHfI. C ucCI10/1530BaHUEM HOKayT-
HBIX MYTaHTOB IT1O OTACJIbHbBIM KA Hamu ObLIM BBISIB-
JICHBI XapaKTCPpUCTUKUN (I)OTOCI/IHTCZSa, KOTOPbIC
3aBUCAT OT Haanams 3Tux KA. Taxke ncciacaoBaHuAa
C 3TUMHM MYTaHTaMM IIO3BOJIMIN IIPEAITOJ0XKUTL, B
KaKuX Iponeccax, Ba>XHbIX IJIsd IMIPOTCKaHUA (I)OTO—
CHMHTE3a M 3alllMThI €I0 arnIiapara, OHMN y9aCTBYIOT.

o-KA4. YuureiBas, 4To B MyTaHTaX, CO3aBaEMBbIX
¢ nmomompio T-JIHK mHCEpImMOHHOTO MyTareHesa,
BO3MOXHO BO3HUKHOBEHUE (DYHKIMOHAIbHBIX W3-
MEHEHMUI, He CBSI3aHHBIX C HOKAyTOM 1I€JIEBOTO TeHa,
HaM¥ ObUI CO3JaH HOKAYTHBIM MYTaHT IO TeHY, KO-
nupyoiiemy o- KA4, MeTonoM reHOMHOTO PelaKTH-
poBaHusi CRISPR/Cas9 [30]. MccnenoBaHue 3TOro
MyTaHTa NOATBEPAMIO OOHApYy:KEHHbIe B HAIINX
MPEeabIIYyIINX padoTax ¢ MHCEPLIMOHHBIMU MyTaHTa-

VBAHOB, PYAEHKO

MU U3MEHEHMUSI XapaKTePUCTUK (DOTOCUHTETUYECKO-
ro afiapaTa pacTeHUI apaGUIONCHUCa, BhI3bIBAEMEIE
otcyrcTtBueM 3Toii KA. [ToMuMo yKa3aHHBIX BBbIIIIE
n3MeHenunit B HOXT u kBantoBoM Beixome POCII,
OBIJI0 MOATBEPKIEHO, YTO B 3TUX MYTaHTaX YPOBEHD
CUHTe3a KpaxmMaja B CBETOBOI1 ITepuro, a TaKKe ypo-
BEHb Jerpajaliy Kpaxmajia B TEeMHOBOM epuoj 3Ha-
YUTEJILHO BBIIIE, YEM B PACTEHUSIX TUKOTO THUIIA.

Taxcke ObLIO MOATBEPKACHO 1 pa3Indyue B Xapak-
Tepe U3MEHEHMUsI IKCIPECCUU TeHOB, KOMAUPYIOLIUX
Bce Oesiku cBetocobupaloiux anteHH M@CII. Oco-
OEHHO BaXKHO, YTO B MYTaHTax, KaK IMOJyYeHHBIX C
ucrnonab3oBanueM CRISPR/Cas9, Tak u B MHceplu-
OHHBIX, TIPOUCXOJIUT 3HAYUTEIBLHO OOJIblliee, YeEM B
pacTeHUsIX TUKOro TUIIA, YBeJIMYeHUE BKCIIPecCUu
reHa, Kogupylolero 6eyrok PsbS, uro koppeaupyer ¢
OIMCAHHbIM BBIIIE YBEIUUYEHUEM COAEPKAHUS OeKa
PsbS [25]. BTOoT 6e10K, pacoioKeHHBIN B KOHTaKTe
¢ anteHHoi OCII, B BBICIIUX pPaCTEHUSAX WUTpaeT
KJIIOYEBYIO POJIb B WHUIIMMPOBAHWU U DPa3BUTUU
sHepro3aBucumoro HOXT [22]. Takoe «3amMelaio-
Imee» YBEINYCHNE NOTCHIINATBHOM IIPOIYKIIUN 3TO-
ro 6emnka B orcyrcTBue o-KA4, Korna yMeHbIITaeTCs
sHeprozaBucumoe HOXT [24], yKazpiBaeT Ha HaIU-
yue in vivo TIpSIMOI CBsI3U (DYHKIIMOHWPOBAHUS
a-KA4 ¢ pynkumeii 6enka PsbS. MoxHo npemiono-
KUTh, 4TO a-KA4 y4gacTByeT B 3TOM Mpollecce Kak
MOCTaBIIUK MPOTOHOB, OCBOOOXKIAIOIINXCS TPY TUJT-
pataunu CO, B KaTanu3upyemoii ero peakunu. Mc-

MOJIb3YSI eI Psif 9KCIIEPUMEHTATBHBIX ITOIXOI0B,
MBI TIoKa3aiu, 4To a-KA4 pacrnonoxeHa B rpaHajIb-
HBIX TWJIAKOMIHBLIX MeMOpaHaxX Ha JIIOMEHAJIbHOM
cropoHe 3tux Mem6pan Bou3u ®CII [13]. C yuetom
Takoro pacnojioxkeHusi 3toii KA u HaOmomaeMbIx
3(ppeKTOB ee OTCYTCTBMS HaMU IpeIJIOXKEHA MOACITh
e€ (YHKIMOHUPOBAHUS B TWJIAKOMWOAX XJIOPOILIA-
ctoB (puc. 1). Ilpu BKIIIOYEHUM cBeTa MPOTOHHI BO-
JIbI, OCBOOOXIAIONINECS TIPU €€ OKMCIIEHUM Ha JI0-
HopHoil ctopoHe DCII, BcTymaioT B peakldio C
OuKapOOHATOM, CBSI3aHHBIM C TWJIAKOUITHOM MEM-
OpaHoOIi (Toe ero KOHILICHTpAallMs B pacueTe Ha 00beM
MmemOpanbl cocTtaBisger 0.15—0.20 M [31]), yTo mipu-
BOJIUT K PE3KOMY yBeJIndeHU10 KoHUueHTpauuu CO,.

Takoe yBeIuueHUE CTUMYJIUPYET TUAPaTa3HYIO peaK-
LIUIO C yJYacTHeM KapOoaHruapassl a-KA4, 1 mporo-
HBI, TTOJIy4aloONInecs B pe3yabTaTe 3TOM peaKinu, I10-
crynaoT oT KA k 6enky PsbS, npereprnieBatoiiemy B
pe3yabTaTe 3TOro KOH(MOPMAaIlMOHHBLIC W3MEHEHUS
[22], mepenaromimecs cBeToCcOOMpalroleii aHTeHHE, B
KOTOPOI YCHIMBAETCS JUCCUIIALIMS DHEPTUU B TEII-
Jlo, uyto oTpaxaeTrcsd B yBenumueHuun HDXT. Ilo-
ckonbky HOXT pasBuBaeTcs B CBeTOCOOMparoIeit
aHTEHHE, CTAHOBUTCS MOHSITHBLIM, IIOYEMY B MyTaHTE
MIPOUCXOASAT U3MEHEHUS B 9KCIIPECCUM T€HOB U CO-
JepKaHUM OEJIKOB CBETOCOOMpaIOIIeil aHTEHHBI (CM.
BHIIIIE).

I1pu cpaBHEHMM pacTeHWI IUKOTO TUTIA 1 MyTaH-
TOB 110 - KA4 ObLI TakKe UcciaenoBaH BaXXHBIM ac-
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MEeKT TIPOOJIeMBI TIPUCITOCOOJIEHUSI pacTeHU K HO-
BBIM YCJIOBUSIM CpE€llbl, a UMEHHO, BJIMSHUE OTCYT-
ctBus 3T0i1 KA HAa ropMOHAIBHBIN CTaTyC PACTEHUIA.
MoJteKyabl TOPMOHOB pacTeHM, aOCIIM30BOM, XKac-
MOHOBOM U CAJIMIIMIOBOM KMCJIOT, aKTUBUPYIOT Kac-
KaIbl peakiivii, IIPUBOASIIINX, B TOM YHCIIE, K U3Me-
HEHMIO MHTEHCUBHOCTU TPAaHCKPUIIIIUY TaK Ha3bIBa-
€MBIX <«MapKEpHBbIX» TE€HOB, YYaCTBYIOIIMX B
repeaade CUTHAJIOB O CTPECCE M B pa3BUTUU IIPHOO-
peTaeMoil CUMCTEeMHOI PpEe3MCTEHTHOCTU K HOBBIM
ycaoBusiM [32]. Hokayt a-KA4 moBiIusit He TOJIBKO
Ha ypOBE€Hb IKCIIPECCUM T€HOB, KOMUPYIOIINX BCE
6esiku cBeTocobuparouieii aHteHHbl DCII, Ho U re-
HOB 0€JIKOB, aKTUBUPYEMbIX UMMYHHBIMU CUTHAaJIa-
MU PACTeHM: T€HOB, MHAYINPYEMBIX CAIMIINIOBOMI
kucnotoii (At 1g64280 (nprl) v Atlg74710 (icsl)), ure-
HOB, MHAYLHUPYEMBIX ACMOHOBOII  KMCJIOTOM
(Atlg17420 (lox3) n At5g42650 (aos)) [30]. Boamox-
HO, CUTHAJIOM K YKa3aHHOMY U3MEHEHUIO0 MHTEHCUB-
HOCTU 3KCIIPECCUM TE€HOB, KOOUPYIOIIUX OEJIKU
DCII, aBag10TCI UMEHHO U3MEHEHUST YPOBHSI MOJIe-
KyJ1, y4aCTBYIOIIMX BO BHYTPUKJIETOYHOM M MEXKJIe-
TOYHOI nepenadye curHajioB. OKa3aaoch, UTO B OOBIY-
HBIX YCJIOBUSIX BereTalluyd apaOumoricuca, T.e. IIpu
KOPOTKOM JTHE U HEBBICOKOI OCBEIIEHHOCTH, YPOB-
HU 3KCIIPECCUM TeHOB, 3aBUCSIINE OT COOCPKaHUS
CAIUIINJIOBOM KMCIOTHI, ObLIM HIKE B MyTaHTaX, TO-
rma Kak ypoBeHb 9KCIIPECCUM T'€HOB, 3aBUCSIIUX OT
collepKaHusl XXaCMOHOBOI KUCJIOThI, ObLI BBIIIE B
9THUX MYTaHTaX, YeM B pacTeHUsIx aukoro tuma [30].
IToxoxe, 4To B MyTaHTaX MyTh CUCTEMHOM TIpHoOpe-
TEHHON PE3UCTEHTHOCTH, WHIYLUMPYEMBI >KacMO-
HOBOM KHCJIOTOM, aKTUBUPYETCSI, B TO BpeMsI KaK
NyTh, UHAYLUUPYEMbIN CATMLIMIOBON KMCIOTOM, KO-
TOPBIN SIBJISIETCS AaHTATOHMCTOM IIEPBOTO, MOHABJISI-
ercsa. OOHapyXeHHOe BIMsSHUE OTCYTCTBUS o-KA4
Ha TOPMOHAJIbHBIM CTaTyC pacTeHMM, OYEBUIHO,
JIOJDKHO 3aMETHO CKa3bIBAaThCS B PA3JIMUMSIX, BOZHU-
KaloIIMX IIpY amalnTaliy TaKUX MYTAaHTOB M pacTe-
HUIA IUKOTO TUIIa K HOBBIM YCJIOBUSIM CPEIbI.

a-KA2. HccinemgoBanme MyTaHTHBIX pacTeHUMA
apabugoricuca, B KOTOpPBIX OblIa ITOJaBjeHa 3KC-
Tpeccus TeHa, kogupyolero a-KA2 [15, 26], moka-
3a710, 4TO 2(h(HEKTHBHBIE KBAaHTOBbIE BBIXOABI Kak
DCII, Tak 1 @CI ObLIM B HUX BHIIIIE, a CTEIIEHb BOC-
CTaHOBJICHUS IyJla IUIACTOXMHOHA HUXe, YeM B pac-
TEHUSIX JUKOTO TUIA, TP TOM YTO COJEpKaHUE pe-
aKIIMOHHBIX LIECHTPOB 00enX (hDOTOCUCTEM OBLIO O -
HakoBbIM. HM3MepeHUsI 3JIEKTPOXPOMHOTO CIBUra
MOTJIOLIEHUS KAPOTUHOUAOB MOKAa3aJiv, YTO CBETO3a-
BUCHUMBII rpangreHT pH 4depe3 TMIaKOUIHYI0O MEeM-
Opany (ApH) 66T HUXKE B TUCTBSIX paCTeHUIN MyTaH-
ToB. ComepxaHue KpaxMaja B JIMCThSIX, KaK MHTE-
rpaJbHBIN TIOKa3aTreab (HOTOCHMHTE3a, B MyTaHTax
ObLIIO HUXE, YeM B PACTEHUSIX TUKOTO TUIIA.

Benuunna HOXT B MmyTaHTax Obljla HUXE, YeM B
pacTeHUsIX OIMKOTro TUIMa B Hayajle OCBEIeHUSsI, HO
CTaHOBWJIACH CJIETKA BBIIIE MPU JOCTUXKEHUU CTallu-
OoHapHoro coctossHUs [15]. Yka3zaHHBIe BhIlLIE CBOM-
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CTBa HOKayTHOro myTtaHrta 1o o-KA2, B 4aCTHOCTH,
Oonee HuM3Kkasl BeauumHa ApH u Gojee BBICOKUA
kBaHTOBBI Bbixod MPCII, yeM B pacTeHUSX TUKOTO
tuna, u usMeHeHuss HO®XT B 3aBUCMMOCTU OT Bpe-
MEHU OCBEIIeHUSI OKa3aJlCh OYE€Hb ITIOXOXM Ha
CBOICTBa pacTeHUiI apabMIOIICHCa C YBEIUMYECHHOM
MpoayKlnMeit MYTMPOBAaHHOIO TpaHCMEMOpPaHHOTO

K“L/HJr anturoprepa, KEA3, nMmeroliero ToueqHyo
MyTallMio B TpaHcMeMmOpaHHoM goMeHe, DPGRox,
KOTOpasi MpUBOAWIA K YBEIUWYEHHON IPOTOHHOM
MPOBOAVMOCTH TUJIAKOUIHON MeMOpaHbl B TaHHOM
myTtaHTe [33]. Ha ocHOBaHUM BBISIBJICHHBIX B MyTaH-
Te o a-KA2 nsmMeHeHN Tpo1ecCoB, MPOTEKAIOIINX
B ®OTILI 1 TitakouaHO MeEMOpaHe, U C y4ETOM yKa-
3aHHOT'O CXOJICTBA CBOMCTB 3TOr0 MyTaHTa CO CBOIi-
crBamu mytaHTa DPGRox 06110 BEICKa3aHO IIPEaIio-
JoxeHue o [15] cTpyKTypHO-(hYHKIIMOHATbHOM! CBSI-
3u a-KA2 ¢ kaHajioM, peryJupylolnuM YTeuKy
IIPOTOHOB Yepe3 TIIAaKONAHYI0 MeMOpany. [1penro-
JoxXeHue o cBsi3u KA ¢ MOHHBIM KaHaJoM He He-
OOBIYHO, TaK KaK II0KAa3aHO, YTO B XXMBOTHBIX TKAHSIX
KA y4acTByIOT B IIepegayde IIpoOTOHOB M/WIM OHMKap-
OoHaTa MOH-TPAHCTIOPTHBIM CUCTEMaM B KJIETOYHBIX
MeMmbOpaHax [34]. 1151 00bsICHEHUS TIOJIyYeHHBIX pe-
3yJILTAaTOB BaXXHO TO, YTO OMKapOoHar, cyocTpar KA,
SIBJISIETCSl TIpeobiamarolieit ¢opMoii HeopraHude-
CKOTo yIjiepoaa B cTpoMe Ha cBety. [Ipu ocBeleHun
pacteHmit BesmunHa pH B ctpome mmoBwItmaetcs ot 7.0
no 7.7—8.0, u nipu BenmunHe pH 8.0 B paBHOBecuu ¢
Bo3ayxoM, conepxawmuMm 400 ppm (0.04%) CO,,
KOHIIEHTpallusl 3TOro rasa B BOIHOWN (pase paBHa
15.5MkM, a xoHuenrpaunusa HCO;~ — mpumepHO

700 MxM. B cnyyae tecHoit accomuanum a-KA2 c
MOHHBIM KaHajioM 3Ta KA, Karaau3upyromas Jeru-
pataluio OukapOoHaTta B peakKIMU C IIPOTOHAMU,
MOXKET MCIIOJIb30BaTh IPOTOHBI, ITOCTYIIAIONINE W3
JTIIOMEHa Yepe3 MOHHBIN KaHaJl, JeiiCTBYS KaK CBOETO
polla peryaupyloluii KjiamnaH, npuyeM IpeaBapu-
TeJbHBIE pe3ydabTaThl IIpeariojiaraloT, 4to o-KA2
pacItooXeHa Ha CTPOMATbHOI CTOpOHE THIIAKOMII-
HbIX MeMOpaH (puc. 2). B orcyrctBue a-KA2 Hop-
MaJibHOE (PYHKIIMOHMPOBAaHME MOHHOTO KaHajla Ha-
PYILIEHO, 1 ITOTOK IIPOTOHOB CTAHOBUTCS HEKOHTPO-
JUPYEMBIM, W, CyIOs IO TIOJYYeHHBIM JaHHBIM,
Bo3pacTtaeT. IMeHHO Oosiee Hu3Kasa BeanuynHa ApH
OOBICHSET U OOJIbIIINE BEJIMIMHBI KBAHTOBBIX BBIXO-
0B (POTOCUCTEM, M OOJIee HU3KYIO CTEIIeHb BOCCTA-
HOBJICHUSI MTyJIa TTACTOXWHOHA.

Takum o6pazom, pyHKIIMoHHpOoBaHME O-KA?2 He-
IOCPEICTBEHHO CBSI3aHO C OMO3HEPTeTUKOI XJI0pO-
IUIACTOB, B KOTOPBIX SHEPrOTPAHCHOPMUPYIOIIUMU
(compsATarOIIMMA) MeMOpaHaMU CIyKaT MeMOpaHBI
TIJIAKOUIOB. MOXHO yKas3aTh eIlle Ha OMHO CJem-
CTBUE U3 MPEMIOXKEHHON Moaean (OyHKIIMOHUPOBa-
Hus o-KA2, a ”MeHHO, yBeTMUeHHUE B €€ MPUCYT-
CTBUM CKOpPOCTH TpaHchopmalmm OmKapOoHaTa B
CO, B cTpoMe BCIIEICTBUE TOTO, YTO CKOPOCTh peak-

LIAY JeruapaTtanuu oukapooHara ¢ yuactueM KA Ha
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MYTaHT ¢ HOKayTUPOBAaHHEIM TeHOM KapOoaHTuapa3bl o-KA?2.

MHOTO TIOPSIIKOB BBIIIIE CKOPOCTH CITOHTAHHOM pe-
aKIU1, KOTopasi MOXET IPOUCXOIUTh MPU BHIXOJIE
MMPOTOHOB M3 JIIOMEHa B CTPOMY, He KOHTPOJIUpYe-
MoM KA. CO, cnyxur cybctpatoM pubynoso-1,5-
oucdocharkapdbokcuiasbl/okcureHassl (Pyoucko),
KJIIo4eBoro gepMeHTa (POTOCHMHTE3a, PACITOIOXKEH-
HOTO B CTpOME XJIOpOILJacTa U KaTaJu3UpPYHIlIero
coennHeHne Mmosekyn CO, ¢ Moiekynoil puody-

Jjo3obucocdara, T.e. peakimio BKJIIOYEeHUS Heopra-
HUYECKOTO YyIJepoia B OPraHUYECKOe COEAUHEHUE.
Hamu Obut0 HalimeHo, 4To B MyTaHTax Io a-KA2
ckopocTb ¢pukcaunn CO, HUXKE, YeM B PacCTEHUAIX

IKOTO THUTIA (HaHHBIE He OITyOJIMKOBAHBI).

a-KA5. Ponb a-KAS B xjioporuiactax BbISIBIISIIACh
nocrerieHHo. CHavanma HaMu OblIa oOHapyxkeHa KA-
aKTUBHOCTb B CTPOMAaJIbHBIX TUJIAKOUIHBIX MEMOpa-
Hax, BbIJeJIEHHBIX KaK U3 JUCTheB ropoxa [35], Tak u
U3 JTUCTheB apabumomncuca [36]. CBoiicTBa 3T0il aK-
TUBHOCTH OTJIMYAIUCh OT cBOICTB KA-akTUBHOCTU
rpaHaJbHBIX TUJIAKOUAHBIX MeMOpaH. [lo3gHee MBI
YCTAaHOBUJIM, YTO U3BECTHLIN elle ¢ Hayaia 60-x ro-
JIOB TTPOILIOTro Beka 3 deKT yBeINISHUSI CKOPOCTH
dorodochopupoBaHus Mpu 100aBKe OMKapOoOHa-
Ta B CYCHEH3UIO N30IMPOBAHHBIX TUJIAKOUIOB, KOTO-
pBIN HaOMOmaaM B TWIaKoumax ImmuHaTta [37], oBca
[38] nuropoxa [39], 3aBUCUT OT (PYHKILIMOHAJILHOI aK-
TuBHOCTU Hekoi KA [39]. [Tpu 3TOM n106aBK1 aHUO-
HOB JIPYTUX CJa0BbIX KUCJIOT (aleTaTa, pymapaTa Wil
cyibduTa) He CcTUMYyIUpoBaiu poTtodochopunpo-
BaHME. b0 Moka3aHo, 4To MadeHU I, BOTOPAaCTBO-
PUMBII MHTUOUTOP KapOoaHTUApa3, IMOMABISI CTHU-
MYJISILIAIO TIpU Jo0aBKe OMKapOoHaTa; B OTCYTCTBUE
oukapOoHaTa MadeHUI MPaKTUICCKU HE BIUSUI HA
ckopocThb potodochopmnnpoBanusi. beto ooHapy-
JKEHO TaKKe 3aMEeTHOE MOAaBJICHUE COIPSIKEHHOTO
2JIEKTPOHHOTO TPaHCHOPTAa B YCJIOBUSX, KOrma Ou-
KapOoHaT cTUMYJIMpoBall poTodochoprnnpoBaHue.
Madenun 3ameTHO MHTHOUpoBal KA-akKTHUBHOCTH
TUJIAKOUIIOB, XOTSI ¥ HE MOJTHOCTBIO, YTO MOIJIO CBU-
JIETEJILCTBOBATh O TOM, UTO He Bce KA, Haxonsumecs
B TWJIAKOUIaX, OTBETCTBEHHBI 3a 3Ty CTUMYJISILIUIO.

B tTnnakommax, M301MpOBaHHBIX U3 JIMCTHEB apa-
oumorncuca TMKOro TUIIA, TaK XK€ KaK U B TUJIaKOUAaX
ropoxa, HaOGIOmaau yBeJIWYEHHE CKOPOCTU (POTO-
dochopunmmpoBaHNUS TIPU BBEICHNN OMKapOoHaTa B
cycrieH3uio [14]. Madenun Takke He moaaBisii po-
TodochoprpoBaHre B OTCYTCTBUE OMKapOoHaTa,
HO TIOJIHOCTHIO JIMKBUAMPOBAJI CTUMYJISIIINIO OMKap-
ooHatoM. bukapboHaT He BIMSUT Ha CKOPOCTH 0Oa-
3aJIbHOTO M Pa300IIeHHOI0 TPAHCIIOPTOB 3JIEKTPO-
HOB B OIIBITaX C METUJIBUOJIOT€HOM KaK aKIIEeIITOPOM
BJIEKTPOHOB, HO, KaK 1 B OITbITaX C TUJIAKOUAAMU TO-
poxa, Y4aCTUYHO ITOIABIISIT 3JISKTPOHHBINA TPAaHCIIOPT
B npucyrctBun AJ1® n Heopranmueckoro gocdara,
T.e. B yciaoBusx ¢ochopunupoBaHusi. ITockomabKy
ctumyssiiuus ¢porodochoprInpoBaHus, KaK IIpaBy-
JIO, COIIPOBOXKIAETCS YBEIMUYEHNEM CKOPOCTHU DJIEK-
TPOHHOTO TpaHCIIOpTa, mocjeaHue 3(PpGheKThl yKa3bl-
BaJli Ha HOIOJHUTEIbHBIII MPOLIECC CTUMYJISIIUN
doTodochopmiMpoBaHUS B IIPUCYTCTBUHN OMKapOO-
HaTa, He CBS3aHHBIN C 3JIEKTPOHHBIM TPAHCIIOPTOM

o O®OTII.

B omnimume ot ctumynsiuu npu 1o6aBKe OuKap-
OoHAaTa K TUJIaKOMUIaM pacTeHW JUKOTO TUIA, TaKas
nobaBKa He M3MEHSJIa CKOpOocTh doTodochopriim-
pOBaHUS B TUJIAKOWIAX, NU30JUPOBAHHBIX 13 JIMCThEB
MYTAHTOB, B KOTOPBIX C IIOMOIIIbIO HOKAYTHOI MyTa-
o1y OBLT 3a0JIOKMpoBaH cuHTe3 a-KAS, T.e. ipucyT-
CTBHUE 3TOI KapOoaHTUAPa3bl ObLIO HEOOXOAUMO JJIST
OCYIIECTBJICHMS YKa3aHHOM cTUMyJsiunu [14].

C UCIoNb30BaHUEM MAaCC-CIIEKTPOMETPUYECKOTO
aHaJmM3a, HaM# OBIITIO ycTaHoBJIeHO [14], yto a-KAS
pacnojioXeHa B CTPOMAaJbHBIX THJIAKOWUIHBIX MEM-
Opaxax. OTMETHUM, YTO ITPAKTUIECKH BCE KOMILJIEKCHI
AT®-cuHTa3pl B TWIAKOUOAX COCPENOTOYEHBI B
CTpOMaJIbHBIX MeMOpaHax. YUuThIBasi CBOICTBa Ma-
deHuna, mpexae BCEro ero ruapoduIbHOCTb, MOX-
HO OBIIO 3aKiIOYnTh, 4YTo KA, oTBeTcTBeHHas 3a
yckopeHue ¢orodocopuiupoBaHUs B TMPUCYT-
CcTBUM OMKapOOHAaTa, BEPOSITHEE BCErO, PaCIIONIOXKe-
Ha B TWJIAKOMIHOW MeMOpaHe Ha ee CTpOMajbHOM
MOBEPXHOCTHU, KOTOpasi B BBIACICHHBIX THUJIAKOUIAX
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kap6oaHTruapasbl a-KAS B timakonmax. ®C I — potocu-
creMa I, 1KA — momeHanbpHast KapOoaHTUApa3a.

oOpaiteHa B cpeny [39]. Hanuuue Tak pacnoiaoxKeH-
Hoii KA B TMi1akouax clieoBajo TakXKe U3 TOro, YTO
KA-akTMBHOCTh CTPOMAJIbHBIX TWJIAKOMAOB CXOII-
HBIM 00pa3oM MHTUOMPOBAIACh XOPOIIIO ITPOHUKAIO-
MM B MeMOpaHy nHruouropom KA stokcuzonamu-
JIOM M TUIOXO MPOHMKAIOWIMM B MEMOpaHy aleTaso-
nmamugom [35].

YT100BI 00BICHUTE poJib KA B cTuMysisiiinm poto-
dochopunupoBaHUs IIpU BBeICHUU OMKapOoOHaTa B
CYCHIEH3MIO TWIAKOWIOB, MbI IMpEArojaraeM, 4To
yckopeHue ¢potodochopuIMpoBaHUS MOXKET OBIThH
CJIEICTBIEM BO3pacTaHUSI CKOPOCTU IIpeoOpa3oBa-
HUA 6ukapooHara B CO, B peaklMu JeTUapaTaliy,

KaTajau3upyemoit MmeMOpaHocBs3aHHOM a-KAS. Oc-
HOBHOI1 6apbep 1t CO, MOJIEKyYJT ITPU NepecedeHN

JIMITUIHBIX MeMOpaH — 3TO HelepeMellrBaeMble
MprUMeMOpaHHbBIE CJION, TOra KakK caMu MeMOpaHbI
nerko rnpoHunaemsl [40]. [TosTomMy 4acTh MOJIEKYI
CO,, NOSABUBILNXCS B TPUITOBEPXHOCTHBIX CJIOX TH-

JIaKOMIHOUM MeMOpaHbI BCISACTBUE aKTUBHOCTU O~
KAS5, moxer nerko nuddyHaupoBaTh B THJIAKOWI -
HbIii TlIoMeH. B JiloMeHe 3T MOJIeKYJIbl MOTYT TMapa-
THUPOBATHCS C ydacTueM JioMeHanbHOM KA ¢ ocBo-
OoXIeHreM TMpPOTOHA. YBeJIWUYeHUEe KOHIEHTpaluUu
MMPOTOHOB B JIIOMEHE B pe3yJibTaTe 3TOro IMpolecca
MOXKET IIpUBeCTU K yBeandeHnio ApH 1 yBeanaeHMIo
nponykuuu AT® (puc. 3). CtuMynnpoBaHue CKOPO-
ctu cuHTe3a AT® nipu yBeauuenuu ApH xoporiio us-
BecTHO [41, 42].

Iuaparanust CO, B IIOMEHE 10JIKHA MOJTHEE MPo-

HUCXOOUTh B (POCHOPWIMPYIOIINX YCIOBUSX, IIO-
CKOJIbKY KOHIIEHTPAlIMS IMPOTOHOB TaM YMEHBbIIIeHA
BCJIEJICTBUE UX BbIxona B cpeny yepe3 AT®D-cuHTasy —
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pH B 1IoMeHe B 3TUX YCJIOBUSIX BO3pACTaeT 10 CpaB-
HEHMIO ¢ 0a3aJIbHBIMU YCJIOBUSIMU ITOYTH Ha 1 eo.
[43], 9TO COOTBETCTBYET YMEHBIIIEHUIO KOHIICHTPA-
nouu 1poToHoB B 10 pa3. Takum obpa3oMm, yBeande-
HUE KOHIEHTpAaUM IIPOTOHOB IIpu auddy3un
Mosekysn CO, B JTIOMEH OOECIIeYnBaeT U YCKOPEHUE
dotodochopunpoBanusi, 1 UMEHHO B (ochopu-
JINPYIOLIUX YCJIOBUSIX CTAHOBUTCSI TPUYMHOM YMEHbB-
LIEHUsI CKOPOCTH JIEKTPOHHOTI'O TPAaHCIIOPTAa, BCJIE -
CTBHE BO3pacTaHUSI (POTOCUHTETUUECKOTO KOHTPO-
ns. B OasampHBIX yciaoBHSX, Korma pH momeHa
CYILIECTBEHHO HMXE, 4eM B YCIOBUSX doTodocdo-
punupoBanusi, ToTok CO, 1 ero ruapartanusi 3aTpyi-

HEHBI, U CKOPOCTh 3JIEKTPOHHOTO TPAHCITOPTA HE Me-
HsIeTcs Tpu 1oOaBKe OMKapOoOHaTa K TUIaKOWIAM.

BaxHoe creacTBrUe OMMCAHHON CUTyalluW — TO,
4TO, BO3MOXKHO, 3HaYNUTEIbHad YacTb MoJieKysa CO,,

o0Opa3oBaBIIMXC TIpU JeruapaTaliiyi OmkKapOoHaTta
Ha MOBEPXHOCTU MeMOpaHbI, HATIPABJISIIOTCS B CTPO-
MY XJIOPOIIJIACTOB, TJIe OHM MOTYT CTaTh CyOCTpaToOM
Pyb6ucko, obecrieunBas yBeJIMdeHUE CKOPOCTH 0Opa-
30BaHUSI OPraHUYECKUX COEAMHEHUN. YJUThIBas
3HAUYUTENIbHOE YBEJIMYEHUE COIepKaHUus OuKapbo-
HaTa B CTPOME Ha CBETY, HeJIb3sl UCKIIIOYUTD YUacTUe
a-KAS5 B nonaye CO, Py6ucko in vivo.

OYHKIMOHWPOBAHUE KAPBOAHTI'MIPA3
B KIIETKAX PACTEHMUN OCYILECTBIIAETCA
KOOITEPATUBHO

B xone uccinenoBanust ¢pyHkuuit KA xjmoporuia-
CTOB BO3HUKJIO IIpelcTaBieHue, uTo KA 3Tux opra-
HeJUJI, ¥, BEPOSITHO, BCEM KIETKU, (DYyHKIIMOHUPYIOT
B3aMMOCBSI3aHHO, JEeMCTBYs B Koonepaluu. B Heko-
TOPBIX CIIydasiX 3TO IIPOCIeXUBACTCS B SIBHOM BUIE,
Kak B ciaydae ¢pyHKimoHupoBanus a-KA2, a-KA4 u
a-KAS. CornacHo MoOJydYeHHBIM 3KCIIEpUMEHTalb-
HBIM pe3yabTataM, 3T KA pacrionoxeHbl B TUIAKO-
WIHOII MeMOpaHe M, B COOTBETCTBUU C MOICIISIMH,
ONMUCHIBAIOIIUMU UX (DYHKIIMOHUPOBaHUE (CM. BbI-
IIe), peTyJIMpyIOT TaKOM KIIIOYEeBOIl ImapaMeTp Ouo-
SHEPreTUKH XJIOPOILIACTa, KaK KOHIIEHTPAIIUIO TTPO-
TOHOB B JIIOMEHE TUJIAaKOMI0B. BelnunHa 3Toi KOH-
meHTpauuu, pH mgloMeHa, B CBOIO oO4Yepelb,
onpenesieT Kak BO3MOXHOCTD 3alIUTHl (DOTOCUHTE-
TUYECKOTrO amnrmapara oT (QOTOMHTMOMPOBAaHUS ITyTEM
pETyIupOBaHUSI CTEIIEHM IIPOTOHMUPOBAHUS OecaKa
PsbS u akTMBHOCTM BHOJIAKCAHTUHIACIIOKCUIA3HI,
TaK U CKOPOCTb MPOAYKINU MOJeKysl ATdD, Heobxo-
IUMBIX 11 (PyHKUIMOHMpOBaHMS LuKiIa KanbBuHa,
ob6ecnieynBaroliero ¢puxkcanuo CO,. [1pu aTom nep-

Bast (pyHKIIVS, BO3SMOXHO, JaKe BaxKHee, 4eM BTopasl.

Bzaumocssizb Mexnay KA xjoporuiacta MOXHO
MPOUJITIOCTPUPOBATh B3aMMO3aBUCUMOCTBIO YPOB-
Hel aKcIpeccuur reHoB, koaupytomumx 3tu KA. Mbl
rokasajiu, 4YTO HOKayT reHa, koaupytoiero a-KA2,
OKa3bIBAET 3HAYMTEJIbHOE BIWSIHUE Ha YPOBHU IKC-
npeccuu reHoB TiakounHbIX KA, a-KA4 u a-KAS,
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a Takke reHoB ctpoMaidbHbIX KA, a-KAl u B-KAlI
[15]. ITpu aTOM, YTO MOXET OBITh BaXKHO IS TOHM-
MaHWS 10 CHX ITOp HESICHBIX (DYHKIINI IBYX MOCJIEI-
HUX, YPOBEHb 3KCIIPECCMM TeHa, KOIUPYIOIIEro
a-KA1, Bo3pacran B ABa pa3a, a TeHa, KOTUPYIOIIETO
B-KAIl, ymeHbIIIanCs TOXe B IBa pa3a. Y pOBEeHb DKC-
Ipeccum reHa, Kogupyouiero a-KA2, Bo3pacran B
3.5 pasa, areHa, kogupymouiero a-KAS, yMeHbIIancs
MIOYTH B TPU pa3a.

HMHTepecHo, 4TO, B CBOIO ouepellb, IPU HOKayTe
reHa, komupyiomnero o-KA4, ypoBeHb 3KCIIpecCUM
reHa, kogupytomero o-KA?2, Bo3pacrai oyt B BO-
ceMb pa3, a YPOBEHb BKCIIPECCUU TeHOB CTPOMajib-
HBIX KA He m3mensuica [30]. Paznuuue Bo BIUsSHUU
HOKayTa reHoB, kKomupymomnx a-KA2 n a-KA4, co-
CTOSIJIO TaKXKe B TOM, UTO, €CJIM HOKAyT reHa MepBoit
He BJIMSUI Ha YPOBEHb 3KCIPECCUU T€HOB LIUTOILIA3-
matnyeckux KA, HokayT TeHa, KOIUPYIOIIETO
a-KA4, mpuBoauI K BO3pacTaHUIO 3TUX YPOBHE.

BrixntoueHue cuHTe3a a-KAS B pacTeHUsIX, Bbl-
pallleHHBIX MPU aTMOC(HEPHOI KOHILIEHTPALIUU YIJIe-
KMCJIOTO Ta3a, He TMIPUBOAMUT K BO3PACTAHUIO YPOBHSI
9KCIPEeCCUM TIeHa caMOll OOMJIBHOI CTPOMAaJIbHOM
KA, B-KAIl, HO yBeaumymBaeT 3KCHPECCUIO TEHOB
ctpoManbHbiXx a-KAl u (-KAS5 [44]. Bospacraior
TaKXe yPOBHU SKCIIPECCUU TEeHOB TUJIAaKOUIHBIX KA,
a-KA2 1 a-KA4, 4To coTnpoBOKIaeTCs YBEJIMUYEHU -
eM KA-akTUBHOCTU TUJIAKOUIOB.

JlutrepatypHble maHHBIE TAKXKE CBUIACTEIbCTBYIOT
B MOJIL3Y TOTO, 4T0 KA (pyHKIIMOHMPYIOT COBMECTHO.
B BBICIINX pacTeHUsIX BBIKJIIOYEHUE CUHTe3a 0OJIb-
muHcTBa KA He IpUBOINT K CYIIIECTBEHHOMY IT01aB-
JIEHUIO pOCTa pacTeHUM 1 HE OKa3bIBaeT CYIIIECTBEH-
HOTO BJIMSIHUSI Ha MMapaMeTpbl oTocuHTe3a [45—47].
bonee rnybokme dusnomormueckme 3p@PeKThl Ha-
OJIodaloTCsl TPpU  OJHOBPEMEHHOM BBIKIIOYEHUU
cuHTe3a IByX u 6oisee KA. ABTophl padotnl [48] B
2010 1. ¢ UCITOIb30BaHUEM IBOMHBIX MYTAaHTOB C BBI-
KIJTIIOYEHHBIM CUHTE30M IiIazMajieMMHoOU 3-KA4.1 n
ctpoManbHOil B-KAl mokasanu, 4to oba 3tu (ep-
MEHTA YYaCTBYIOT B PETyJISIIIUN YCTBMIHOM IPOBOAM-
MOCTH JIMCTBhEB MJISI yrjieKucioro rasa. CyIiecTBeH-
Hoe TIoJIaBJIeHe pOCcTa MyTaHTOB C HOKAyTHBIMU Te-
HamMu OByX nutorurazMatmdeckux KA, B-KA4.2 u
B-KA2 mpm BeIpalllUBaHUU PACTEHUN B YCIOBUSIX
HU3KOro CoAepKaHUsI YTJIEKMCIIOro rasa B BO3IyXe
[49]. EnvHuyHble MyTaluuu 10 yKa3zaHHbIM KA He
MPUBOIMIIN K TaKOMY 3P deKTy. ABTOPBI IIPEIIION0-
KUJIU, 4TO 00e 3TU 1uToIria3Matudyeckue 3-KA He-
00XOIMMBI IJTST IpeoOpa3oBaHus (OpM HeopraHde-
CKOTI'O yIjiepoja B KJIeTKax JIMCTa JJisl yAOBJIETBOpE-
HUSI MOTPEeOHOCTM pacTeHuii B yriepome. B
pacTteHusIx Tabaka MyTaluu B reHax 5-KAI n -KAS5
HEe TPUBOAWIM K KaKMM-JIMOO M3MEHEHUSIM, IIO
CpaBHEHUIO ¢ pacTeHUsiMu nukoro Tumna [50]. Tonbko
OOHOBPEMEHHEBIII HOKayT o0oux TeHOB [3-KAIl u
3-KAS5 npuBoaunia K CHIXKEHUIO CKOPOCTH IIpopacTa-

VBAHOB, PYAEHKO

HUA CEMsH, YMEHBIICHUWIO UX MaCChbl U 3aICPKKE PO-
CTa MYTAaHTHBIX paCTeHI/Iﬁ.

KoomeparusHoe ¢dyHkumnonuposanue KA Ha-
OJII0aJTIOCh U B MUTOXOHAPUSIX apabuIoIicuca, Tae
KA dopMupytoT moMeH, cocTosimnii U3 Tpéx y-KA u
nByx y-KA-nmono6HbIx 6e1KkoB B coctae NADH ne-
ruaporeHasHoro komriuiekca I [51]. Myrauuu B, 10
KpaifHeil Mepe, ABYX M3 MSITU T€HOB 3TOTO IOMEHa,
NPUBOIMIIN K Pa3pylIeHUIO 3TUX KOMIIJIEKCOB [52].
Takue MyTaHTBI, BbIpalllEHHbIC IPU aTMOCGhEpPHOI
KOHIICHTPALIMM YIJIEKMCIIOrO ra3a B BO3IyXe, JeMOH-
CTPUPOBAIN 3aEPKKYy POCTa, IO CPaBHEHUIO C pac-
TEHUSIMU JUKOTO TUIIA, YTO KOMIIEHCUPOBAaJIOCh BbI-
palllMBaHMEM MYTAaHTHBIX PAacTeHHWU IPU BHICOKOM
conepxanun CO, U yKa3blBaJIO, 10 MHEHUIO aBTO-

pOB, Ha yJyacTHe MUTOXOHIpHaIbHOro noMeHa KA B
nomaepXaHuu 3(pheKTUBHOTO (PYHKIIMOHUPOBAHUS
dotocuHTE3A.

OmnucaHHbIE pe3yabTaThl MO3BOJISIIOT MPEANOI0-
XKUTb, 4T0 KA SIBISTIOTCS 3BEHBSIMU KOOTIEPaTUBHBIX
LIEMOYeK, XOTS, OYEBUIHO, HE 3aMEHSIIOT APYT Apyra.
BrinageHue M3 Takol LEeNMOYKM Kakoi-nnoo KA
MPUBOIUT K HApYIIEHUIO KOHKPETHOTO IIpoliecca, B
KOTOPOM OHa y4acCTBYET, U U3MEHEHHE SKCIPECCUU
reHoB ApyTrux KA, TOIbKO 4aCTUYHO MOXKET KOMITEH-
CUpOBaTh HapYIICHWE 3TOr0 IIpoliecca, 4TO OBLIO
BUJIHO MO MU3MEHEHUIO agallTallMOHHBIX BO3MOXKHO-
cTeit pacteHus. TakuM oOpa3oM, (yHKIIMOHUPOBa-
Hue Kaxmoii KA BaxHO Ijisi pacTeHUSI B 1I€JIOM, U
Kaxkaasi XXKU3HEHHO HeoO0XoauMa pacTeHUIO, XOTS Ka-
TATU3UPYET BJIEMEHTAPHYIO PEeaKIMIO0 B3auMOIIpe-
BpalllcHUSI IBYX HEOPTaHMYECKUX COSOAMHEHUIA, KO-
Topasi HOBCEMECTHO MPOMUCXOAUT 1 B HEXMUBOI MpPU-
pore.

SAKITIOYEHHME

MuoronetHue uccienoBaHust KA Beiciiux C3-
pacTeHUil, TPOBOAMMBIC Pa3IMYHBIMU HCCIEHOBA-
TEJIbCKUMM TPYIINaMU 0 BCEMY MUPY, TTOKA He M03-
BOJISIFOT OTpeJie]IeHHO OTBETUTDH HA BOMTPOC O (hU3HO-
JIOTUYECKOM poNIM 3TUX (epMeHTOB. Pe3ynbraThl
9KCIIEPUMEHTAJIbHBIX MCCIIEN0OBaHU, OIMMCAHHBIC B
cTaThe, CBUAETEBbCTBYIOT O TOM, 4YTo KA xjoporia-
CTOB pearupyioT Ha U3MeHeHMe YCIIOBUIl BereTaluu
pacTeHUi1, a UMEHHO, U3MEHSIIOTCSI YPOBHU 3KCITpeC-
CUU UX FeHOB U U3MeHsoTcs: KA-aKTMBHOCTU KOM-
MapTMEHTOB XJioporuiacta. [1p1 3ToM B HOKayTHBIX
MyTaHTax B OTCyTcTBUE cTpomalibHbiXx KA, a-KAl
win -KAl, u B OTCYTCTBUE KaxKI0i M3 TUJIAKOU[I-
HBIX KA, a-KA4, a-KA2 n a-KAS5 nmpoucxoggar ns-
MEHEHUS B PeaKIUsIX, CBI3aHHBIX C TTpolieccoM Go-
TocuHTe3a. B pacTeHusIX, B KOTOPbIX ObLIM HOKAYTH-
poBaHbl reHbl, Kogupyomue KA a-KAL, nmm 3-KAl,
nnn a-KA4, nmpu nepemenieHU B HOBBIE YCJIOBUS
BereTallMi BO3HMUKAIOT CYIIECTBEHHbIE OTJIMYUS B
MPOTEKAHUM TAKUX PEAKIIVi1 B pACTEHUSIX TUKOTO TH-
ra, TepeMelleHHbIX B 3TU Xe yciaoBus. Ha ocHoBa-
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HUM PA3JIMYMI MEXIy PaCTEHUSAMU AUKOTO TUIIA U
MyTaHTaMU II0 TWiIaKougHBEIM KA B xapakTepucTu-
Kax (pyHKIMOHANbHOM akTuBHOCTH PDTLI 1 B 610-
SHEPTreTUYECKUX PEaKIUsIX, MPOTeKAIINX B THUJIA-
KOUIHBIX MeMOpaHaxX, TIIPeIOXeHbl TUIOTE3bl
¢dyakumonupoBanus 3tux KA. OOHapyKeHO, 4TO
HOKayT reHa omHoi u3 KA xjoporiacra npuBOIWI K
M3MEHEHUIO SKCIIPECCUM T€HOB APYTUX XJIOPOILIACT-
HbIX KA, 4TO MOXET yKa3bIBaTh Ha KOOTEPATUBHbII
xapaktep (yHkunonuposaHusgs KA B 3Toif opra-
HeJIIe.
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The Involvement of Carbonic Anhydrases in Chloroplasts of C3 Higher Plants
in Adaptation Changes of Photosynthetic Reactions

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

* Institute of Basic Biological Problems, Russian Academy of Sciences,
Institutskaya ul. 2, Pushchino, Moscow Region, 142290 Russia

The present research shows that changes in vegetation conditions have implications both for the expression
levels of genes encoding chloroplast carbonic anhydrases and the carbonic anhydrase activity of chloroplast
compartments. The results of experiments with mutants of the genes of the chloroplast carbonic anhydrases
indicate that the activity of the chloroplast carbonic anhydrases determines the nature of changes in photo-
synthesis reactions in response to changes in environmental conditions. Possible mechanisms are proposed
for participation of carbonic anhydrase in light-dependent processes in the chloroplast. Based on these find-
ings, a hypothesis that carbonic anhydrases in chloroplasts function interdependently is developed.

Keywords: photosynthesis, higher plants, adaptation, chloroplasts, carbonic anhydrases
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