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Manux-chepmenm (EC 1.1.1.40) wupoxo pacnpocmparnen 8 pacmumenviom mupe. OH
Kamanusupyem oxuciumenvroe oexapboxcunuposanue maiama ¢ yuacmuem NADP' ¢ xa-
uecmee Koepmenma. B pesynomame e2o Kamanumuieckoli akKmugHOCmU 00pazyIOmcs nu-
pyeam u NADPH — saoichvle memabonumpi, Komopbvle 3aHUMAIOM KIo4egble NOTOHCEHUS 8
obmene sewecms.

Omo no3zeonsiem emy uepamv 6aAX*CHYIO PONb 6 Memaboausme pacmeHul U Haxo-
OumbCs 6 yeHmpe SHUMAHUA OUOXUMUKO8. B npedcmasnennom o0630pe  paccmampusaomcs
Qusuonozuueckue @GYHKYUY, GbINOIHAEMblE MATUK-QEPMEHNOM 8 PACHEHUSX.

BBEJEHUE

[ToBcemecTHOEe pacnpoctpanenne Manuk-pepmenrta (EC 1.1.1.40) B pacreHusx
Y HaJIWYHME €0 MOJCKYISPHBIX (OpPM B Pa3lMYHBIX KOMIIAPTMEHTAX KIETOK (LIUTO-
30716, TacTuabl) (Mamenos, 1996; Drincovich et al., 2001) cBugeTensCTByeT 0 €ro
Ba)KHOI ¥ MHOTOCTOPOHHEH POJIM B PACTUTEIBHOM MeTaboian3Me. JTo, B IEPBYIO 04e-
pellb, onpeAeseTcsl TeM, YTO MPOMYKTHI KaTalu3UPyeMOH UM pPEaklIUH — MHPYBaT
NADPH yuacTByIOT BO MHOTHX MeTaboianyeckux mponeccax (Mamenos u ap., 1998;
Merlo et al., 1993; Lien et al., 2003)

Manux-pepmenm
HOOC-CH,-CO-COOH + NADP" ————— CH;3-CO-COOH + NADPH + CO,
Mez+

[TupoBuHOrpagHasi KUCIOTA SIBIAETCS OAHUM M3 LEHTPAIBHBIX METaOOJIHTOB
obOmeHa BemecTB. OHa MOXET UCIOJNb30BaThCs B KaueCTBE MCTOYHUKA HHEPTUH, TaK
KaKk M TPEIIIeCTBEHHUK I OHMOCHHTEe3a KOMIIOHEHTOB KIETKH. YTO KacaeTcs
NADPH, sBnssce yHUBEpCaIbHBIM JOHOPOM BOJOPOJa, OH KaK BOCCTAaHOBUTEIbHBIN
areHT NPUHHMMACT Y4YacTHE BO MHOTHX CHHTETHUECKHX PEaKUUAX. A BBIACICHHBIN B
xoze peakuun CO, ucnonb3yercs Cys-pacTeHUSAMU JUIsE TOBBIIICHUS 3P PeKTHBHOCTH
(dhoTocuHTe3A.

Co BpemeH oTkpbITHs Manuk-pepmenta Ochoa u cotp. (Ochoa et al., 1947) uc-
TOPUUYECKH CJIOXKHIIOCH TaK, 4TO B TEUCHUE JOJITOr0 BPEMEHH OOJIBIIMHCTBO PabOT IO
M3YYCHHUIO 3TOT0 (hepMEHTa OCYIIECTBIUIUCh ¢ MalIHK-(pepMeHTOM meueHu. [lepBbie
BBICKa3bIBaHUSA O €ro (PU3MO0IOTUIECKOH PO OCHOBBIBAJIHMCH HA 3THX PabOTax U Tak-
e Ol caenansl rpymmoi Ochoa. OHE Tonaragy, 9To MaTHK-GEPMEHT YUaCTBYET B
¢ukcarun CO, Ha upyBaTe, a 00pa30BaHHBIN MaJlaT UCTIONIB3YETCS IJIs TNIFOKOHEeoTe-
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Hesa. bbuta fgaxe mpemioxkeHa cxema, JeMOHCTPUPYIOIAsS B3aUMOCBA3b MEXIY 00Me-
HOM TIUTI0K030-6-(ochara, mupysara u CO, B cuntese manara (Ochoa et al., 1955):

Tmoxo30-6-pocghamoezuopoeenasa
1. Timrok030-6-pocdar + NADP" » 6-hocdormokonat + NADPH

Manux-ghepmenm
2. mupysat + CO, + NADPH —— manar + NADP"

Cymmapnas peaxyus:
3. rmoko30-6-pocdar + mupysar + CO, — 6-pochoriarokoHar + manar

[To coBpeMeHHBIM TPEACTABICHUSAM (PU3UOJOTHUCCKUAE (YHKIIMH, BBITIOJ-
HsIEMbIE MalUK-(DEPMEHTOM B PACTEHHSIX Pa3HOOOPA3HBI M OMPEACTSIOTCS BHIOBOU U
TKaHEBOW CITEITM(PUIHOCTHIO OPraHu3MOB. [IpencTaBieHHBIN 0030p IMOCBAIIEH aHAN-
3y TUTEPATYPHBIX AHHBIX, KACAIOIIUXCS ATOU MPOOIEMBL.

Ponv manux-pepmenma ¢ homocunmese

CuuTtaercs, 4YTO OAHOM W3 TJIABHBIX (YHKIMNA MaTUK-PEpMEHTa SABJSCTCS €ro
ydactue B mpouecce GoTocunTe3a B Cy-pacTeHHAX. ITO OTHOCHUTCS K, TaK Ha3blBae-
MBIM, CHelH(PUIECKUM (QYHKIHSIM 3TOro (hepMeHTa. BOoNbIIMHCTBO Ha3eMHBIX pacTe-
HUN UCTTONB3yIOT C3-TyTh OTOCUHTE3A, T/Ie POTOCHHTETHICCKHII ammapar B XJIOpO-
wractax Qurcupyer CO, (B Bume HCO;) HemocpenctBenHo B pulyio3o-1,5-
oucdocdar npu karamuTHueckoMm conedcTBumn PyOmcko. B pesymprate oOpasyroTcs
npoMexyTodnble C;-poayKThl (POTOCHHTE3a, KOTOpHIE fanee B Iukie KamprHa npe-
BpalIawTcs B roko3y. B Cy-pacTennsx mporecc GOTOCHHTE3a CYIIECTBEHHO OTIIH-
4aeTcs 0T TaKOBOro B C3-pacTeHUsX. Y HUX UMeeTCs 2 THIIA KIETOK — Me30(UIbHbIC U
oOknamounble (00namaroT Tak Ha3eiBaeMoil «KpaHc aHaToMumei»), KOOMepHPYOIIUe
Mex Ty coboit ans ¢pukcanuu CO, ¢ 1eIbio TOBHIIEHUS HHTEHCUBHOCTH (DOTOCHHTE3a
(Hatch, 1987; Drincovich et al., 1998; Wheeler et al., 2005). B 3tux pacrenusx armo-
ctepnbrii CO, cHauana QUKCHpyeTcs B Me30(HIBHBIX KIETKaX, 00pa3zysi IMpH 3TOM
MaJaT, KOTOPBIA 3aTeM TEePEeHOCUTCS B OOKIIAQAOYHBIE KIIETKH, T OH MOCPEICTBOM
ManK-QepMeHTa aekapbokcunupyercs, a BoiaenaeHHsii CO, ucnonssyercs st ¢o-
tocunte3za (Edwards et al., 2001; Kellogg, 1999; Ku et al., 1996; Leegood, 1997;
2002). B manHOM ciIydae MajaT BBICTYHAeT B pOJIM AOHOpa M mepeHocumka CO, u3
Me30(HIBHBIX KJICTOK B O0KJIaI0UHbIe, KOTOphIe Henpouunaemsl st CO, (Arp et al.,
1998; Hausler et al., 2002).

C4-cucrema (otocuHTe3a 1o cpaBHeHHIO ¢ Cs-crcTeMoil sBisieTcst Oornee -
(dextuBHOM (opmoit pukcaruu CO,. ITO NPEUMYIIECTBO CTAHOBUTCS BO3MOXKHBIM
Onarozapsi TOMy, 4TO BbyIenuBINUicsa u3 manata CO, B XJIOPOILIACTaX OOKIIaJOUHBIX
KJIETOK TOBBIIIaeT BOMm3u PyOucko ero mapiuanbHOe AaBlieHHE, KOTOPOE HHTHOUPY-
€T OKCHUTCHa3HYI0 aKTUBHOCTH ¢epmeHTta. Jlemo B Tom, uTo PyOmcko oOmamaeT Kak
KapOOKCHIIa3HOM, TaK M OKCUTCHA3HOW aKTUBHOCTSIMU, UHBIMH cioBamu, CO, u O,
KOHKYPHUPYIOT MEXIy COOOH 3a COSTUHEHHE C aKTUBHBEIM IIeHTpoM (epmenTa (Jordan,
Ogren, 1984). MctuaHBIM k¢ Ha3BaHueM (epMeHTa sBIsIeTCS pHOYI030-1,5-0m-
chocharkapOokcunaza/okcureHasa. KapookcuiasHas akTUBHOCTD, T.€. IMPHCOCAUHE-
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Hue CO, K aKTUBHOMY IIEHTPY, COMpoBOXkaaercss (ortocuHTe30M, a2 O, — PoTombIxa-
HueM. [lostomy yBenuuenue cootHomeHus CO,/O, B 0OKIaIOYHBIX KJIETKaX pacre-
HUH B pe3ylbTaTe OKUCIUTEIBHOTO JeKapOOKCHIMPOBAHUS Majara MaHk-dep-
MEHTOM IPUBOJUT K IOJABICHUIO OKCUTE€HA3HOW M CTHMYJHMPOBAHUIO KapOOKCHIa3-
HOW akTHBHOCTH PyOmcko, a ciemoBaTensHO MOBBIICHHIO HHTEHCHBHOCTH (POTOCHH-
te3a (Drincovich et al., 1998; Hausler et al., 2002).

Cnenyer ormeTutb, uTo C;-C4-pacTeHus, KOTOpPBIE pPacCMATPUBAIOTCS Kak
nmpoMexxyTounbsie (Gopmer oT mepexoma Cs- (9BomonnoHHO Oosiee mpeBHHE) K Cy-
pacTeHHsIM TaKXKe XapaKTepU3YIOTCS OTHOCHUTENBFHO HU3KAM YpOBHEM (OTOIBIXaHUS
(Ku et al., 1991; Drincovich et al., 1998; Hausler et al., 2002). Bce me3odunbabie U
0OKIIaJIOYHbIe KIETKU ATHX MEePEXOMHBIX pacTeHud oOmamaroT PybOucko. Mezodwmis-
HBbIE KJIETKH OocyIIecTBIIOT Cs-THrl, o0KkiIanounsle xe - Cy-Tun ¢otocunresa. Ilonu-
KEHHOE (OTOIBIXaHUE B 3TUX PACTCHHUSIX oOecleunBaeTcs AByMsI MexaHH3MaMu. B
OJTHOM cITydae 0Opa30BaHHBIC B pe3ysbTaTe ()OTOABIXaHUS TIUKOJIAT U TIUIUH U3 Me-
30()MIIBHBIX KJIETOK MUTPUPYIOT B OOKIIAZOYHBIE KIIETKH, TaM OKHCISIFOTCS B MHTO-
XOHJIpHSIX, a BblnesieHHbIH CO, HCIONB3yeTcs XJIOpOoIIacTaMH 3THX KIIeTOK A (o-
TOCHHTE3a. JTOT MEXaHU3M 00EeCIeYnBaeT BBICOKYIO MHTEHCHBHOCTH (POTOCHHTE3A B
orcyrcTBrue Cy-1kiia. Bo BTopoM cirydae 3(h(peKTHBHOCTH JTOCTUTAETCS pacipenese-
HreM pepmeHToB Cy4-poTOCHHTE3a MEXKIY ME30(UILHBIME U OOKIaJOYHBIMU KIIETKA-
mu (Monson et al.,; 1986; Lai et al., 2002; Hausler et al., 2002) B onpeae/ieHHBIX He-
OJIarONMPUATHBIX YCIOBUAX (HAMP., IPU CHIBHON 3aCyXe).

Ananornuayo CO, KOHIIEHTPUPYIONTYIO (GYHKITHIO MaTHK-()EPMEHT BBITIOJIHS-
eT B, Tak Ha3biBaeMbix, CAM (Crassulacean Acid Metabolism) pacTeHusx, TUIIEHHBIX
«Kpanc-anaromum» u oTHOCsAHXCS K C3-tumy poTtocuHTe3a. OHM MPUCTIOCOOUITICH K
3aCYIUIMBBIM YCIIOBUAM cpeapl. Ycerbuiia y CAM pacTeHH OTKPBIBAIOTCSI TOJBKO B
HOYHOE BpEMsI, a B JIHEBHOE BPEMSI OHH OCTAIOTCS 3aKPBITHIMU. DTO TO3BOJISIET CHU-
3UTh MHTEHCHBHOCTH TpaHCHHpalMu (a, ClieJ0BaTeNbHO, OONbIIME TOTEpH BOABI) B
THEBHOE BpeMs U moriomaTtsh atMocdepHbiii CO, B HouHOe Bpems (Cockburn et al.,
1979). Iockonpky HOUbIO CO, HE MOXKET UCIONIB30BATHCS B POTOCHHTE3E OH (PUKCH-
pyercst Ha pochoenonnupysate (DPEII) unam mupyBare U XpaHUTCS B BUAE ManaTta B
Bakyousix (Kalt et al., 1990; Iwasaki et al., 1992; Osmond et al., 1988). B mocnemnyto-
ee THEBHOE BPEMs CHHTE3WPOBAaHHBIA MajaT MUTPUPYET B IIUTO30JIb MO ACHCTBHEM
MaluK-QepMeHTa, TOIBEPracTcs TaM OKHCIHTEILHOMY JeKapOOKCHIUPOBAHUIO, a
BbIieieHHbI pu 3ToM CO, BoBiekaetcs B mpotiecc gorocunTe3a (Lance, Rustin,
1984; Kalt et al., 1990; Cook et al., 1995). Cauraetcs, 9T0 AeKapOOKCHINPOBAHE
manata B CAM pacTeHHsIX MapajuleIbHO MOXKET OCYIIECTBIATHCS TaKKe MHUTOXOH/I-
puansabeiM NAD-manuk-pepmentom (Day, 1980; Wedding, 1989; Cook et al., 1995).
OpHako, IOJIA y4acTHsl 3THX ABYX MaJHK-QepMEHTOB B oOecrieueHHH (poTocHHTE3a
CO, moka ele OCTaeTCsl HEBBISICHEHHOM.

Kcratu roBopsi, oOMeH Manara, B KOTOPBI BOBJICUEH MalHK-(QEepMEHT, UMeeT
CyIIIeCTBeHHOE 3HaueHue B padore ycrhull (Rosche et al., 1988; Asai et al., 2000). [le-
rpajanys MajaTa B JHEBHOE BpeMs MallnK-()epMEHTOM CHOCOOCTBYET 3aKPBHITHIO
ycThull, B ToM guciie u B CAM pactenusx ( Laport, 2002).

VYyactue manuk-¢pepmenta B CO, KOHISHTPUPYIOIEM MEXaHU3ME, XapaKTep-
HOoM 1t Cy-pacTeHuit HaOMIOMAETCS M B HEKOTOPBIX aKBaaBTOTPOMHBIX PACTECHHUSX.
AKBaaBTOTpOQbI Takxke JHIIeHbI «KpaHc-aHaTOMUM», HO 00Iaal0T pa3HBIMH MeXa-
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HU3MaMu 1iis npeojoienus nedumura CO, B mporecce GorocuHTe3a. Tak, Hampu-
Mep, npu cHmkennn CO, B OKpyKaroleil BOAHOHN cpefe (Hamp., Mo 1eHCTBUEM BHI-
COKOUW TeMIlepaTyphl) akBaaBTOTpoHOe pactenue Hydrilla verticillata npuBomut B
nerictBue CO; KOHLEHTPUPYIOLIUH MEXaHU3M, OCYLIECTBISIEMBIA XJIOPOIUIACTHBIM
manuk-pepmenTom (Magnin et al., 1997; Reiskind et al., 1997).

Ponb manux-ghepmenma 6 3auwgume pacmenui

Jpyroii crierudpudeckoil pyHkned Maauk-GpepMeHTa SIBISCTCS €ro y4acTue B
3aIUTHBIX PEeaKIMsIX pacTeHuil. Kak 1 BO MHOTMX KHBBIX CHCTEMaX, €CTCCTBECHHBIN
XO/JI TeUEeHHUSI METa0OJINIECKHUX TIPOIIECCOB BO BPEMsI CTPECCOBBIX CHTYAIIWA ITOIBEpra-
eTCsl INIyOOKUM M3MEHEHUSM. B 3TOM cilydae NpuBOAATCS B JIEHCTBHE 3al[UTHBIC Me-
XaHU3MBl U PACTEHUS CTAPAIOTCS YCTPaHUTh MOCIEACTBUS 3TUX ycioBui. [Ipormecc
TpeOyer de novo oOpa3oBaHUs TEPBUYHBIX M BTOPUYHBIX IPOIYKTOB MeTabOIM3MA,
KOTOPBIE CBSI3aHBI ¢ TTOTPEOICHUEM DHEPTUN M CTPOUTEIHLHOTO MaTepraia, T.e. pe-
IIICCTBEHHUKOB OuocuHTe3a. MMerolecss B JMTeparype AaHHBIC IAI0T OCHOBAHHUE
I0JIaraTh, YTO BO BCEX 3TUX PEAKIUAX MAITUK-(GEPMEHT MPUHUMAET HEMOCPEICTBECH-
Hoe ydactue (Levitt, 1980; Lance, Rustin, 1984; Schaaf et al., 1995; Drincovich et al.,
2001; Wheeler et al., 2006;). Tak, HanpuMep, yCTaHOBIIEHO, YTO BO BpEMs MTOBPEXKJIe-
HUS PAaCTUTEIBHON TKaHU MPOUCXOJAUT MHIYKIIMS CHHTE3a MaJIUK-(EePMEHTa U YBEIH-
YeHHE €ro aKTHBHOCTH, YTO COMPOBOXKIAETCS CHIDKEHHEM ypPOBHS Majara B TKaHSIX.
ITomaraercs, 9T0O MHIYKINASA CHHTE3a W aKTHBHUPOBAHWE MAIHUK-(EPMEHTA CBS3aHBI C
€ro y4acTHeM B pernapaiuu IMOBpexaceHHOW TkaHW. ObecrieunBas KICTKY peaylu-
PYIOIIMM areHTOM W MHUPYBATOM (MCTOYHUKOM SHEPTHH W METa0OJIUTOB OMOCHHTE3a)
OH crmocoOcTByeT OmocuHTe3y aunuaoB (Smith et al., 1992; Eastmond et al., 1997;
Shearer et al., 2004), He0OXOAMMBIX I BOCCTAHOBJICHUST MEMOpaHbl, U OMOCHHTE3a
JIUTHUHOB M JIMTHUHOMOJOOHBIX BEIICCTB JII BOCCTAHOBJICHHMS KJICTOYHOM CTCHKH
(Pryke, Rees, 1977; Walter et al., 1988; 1992; Casati, Andreo, 2001; Casati et al.,
1999; Pinto et al., 1999; Schaat et al., 1995).

[ToBpexneHre TKaHU JIeNaeT ee YA3BUMOH Ui aTOTCHOB, TIO3TOMY OHO 4acTo
COTIPOBOXKIAETCSI TAKUMH 3allUTHBIMH PEaKIUsIMHU, KOTOPBbIE XapaKTEePHBI MPH MaTo-
TeHHBIX aTakax. JTo, B MIEPBYIO OUEpe/b, BKIIOYACT CHHTE3 (DUTOAICKCHHOB, CHHTE3
CHCIMATbHBIX, CBSI3aHHBIX C MAaTOr€HE30M 3alUTHBIX OCJIKOB, U 00pa30BaHUE aKTHUB-
HBIX METa0OJHUTOB KHCIOPOZAA, KOTOPBIE TOSBISAIOTCS TaKKe€ BO MHOTHUX JIPYTHX
crpeccoBbiX cutyaruax (Dixon, Harrison, 1990; Sutherland, 1991).

DUTOATEKCUHBI — 3TO BEIIECTBA PA3IMYHON XUMHUYECKOW MPUPOIbI U CTpOe-
HUSI, OTHOCSIIIUECS K IMPOJYKTaM BTOPUYHOTO METabOoJIM3Ma M 00JIaatoliue SIPKO BbI-
paKEHHBIMA aHTHOMOTHYECKHMH CBOWCTBaAMH. BHOCHHTE3 (DPUTOATEKCHHOB SIBIICTCS
MHOTOCTYTICHYATBIM TPOIECCOM. Psii 3TaloB 3TOro CHUHTE3a TpeOyeT MOTpeOIeHHMs
NADPH, koTopblif MokeT moctaBiaTscs Maauk-pepmentom (Welle, Grisebach, 1989;
Fisher et al., 1990; Tieman et al., 1991; Clements et al., 1993; Casati et al., 1999;
2001; Pinto et al., 1999;).

[Tox meWicTBMEM MATOrCHOB M MPOAYKTOB MX META0O0IM3Ma B PACTCHUSIX TAKKE
o0pa3yercsi TeTePOreHHBIN KiIacCc OENKOB, BBIOIHSIONIMX 3allUTHBIC (YHKIIMH, Ha-
3BaHHBIC CBSI3aHHBIMH C TaTOreHe30M Oenmkamu. Kak moararor, Maiauk-(hepMeHT
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ydacTByeT B OmocmHTeze 3Tux coenumHeHui (Tomson-Teylor, 1993; Cutt, Klessig,
1992; Walter et al., 1990).

Ponv manuk-gpepmenma é npucnocodbrenuu pacmenuii K
HeONazonpUAmMHBIM YCIA0GUAM OKPYHCArouieil cpeobl

Eme oqHol BaxkHOH M cniennguueckor QpyHKIMEH MalIuK-QepMeHTa SBISIETCS
€ro ydJacThe B HEWTpalu3alui HeOJarompusTHBIX YCIOBUH OKpY)KAIOIIEH Cperpl,
Cpeay KOTOPBIX HamboJiee 3HAUMMOM SBIIETCSA panuanusa. B mociemaHne roisl BIus-
HHE ee Ha TUIaHeTy 3eMJIsl MPEBPATIIOCh B aKTYaIbHYIO OOIIEUEIOBEUECKYI0 MpooIie-
my. [ToBepxHOCTB 3eMiTH BCe OOJbIIE TIOBEpracTcs Bo3aeicTBrio Y d-nydeii (B yact-
HocTH Y®-B u YO-C-nyueit) u3-3a Bce OOMNBIIEro yBeIHYeHHs BEIOPOCOB XIIOpOdTO-
POKapOOH-COZEPKAIIMX BEIIECTB NMpou3BoAcTBa. OHM MOCTENIEHHO pa3pylaloT 030-
HOBBI cIoii cTpatocepbl. DTO, B CBOI OYepeb, OKa3biBaeT HEOIArONMPHUSATHOE
BJIMSIHHE Ha POCT U Pa3BHUTHE, a CIIEOBATEIBHO, HA (DU3HUOIOTHIO PACTEHHIA.

HetictBue Y®-paguaiiuy Ha pacTUTEIbHBIA OPraHU3M SIBISETCS CIOXKHBIM M
KOMIUIEKCHBIM. [0 ee BIMSHUEM C OJHOW CTOPOHBI CTHUMYJIHMPYETCsS 00pa3oBaHUE
aKTUBHBIX MeTabonuToB kuciaopoga (AMK) (Wingate et al.,, 1988; Lamb, 1989), c
JIIPYTOW — MPUBOAUTCS B MIEHCTBHE MEXaHMU3M, YIASIONMH nx u3numku (Pinto et al.,
1999; Hiusler et al., 2001). AMK sBIArOTCS BBICOKOPEAKTHBHBIMH COCTUHEHUSIMU
(cynepokcuapl, THAPOKCHIIbHBIE paaukanbl, H,O,). OHU TOKCHYHBI AJ1 PACTCHHHA U
MOTYT JIETKO TIOBPEIUTH KIIETKY U €€ KOMIIOHEHTHI. [103ToMy mX JelCTBUE Ha KIETKY
JOJDKHO OBICTPO MPEAOTBpAIAThCS. ITy (DYHKITUIO BBITOTHSIET aHTHOKCHIA3HAS CHC-
TeMa pacTeHHi, B KOTOPYIO BXOAUT Takke Manuk-pepment (Pinto, 1999; Casati,et al.,
2002; Destario, 2006; Bowler et al., 1992). Yuactue storo gepmenTa B HeTpanmza-
mnn H,O, ocymiecTBisieTcss COTIACHO CXeMbI, Ha3BaHHBIA mmyTem Halliwell-Asada
(Bowler et al., 1992).

H,0, acxopbam OKUCTIeHHDIT 'ADPH
2NIOMAMUOH

H,O Odezudpoackopbam 2 80CCMAHOBIEHHBLIL NADP
2NIOMAmMuUOH

Craenyer otmetuts, uTo H,O, sBiseTcs B KeTKe MHOTO(QYHKIHMOHAIBHBIM CO-
ennHeHueM. [loMuMo BpeaHBIX AEHCTBHH yCTAaHOBIIEHBI TaK)XK€ €ro Ioje3Hble (QyHK-
1. OH BOBJICUEH B 3aIIUTHBIE PEaKIUN PACTEHHI, TaKUe KaK HaIpuMep, YHHUTOXKe-
HHE NAaTOT€HHBIX MHUKPOOPraHU3MOB, JIMTHU(HKaNWsA KIETOYHOH cTeHku (Walter,
1992), okucnurenpHOE CBSI3bIBaHUE OEIKOB KJIETOYHOW CTeHKH pacTeHuil (Bradley et
al., 1992). OH BBICTYNaeT U B POJIM BaKHOU peryisTopHoii mosekyibl (Chen et al.,
1993). TloaToMy BUAMMO, ake B HOPMAJIbHOM (PU3UOJIOTMYECKOM COCTOSIHHUH COZAEP-
xanue H,O, B pacTeHHAX NOOIKHO MOAACPKUBATHCS HA ONPEACICHHOM YPOBHE.

Cunre3 AMK B KJI€TKE OCYIIECTBIISIETCS B PE3yIbTaTe aKTHBHOTO TPaHCIIOPTA
3JIEKTPOHOB OT JIOHOpAa K KHCJIOPOAY, KOTOPBIA CONPOBOXKAAETCS 00pa3oBaHUEM CY-
MEepPOKCU- U TUAPOKCHIpanukanoB. [lo kpaiiHeil Mepe, B KMBOTHBIX KIJIETKaX JOHO-
pOM 3JIEKTPOHOB JJIA TOM NENu CIyXHUT ruToruiazmatudeckuidi NADPH, nocras-
JSIeMBIi TII0K030-6-pocdaraeruaporena3oil wim xe Manuk-¢pepmeHToMm. [lepenaya
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ANEKTPOHOB K Kuciopoay ocymectsisiercss NADPH-okcuaazHbIM KOMILTIEKCOM, JIO-
KaJM30BaHHBIM B IIMTOILIa3MaTHUYeCKOi MemOpaHe (Baggiolini, Wyman, 1990). Brmo-
CIICZICTBUH CYTNEPOKCHIHBIE PAHKaJbl O] JEHCTBUEM MIOBCEMECTHO PAaCIpOCTPaHEH-
HOH cynepokcuaaumerassl npeBpamaercs B HyO, (Bowler et al., 1992). IlocraBnser
mu Masnk-pepmMerT NADPH 11s cuHTE3a aKTUBHBIX METa0OJUTOB KUCIOPOJIA B pac-
TEHHSX HEU3BECTHO.

Brmusaue Y ®-001y4uenns Ha pacTeHus MHOTOrpaHHO. OHO JEHCTBYET HE TOJb-
KO Ha KOHKPETHbIE MOJEKYJBI, MPUBOAS K M3MEHEHHUSIM HX CBOMCTB M (YHKIIHHA, HO
TaKKe Ha JKCIPeccHio HeKoTophix reHoB (Wingate et al., 1988; Lamb, 1989; Moler,
2001). Tak, Hampumep, yctaHoBiieHO, 4TO0 Y®-B u Y®-C-001ydyeHHs yCHIUBAIOT
HKCIPECCUIO TaK HA3BIBAEMBIX «OKHCIUTEIBHBIX» T'€HOB (CYIEPOKCHAINCMYTA3HI, T1e-
POKCHAA3bl, acKOpOaTHEepOKCHAA3bl, KaTanasbl, B TOM YUCIE M DKCIPECCHUI0 MaITUK-
¢depmenta) (Pinto et al., 1999). XoTs KOHKpETHbIE MEXaHU3MBbI 3TOH WHIYKIIMHA HE
BBISIBJICHBI, U3BECTHO, uT0 HekoTopeie AMK u cmanoBas kuciora B 5TOM Iporiecce
SBIISIOTCS KOMITOHEHTaMH CHTHABHBIX KacKa/lIoB, IePeaaBaeMbIX B IPOMOTOPHI COOT-
BETCTBYIOIIMX T'€HOB. B ciydyae Manuk-epMeHTa 3TOT CHUTHAII JECHCTBYET Ha IUC-
3JIEMEHTHI ero TeHHOro npomoTopa (Casati, Andreo, 2001). Y®-paananus, B 4acTHO-
cti ee B-dopma, HHIyTIIHpYyET TakKe dKCIPECCHU MaauK-hepmerTa U HochoeHOTH-
pyBat-kapookcunaszsl (PEIIK) B xmopomnacrax. [Ipu sToM TO ke camoe o0iydeHue
CHIDKAeT TaM COJCp)KaHHE TaKHX BaXXHBIX OeskoB Kak PybOucko, Di-Oemnok (psbA) u
xyopodmn a/B cea3eiBaromuit 6enok (Lheb) (Pinto et al., 1999; Casati, Andreo, 2000;
2001). Ycwrenne cuaTe3a U GYHKITMOHUPOBAHUS MaIHK-PEPMEHTa B TaKOH CTpecco-
BOH CHUTyalluu MOXKET MMOMOYB CO3AAaHHUIO BBICOKOTO mapuuanbHoro nasieHus CO, B
XJIOPOIIACTaX, KOTOPOE CIIOCOOCTBYET TMOBBIIMICHUIO KapOOKCHUIIA3HOW aKTUBHOCTH
PybOucko, m TeM camMbIM, MPEMATCTBYET CHIDKEHHIO MHTEHCHBHOCTH (poTOoCHMHTE3a
(Teramura et al., 1990).

Crenyer OTMETHTB, YTO IECTPYKTUBHOE BIUSIHME pajWallid Ha PaCTUTENbHBIN
OpraHM3M B HEKOTOPOH CTETNeHW MOXKET OBITh HEHTpPaJM30BaHO aHTHOKCHUIAHTaMH,
HanpuMep, acKOpOMHOBOW KMCIIOTOM, BOCCTAHOBJICHHBIM TIIOTATHOHOM U JIPYTUMH.
Onu cnocobcTByIOT «rameHno» aercteust AMK. OTHOCHTEIbHO BOCCTaHOBJIEHHOTO
[JIFOTaTHOHA YCTAHOBIIEHO, YTO B ONpECNICHHBIX YCIOBUSAX (IIPH HHU3KOM YpPOBHE
AMK) on criocoben ctumynupoBath oopazoBanue AMK (Herouart et al., 1993). Ana-
JIOTMYHOM CIOCOOHOCTBIO 00ajiaeT TakKe canuiiiioBas kucyiora. CoeMHsACh ¢ Ka-
Tana3ol, oHa MHTHOWMpYyeT ee aKkTUBHOCTh. Clie0BaTeNbHO, CHUKAECTCS WHTEHCHB-
HOCTh pacnana H,O, u moBsimaetcs ero yposeHb B kiietke (Chen et al., 1993; Schaaf
et al., 1995).

Ob6pazoBanre AMK HHHULHMUDPYIOT TakKe COJEBOW (BBHICOKME KOHLEHTPAaLUU
NaCl, NaHCO; u Na,COs) n ocMoTudeckuii (monuasTHiIeHTIuKons - [1917) cTpecch
(Smirnoft, 1998; Wellburn et al., 1996; Rao, Young, 1999; Dat et al., 2000; Nasegawe
et al., 2000; Lin, KaO, 2000; Xiong, 2002). Jlns HeWTpamu3au 3TUX METaO0JUTOB
tpedyercs NADPH, xoTopblii MoOXeT MocTaBIAThCS Maiuk-pepMeHToM (Minard,
2001; Mohler, 2001; Mittler, 2002; Detarsio et al., 2006). YBenudeHne aKTUBHOCTH
MaJuK-(QepMeHTa 1o AeHCTBUEM BBICOKMX KOHICHTpPAIUi coiell HabIroaanoch B Ta-
KHX KyJIbTypax pacteHuit kak puc (Oryza salival L.) (Detarsio et al., 2006; Cushmen,
1992; Fusimi, 1994; Chi et al., 2004), Aloe vera (Sun et al., 2003), Arabidopsis sativa
(Wheeler et al., 2005). A TI2T" B kynpTypax puca CTUMYJUPYET aKTHBHOCTH 3TOTO
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tdhepmenrta (Detarsio, 2006). lHTepecHble JaHHBIE TIOTY4YeHBI OTHOCUTEIHHO POJU Ma-
JTHUK-pepMeHTa B COJEBOM M OCMOTHYECKOM CTpPEcCe B TPOMHYECKUX DPACTEHHSX.
TpaHcreHHslli puc, BBIPaOATHIBAIOLIMN MOBBIIIEHHOE KOJMUYECTBO MallK-pepMeHTa,
OKa3aJyics CYIIECTBEHHO 0oJiee yCTOMYMBEIM K AeiicTBuio coiei u 1101, yem mpupo-
HEIH (pomutennckuid) ananor (Lui et al.,, 2006; Zhang et al., 2006; Detarsio et al.,
2006). 3HadyeHWEe M MEPCIEKTUBLI PaOOT IO BBISIBICHHUIO T'€HOB COJIEYCTOWYUBOCTH U
CO3[JaHHIO0 COOTBETCTBYIOIIUX TPAHCTE€HHBIX PACTEHHH CTAaHOBATCSI OUEBUAHBIMH, €C-
JIM IIPUHATH BO BHUMaHHE MacIuTaObl HEIIPUTOAHBIX AJISI CEJILCKOI'O XO3AHCTBA IJIO-
I1aeil 13-3a 3aCONEHHOCTH 3EMIIH.

Ponb manux-pepmenma ¢ noodoeprrcanuu 20meocmasa

JKuBble KIIETKH, B TOM YHCIIE€ M PACTUTEIbHbIC, 00JIaaloT TaKOH 3amMevareib-
HOW 0COOCHHOCTBIO KaK MOJAEPKMBAHUE BHYTPUKIETOYHOTO rOMEocTasa. JTO OTHO-
CHUTCSI TAK)KE K IIUTOILIa3MaTHIeckoMy pH, KOTOpBIH B HOpMabHOM COCTOSIHHH HaXO-
mutcst B mpenenax 7.2-7.5 (MamemoB u mp., 1997; Kurkdjian, Guern, 1989; Felle,
2001). OngHako, ero 3HaYCHHE MOYKET MEHSThCS MOJ ICHCTBUEM TaKUX (HaKTOPOB OK-
pyXarolei BHEIIHEH cpenpl, TaKUX, KaK HalmpuMmep, U3MEHEHHe TemrepaTypsl, pH
BHEIITHEH cpefpl, Tepexoa CBET-TEeMHOTa, aHadpoOno3a 1 IpyruX. B pesynprare meii-
CTBHS 3aIIMTHBIX MEXaHW3MOB U3MEHHUBIIEECs 3HaueHue pH npuBoguTcs B HOpMaib-
Hoe cocTogHue. [1o cOBpeMEeHHBIM NpeACTaBIeHUAM BHYTPHLIUTOIUIa3MaTHYeckuid pH
B PACTHTEIBHOMN KIETKE PEryJIupyeTcs IByMs criocobamu: 1. OMOXUMHYECKas peryis-
nus 1 2. Onopu3nyuecKas perysiusl.

Buoxumuyeckass peryisiiust OCHOBBIBACTCSI Ha CKOPOCTH IOTPEOICHUSI-00-
pa3oBaHUs MPOTOHOB, a OHOpM3MUECKass HA MHTeHCUBHOCTH obMena H' u OH™ uepes
miazmanemmy (Raven, 1974; Kurkdjian, 1989; Gielt, 1992; Lin et al., 1993). Manuk-
tdepment u OEIIK sBisitoTcst AByMsI OCHOBHBIMU (hepMEHTaMH, YYaCTBYIOLINMH B pe-
ryisiuad pH B muro3one (Davies, 1986). [Ipeamonaraercs, 4To 3Ta QyHKIHS OCyIle-
CTBJIIETCS TTIOCPEACTBOM OaJlaHCHPOBAHHS CKOPOCTEH OMOCHHTE3a M JeTpajalliio Ma-
nara (Davies, 1986, Martionioia, Rentch, 1994; Sakano, 1998). Manar BbimensieT B
Cpeay I1Ba MPOTOHA, MOITOMY SIBIsIETCS Oonee auuAn(UIUPYIOLUIUM BEIIECTBOM, YeM
MTUPYBAT, KOTOPBIA MOXKET BBIJIENATE B Cpeny Toibko oauH npoToH (Edwards, Andreo,
1990; Drincovich et al., 2001).

«Obwue» hynkyuu manux-gpepmenma é pacmumenbHOM memadponusme

Kpome paccMOTpeHHBIX criermuUuecKux (YHKITHH, MaTuK-(GepMEHT B PacTH-
TEILHOM META0O0JIM3ME BEITIOIHSIET U pAa  BaXXHBIX, TaK Ha3bIBa€MbIX <<O6IIII/IX)) NJIn
«TEPBUYHBIXY» (yHKIUH. OTHON U3 TaKuX (YHKIUHA SBISIETCS €r0 y4acTHE B JIMITOTE-
Hese. OTa GYHKIUS 0OCOOCHHO BaXKHA JJIs1 MACTHYHBIX KyIbTyp. Bo Bpemst co3peBanus
CEeMSIH caxapo3a M JpyTryue MeTaOOIHUThI B 3TUX PACTEHUSIX MHTEHCHUBHO IpPEBpaIaioT-
csi B Tpuraunepusl. OCHOBBIBASICh HA JAHHBIX KOMITAPTMEHTATU3AIMKA (PEPMEHTOB U
UX aKTUBHOCTEH, a TaK)Ke Ha PachpeieICHUH METa0ONUTOB B KIIETKE OBLIM MPEIio-
JKCHbl MEXaHW3MBl W MyTH 00pa3oBaHMs Macen B pacteHusx. [Ipenmonaraercs, 4ro
IMPOMEKYTOYHBIC IMPOAYKTBI TJIMKOJIM3a, a TAaKKE MajJlaT W €ro OKHUCJICHHO-IACKap-
OOKCHIMPOBAHHBIHN MPOJYKT — MUPYBAT — JIETKO MPOHUKAIOT Yepe3 MEMOpPaHbI B TIIa-
CTHJIBI ¥ HCTIONB3YIOTCSl TaM B KA4ECTBE MPE/IIICCTBEHHUKOB CUHTE3a KHUPHBIX KUCIIOT
(Miernyk, Dennis, 1982; Smith et al., 1992; Colombo et al., 1997). Hanpumep, B in

66



Vitro 3KCIiepUMeHTax J0Ka3aHo, YTO MaJjlaT, MUPYBaT W ameTraT JIETKO MPOHUKAIT B
M30JIMPOBAHHBIE JIGHKOIIACTBI CEMSIH PACTEHUS M YYacTBYIOT B 00pa3oBaHUM Macel
sHpocnepMa 3epeH (Smith et al., 1992; Preiss et al.,, 1994; Singal, 1995). Cunte3
tpurnunepunoB Tpedyer NADH u NADPH. [locneaHunii MOXKET MOCTABISATHCS MallUK-
(hepMeHTOM, KOTOPHBIH JIOKAJTM30BaH B IIACTHAAaX. BTOPOH MPOAYKT KaTaTUTHIECKOTO
neiicTBus pepMeHTa — MUpyBaT, 00pa3oBaHHBIA Kak B IUTO30JI€, TaK M B IJIACTHIAX
TOE MOKET MCIIONIb30BaThCs B mporiecce smmnoreHe3a (Drincovich et al., 2001; Casati,
Andreo, 2001; Casati et al., 1999; Schable, 1981; Martionia, Rentch, 1994).

Eme omauM mporeccom, MpeArnoiaraoiiiM yyacTiHe MaauKk-QepMeHTa, cunTa-
etcs rimokoHeoreHe3. CoBMecTHO ¢ ¢ocdoeHonmupyBaTkapookcuknnazoit (PEITKK)
OH o0ecredrnBaeT 3TOT IMPOILECC BOCCTAHABIMBAIOIIUM areHTOM M MeTa0OJIHTaMU-
npeaectBeHHukamu (Martionia, Rentch, 1994; Schnabl, 1981; Drincovich et al.,
2001). I'mokoHeorenes mpuodpeTaeT 0co00 BaXHOE 3HAYCHHE JIJISl TEX PACTCHHIA, KO-
TOpBIE CITOCOOHBI aKKyMYJIHPOBAaTh MajiaT, a 3aTeM IpeBpalnaTth ero B caxapa. [Ipume-
POM MOTYT CITy>KATh HEKOTOpBIE COYHBIE IJIOJBI, B TOM YHCIIE IIIOAB! s0m0oHN (Ma-
MenoB, 1980). YcTaHOBIIEHO, YTO B MEPUO CO3PEBAHUS SOJOK YCHIMBACTCS TIIFOKO-
HEOTreHe3, KOTOPBI COMPOBOXKIACTCSI CHUKEHUEM COJEpKaHUS Majara M yCHICHHUEM
aktuBHOCcTel Manmuk-hepmenta u OEIIKK (Mamenos, 1998; Leegood et al., 1999;
Hausler et al., 2002). Ha ocHOBaHHMHM 3THX JaHHBIX aBTOPBI IPUXOMAT K BBIBOLLY O TOM,
YTO B MEPUOJ CO3PEBaHHUs IJIOAOB YacTh MajlaTa MpeBpallaeTcs B caxapa, KOTOphIC
MIPHUIAIOT UM CIIaKAN BKYC.

Kak y»xe oTmedanoch, MpOAyKTHl OKHCIUTEIHHOTO AEKapOOKCHINPOBAHHS Ma-
nata — nupyBat 1 NADPH, Bo3HuKIIME B pe3yibTaTe KaTaJTUTHUECKOM aKTUBHOCTH
MarK-(QepMeHTa, MOTYT HCIIOIB30BAThCS M B DHEPreTUYECKUX Hensx. Kak u3BeCTHO,
MAPYBAT SBJISAETCS OJHUM W3 METAa0OIUTOB (HApsAIy C MajJaTOM M OKCaJoaleTaToM),
CHOCOOHBIX IPOHUKHYTh B MUTOXOHJIPHH. DTO JIa€T €My BO3MOXHOCTH BKIIFOUHUTHCS B
uukn Kpebca ¢ ydyacTHeM MHUTOXOHAPHAIBHOTO MHPYBaTAEKapOOKCHUIIa3HOTO KOM-
TUIeKCa W, OKUCIISISCH, HCIIOJIB30BaThCS TaM B KaU4eCTBE MCTOYHHKA DHEpruu. Briroue-
HHe nupyBaTa B UK KpeOca mo3BosisieT eMy y4acTBOBATh B BBHIIIOJHEHUH aHAILIEPO-
TUYECKUX (PYHKIIMH ITUKIIA.

Kpome anabonmueckux meneil BeicokodHepreTmueckuit NADPH wmoxer wc-
TIOJTH30BATHCS Tak)Ke B KadecTBe MCTOYHHKA dHeprun (ATP). DTo ocymecTBiseTcs ¢
nomotibio NADPH-aeruaporenassl, 10KkaanM30BaHHON HAa BHEUIHEH MeMOpaHE MHTO-
xoHapui. [lepemaya mpoTOHOB M AIEKTPOHOB BO BHYTPEHHIOK YacTh MUTOXOHIPUN
MOJKET OCYIIECTBISATHCS ABYMS Pa3HBIMH CIIOCOOaMU - 110, TaK HA3bIBAEMBIM LIHAHU/I-
HEUYBCTBUTEILHBIM M IHMAHWAYYBCTBUTEIBHBIM MEXaHW3MaMH. B mepBoM ciydae
ATP He obpazyercs, a Bo BTopoM cuHTe3upyetcs 2 monekyisl ATP (Amon, Edwards,
1979).

TakuM 00pa3om, U3 PUBEICHHBIX TPUMEPOB CTAHOBUTCS OUEBUIHBIM, YTO Ma-
JHUK-(pepMEHT B MeTabOoIU3Me PACTUTEIBHONW KIETKU BBITIONHSET BaXKHbIE M Pa3HOO0-
pasHbie HyHKITHH.
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BITKILORDO MALIK-FERMENTIN FiZiOLOJI FUNKSIiYALARI
Z.M.MOMMODOV
XULASO

Malig-ferment (EC 1.1.1.40) bitkilorde genis yayilmisdir. NADP" istirax:
ile o, malatin oxsidlegdirici dekarboxksillogsmesini kataliz edir. Onun xkatalitix
axtivliyi neticesinde maddsler miibadilesinin vacib metabolitlerinden olan piru-
vat vo NADPH omsle golir. Bu xiisusiyyet ona bitkilorin maddsler miibadilesin-
do mithiim rol oynamaga ve daim biokimyacilarin diqget merkezinds olmaga
imkan verir. Toqdim olunan icmalda bitkilorde malik-ferment terafinden yerine
yetirilon fizioloji funksiyalari nezerden kecirilir.

PHYSIOLOGYCAL FUNCTIONS OF MALIC-ENZYME IN PLANTS
Z.M.MAMMADOV
SUMMARY

Malic-enzyme (EC 1.1.1.40) is widely distributed in plant world. It’ ca-
talyses the oxidative decarboxylation of malate using NADP"' as a coenzyme to
yield pyruvate and NADPH, which are key metabolites in biochemical proces-
ses, i.e. this enzyme plays an important role in plant metabolism. In this re-
view the physiological functions of malic-enzyme in plant metabolism are con-
sidered.
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