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AxtuBHBIE (hopmbl kuciopoga (ADK) 3a-
HUMAIOT 0CO000€ MECTO CpeAM CUTHAIBHBIX U
CTPECCOBBIX METa0OJIMTOB PACTUTENBHBIX H JKH-
BOTHBIX KJeTOK. [logq ADK mompazymeBaroT COBO-
KYITHOCTh B3aWMHO TIPEBPAIIAFOIINXCS PEaKIUOH-
HOCTIOCOOHBIX (POPM KHCIIOpOa, OOIBITHHCTBO U3
KOTOPBIX CYIIECTBYET KOPOTKOe BpeMsi. Cpelln HUX
BBIJICJISIIOT CBOOOTHOPAAMKAIbHBIE YaCTUIBI — CY-
NepOKCUIHbIN  aHuOH-pagukan (O, ), THIPOK-
cuibHbIM pagukan (OH'), nepokcuaHble paguKaibl
(RO, u ip.) u HelTpaTbHBIC MOJIEKYJIbI, TAKHE KaK
nepokcuy Bomopona (H,O,), cHHIIIETHBIH KHCITO-
pox (*O,) u np. (Scandalios, 2002). A®K oGpasy-
IOTCSl B PEAKIHSAX OJIHO-, IBYX- H TPEXAIEKTPOHHO-
IO BOCCTAHOBIICHHS KHUCIOpPOAAa B pe3yjbTaTe
CHOHTaHHOTO W (EPMEHTATHBHOTO OKHUCIICHHS
pa3IMYHBIX CyOCTpaToB, a Takke B (OTOWHIYIIU-
PYEMBIX PEaKIUsX.

BuuManne k ucciIeqOBaHHIO MEXAaHU3MOB
oOpaszoBanns ADK 3HAYHTEITHHO BO3POCIIO B CBI3U
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e-mail: plant_biology@mail.ru

C YCTaHOBJICHHEM HX POJIH B Iiepeiade CTPECCOBBIX
U JPYTUX CUTHAJIOB B PACTUTEJIBHBIX KJeTKax (Su-
zuki, Mittler, 2006; KpecmaBckuit u mp., 2012).
Oco0Oblil  MHTEpEC NpeACTaBiIsAeT 0Opa3oBaHHUE
A®K B (epMEHTATUBHBIX PEAKIHAX, TTOCKOIBKY
OHO, KaK TMpPaBWJIO, HAXOJIUTCS TOJ KOHTPOJIEM
KIETKH WM BCero opranusma. MneHtudukanus
nctouHnkoB ADK, oOpasyrommxcsi BO BpeMs paH-
HUX CTPECCOBBIX OTBETOB PACTUTEIBbHBIX KJIETOK,
Ba)KHA JUISI IOHUMAaHUSI MEXaHU3MOB (OPMHPOBa-
HUS 3aIUTHBIX peakiuil pacteHnit (MuHunOaesa,
Tl'opnon, 2003).

I'enepanmst AQK npoucxoauT B pa3inuyHBIX
KJICTOYHBIX KOMITAPTMEHTaX, B YaCTHOCTH, B XJIO-
poIuiacTax, MUTOXOHAPUAX, MEPOKCUCOMAX, IJIU-
OKCHCOMAaX, a TaKKe B IJIa3MaTHIECKON MeMOpaHe
u kierounoit crenke (Mittler, 2002; Munubaesa,
lopmon, 2003; Konymaes, Kapmemn, 2009). He-
CMOTpA Ha To, 4To Hambonpmmii myn ADK obpa-
3yeTcsl B XJIOPOIIACTaX, MUTOXOHJIPUSIX M TEPOK-
CHUCOMax, IMPU «OKHUCIUTEIBHOM B3pPBIBE», SBISIO-
IeMCsl aKTUBHOM peakliedl pacTeHuil Ha maTore-
HBI U DJINCUTOPHI, B KAYECTBE OCHOBHBIX MCTOYHU-
koB ADK B pacTUTEIBHBIX KJIETKaX paccMaTpHBa-
I0TCS  OKHCIUTEIIbHO-BOCCTAHOBUTEIbHBIE  (ep-
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MEHTATHBHBIC CHCTEMbI IUIa3MalleMMBbI U arorlia-
cra (Bolwell et al., 1998; Munu6aesa, I'opaom,
2003). C mpyroit CTOpOHBI, B HACTOSIIEE BpEMS
HAKaIIMBACTCS BCE OOJbINE SKCIECPUMEHTAIBHBIX
JAHHBIX,  CBUJCTENLCTBYIOIIUX 00  y4JacTuu
HAJI®H-okcuassl, nepokcuaas, OKcalaToKcuaa-
3Bl B PEAKIMU PACTCHUI Ha aOMOTHYECKUE CTpeC-
COpBI, a TaKXe B peanu3anuud (PU3NOIOTHICCKUX
3¢ (PeKTOB PK30TeHHBIX (2 BO3MOXXHO M DHAOTCH-
HBIX) CHTHAJIBHBIX MOJIEKylT U (UTOTOPMOHOB
(Kwak et al., 2006; Tpormmna u ap., 2007; Wong et
al., 2007; Zhang et al., 2010). O606menue 1 aHa-
JIW3 TaKUX CBEJICHUMN M SIBJISIETCS OCHOBHOM IIEJIBIO
HACTOSIIEro 0030pa.

HA/[®H-okcuoaza

Kpatrkas xapakrepuctuka ¢epmeHTa.
HA®H-okcumaza (K® 1.6.3.1) cuurtaercs oc-
HOBHBIM IpoayneHToM A®K B KUBOTHBIX M pac-
THTEILHBIX KJIeTKaX (MeHbImuKoBa, 3eHK0B, 2006;
Sagi, Fluhr, 2006; I'maapko u mp., 2009). DtoT
(epMEHTHBIH KOMIUICKC CIEIUaIN3UpyeTcsT Ha
BOCCTaHOBJICHHH MOJIEKYIISIPHOTO KHCIIOpOJa C
o0pa3oBaHHEM CYTIEPOKCHIHOTO aHUOH-PaIIKaIa:

HAJI®H + 20, — HAJI®" + 20, + H".

B peaxiuu ncrnonpiyercd nuToIa3MaTHye-
ckuil HAJI®H, sneKTpoHbI OT KOTOPOro ¢ y4acTH-
eMm DAl 1 rema nepeHocATCs Yepe3 MeMOpaHy Ha
Hapy)XHYIO €€ CTOPOHY K MOJIEKYJISIPHOMY KHCIIO-
poay c oOpa3oBaHHEM CYHNEPOKCHIHOIO aHHOH-
panukana (I'msabko u ap., 2009). Cynepokeun siB-
JSIETCS. MCXOAHBIM MaTepUaIoM JJisi 00pa3oBaHUsI
npyrux ADK: nepokcuaa Bogopoaa, TUAPOKCUIIb-
HOTI'O pajyKajla, CHHIJIETHOIO KHCJIOpOJa, MEepOoK-
cunuTputa (MenblukoBa, 3eHKoB, 20006).

HAJI®H-okcumaza pacteHuil oTnuyaercs oT
TakoBOoW y >kuBOTHbIX. Tak, HAJI®H-okcunpasza
(arounToB MpEACTaBISIET COOOM CIOXKHYIO CHCTe-
MY, COCTOSIIYI0 M3 IIECTH TETEPOTEHHBIX CYyOb-
€IMHUL, B T.4. JBYX MeMOpaHOCBS3aHHBIX
(gp91°"™* — glycoprotein of 91 kDa phagocyte oxi-
dase-specific u p22”™™) u uerbpex LHUTO30JIBHBIX
(p47"™, p40°™ p67°" i Racl wm Rac2 (I'Tda-
3b1)), KOTOpBIE TIPH aKTUBALMK (hepMEHTa O] AeH-
CTBHEM IIIUPOKOTO CHEKTpa 3PPeKTOpoB oOBenu-
HSIOTCS B KOMIUIEKC, reHepupyromuii O, (MeHb-
mwkoBa, 3eHkoB, 2006). Y pacreHuil HalaeHBI
TOJIKO TOMOJIOTH MEMOPaHOCBSI3aHHOM cyObenu-
arrsr gp917"™ (Nox2 — NADPH oxidase) u muro-
30JbHas CcyObenuHuUIla cemeiictBa manbix ['Tda3
(Rac-6enxu, KOTOpbIE TPUMEHHUTEIHLHO K PACTEHH-
saM dgame HaseBatloT Rop (Rho-related GTPases
from plants)) (I'nstabKO 1 Ap., 2009).

I'enom apabunoricuca comepxutr 10 mpen-
CTaBHUTEJICH ceMeicTBa TEHOB MEMOpPaHOCBS3aH-
Ho# cyobequuuibl Rboh (respiratory burst oxidase
homologs), o6o3nagaembix kak AtRboh (A, B, C,
D, E, F, G, H, J, L) (Torres et al., 2002; Kaye et
al., 2011).

PacturenvHas MemOpaHOCBsSI3aHHasi CyOb-
eIvHuIa UMeET N-KOHLUEBOW YYacTOK, KOTOPBIN
CBSI3bIBACT MOHBI KANbLMS C TOMOLIBIO ABYX MOTH-

2+
BoB (EF-pyka). Monsr Ca”" cunMTatoTcss OCHOBHBIMU
perynaropamu HAJI®H-okcupassl, o yem 1o-
IpoOHee OyIeT cKa3aHo HIDKE.

PacturensHbie TOMOJIOTH HAJI®H-
OKCHJIA3bl COACPKAT TaKKe UTO30IbHBIN DAJI- 1
HAJI®H-cBs3pIBaOmMe JOMEHBI U IIECTh TPAHC-
MEMOpaHHBIX CITUpajel ¢ IByMs TeMaMu, Heo0xo-
JUMBIMU JIsI TpaHCHOpTa 3JICKTPOHOB K BHEKIIC-
TOYHOMY aKIIETITOPy MOJIEKYJSPHOrO KHCIOpOoJa
(Sagi, Fluhr, 2006; I'nsapko u ap., 2009).

Cuuraercs, uro ocHoBHou nyn HAJIDH-
OKCH/a3bl Y pacTeHUH JIOKAIU30BaH B MJa3MaleM-
Mme (Kobayashi et al., 2006; Sagi, Fluhr, 2006).

CurHajnbHble OCPeIHUKU U GuTOropmo-
HbI, YYACTBYIOIHE B PEryJsiiid AKTUBHOCTH U
cunte3a HAJI®H-okcupaspl. HAJIOH-okcnmasza
SIBIISIETCSL CTapTOBBIM (PEPMEHTOB OJHOMMEHHOU
CHUTHAJIbHOW CHCTEeMBI. J|0CTaTOYHO JIaBHO HCCIIe-
JIyeTCsl aKTHBAIMS 3TOTO (pepMEHTa SITUCUTOPAMU
natoreHoB (Tenhaken et al., 1995; TapueBckuii,
2002). IIpm oToM TOKa3aHa PONb KaJbIIHA-
3aBHUCUMOTO (pochopmiiMpoBaHUs B aAKTHUBAIlUU
¢depmenTta. CormacHO OJTHOW M3 MOJIENEH, KaIbITHii
aKTHBHUPYET Ca2+-3aBI/ICI/IMy1-0 MPOTEUHKNHA3Y, KO-
topass ¢dochopunupyer N-KOHIIEBOH  Y4acTOK
MeMOpaHocBsizaHHOW — cyObenuuuibl  (Rboh)
HAJI®H-okcumasel 1 BBI3BIBAET €€ KOHQOpMAIIH-
OHHBIE HM3MEHEHHWs], CIIOCOOCTBYIOIINE CBSI3bIBA-
HUIO C HEH IMTO30JILHOTO KOMIOHEHTa — RoOp-
oenka (I'Td®a3wr). B pe3ynpTaTe MpOWCXOIUT ax-
tuBatusi HAJI®H-okcuaasel, npuBogsmias K ycu-
nenuto reHepanmu ADK (Wong et al., 2007).

B To ke Bpems mpearonararoTcs U aibTep-
HaTHBHBIE MEXaHU3MBIL. Tak, MOKa3aHa BO3MOXK-
HocTh mnpsimoit  aktuBanmu  HAJIDH-oxcunassl
noHamu kanbnumsi (Sagi, Fluhr, 2001). HexaBno
ycTaHoBIeH 3()(eKT cuHeprusMa B aKTHBUPYIO-
mem neiicteun Ca’*-HOHO(OPA MOHOMUIINHA U HH-
ruOutopa mporenH(pochaTaz KamukyninHa A Ha
HAJI®H-okcunasy apabunoncuca (Ogasawara et
al., 2008). Ilpemnomnaraercsi, 4ro (ochopHIHpo-
BaHHas KaTaauThieckas cyowemunamma AtrbohD,
nmpucoennHAa Kanpluii B obmactu EF-pyk, mpe-
TeprieBaeT Oonee TiIyOOKHMEe KOH(POPMALMOHHbBIE
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U3MEHEHUs, 4eM HedocQopmiupoBaHHas, B pe-
3yJIbTaTe ATOTO MPOUCXOAUT OoJiee CyIIeCTBEeHHAS
aKTUBaIus (epMeHTa MPH OJHOBPEMEHHOM JIeii-
CTBUU KaJbIMEBOTO MOHO(GOpA U UHTUOUTOPA MPO-
tenHpocdaras. HecMoTpss Ha TO, 9TO MEXaHU3MBI
perymsanun aktuBHOCTH HAJI®H-0KCcHmassl pac-
TEHUU TOJIHOCTHIO HE BBLIICHEHBI, Ba)KHAs POJIb
KaJlbLIWsI B 3TUX IIPOLIECCAX HE BBI3BIBAET COMHE-
Huit (Sagi, Fluhr, 2006; Wong et al., 2007;
Ogasawara et al., 2008). TTo-Buaumomy, 3a c4eT
aktuBaiuun HAJI®OH-okcumassl MOXET MPOHUCXO-
IUTh TPEoOpa3oBaHHE KaNbIIMEBOTO CHTHAJIA B
okucIuTeNbHBIN. [Ipu 3TOM moanepxaHue BbICO-
ko aktuBHOCTH HAJI®H-0oKCHIa361 BOBMOXKHO 32
CYET MOCTYIUICHUS KANbIUS Yepe3 PEeryaupyeMbie
TUIEPHOJsIpU3alrei KaJlbLUUEBbIC KaHaJbl, OTKPbI-
Baromuecst 1o BiausaueM HAJIOH-3aBucumoit
renepanuu ADK (Demidchik et al., 2009).

B ¢dusmnonormueckux sxcnepuMeHTax MOKa-
3aHO YCWJICHHE T€HEpalud CYMEPOKCHIHOTO aHU-
OH-paJuKaja MoJ BIUIHUEM SK30TEHHOTO KalbIIUS
B KOJICONTIJISAX W KAJUTYCHBIX KYJIbTYPax MIIESHUITBI
(Komymaes, Kapmen, 2010; MakcumoB u np.,
2010). HAJ®H-okcuna3a B amoIwiaCTHOM TIPO-
CTPAHCTBE KOJICONTHJICH 3JIaKOB ObLIA BBISBJICHA
paHee ¢ HCIIOIB30BAaHUEM HHTHOUTOPHOTO METOJa
(Frahry, Schopfer, 2001). Cnenyet, o1HaKo, OTMe-
TUTh, YTO B aIlOILJIACTe KOJICONTHUIICH IIICHUIIBI
HaliJieHa U BBICOKas aKTUBHOCTH mepokcuma3 (Ko-
nymaeB u ap., 2005), Takxke SBISIOUIMXCS TTOTEH-
nuanbHeME Tpoaynentamu ADK. B cBs3u ¢ atuMm
MOKHO MOJjarark, 4yTo ycuwieHue remepauuu AOK
B aIlOINIaCTe KOJIEONTUIIEH O BIMSHUEM KaJbIUs
MOJKET OBITh 00YCJIOBJICHO MOBBINICHUEM aKTUBHO-
CTH KaKk MUHUMYM JBYX QepmentoB — HAJIDH-
OKCH/Ia3bl ¥ IEPOKCHUIA3BI.

Nmerorcst cBenenmst o0 ydyacTwu OKCHa
azora (NO) B perymsanun aktusHoctu HAJIDH-
okcuaas3bl. ECTh OCHOBaHWS ToNarate, 4ToO 3Ta pe-
TYJSIUS  OCYIIECTBIACTCS TPU TIOCPEIHUYECTBE
KaJIbIUs], MOCTYIUIEHHE KOTOPOTO B ITUTO30JIb aK-
THUBUpYETCs TIOJ] BIUSIHAEM OKcuaa a3ora (Lamotte
et al., 2004; Besson-Bard et al., 2008). IToka3zaHo,
YTO B KYJIbTYpPE TKaHEH KOPHEH JKEHBIIECHS JOHOP
NO BebBan aktuBaiuio HAJIPH-okcumasel u
YCWJIEHHE TeHepald CYNEpOKCUAHOIO AaHHOH-
panukana (O,") (Tewari et al., 2008). Takxe moka-
3aHa akTuBarus HAJI®H-okcumaser kopHel ropo-
Xa JIOHOpPOM OKCHJa a30Ta HHUTPOINPYCCUIOM
Hatpus (['msabko u nap., 2010). O6padoTka KoIte-
onTwiIed mImeHunsl goHopoM NO mpuBogmia K
YCHJIEHUIO TeHepaly CYNEepPOKCUIHOTO aHWOH-
panukana. JlanHblid 3QQEeKT B 3HAYUTENBHON CTe-
MeHn TojaBisics — mHrHOMTOpoM  HAJIDH-
OKCH/Ia3bl NMHUAA30JI0M, OIIOKATOPOM KaJIbIIMEBBIX

KaHaJoOB XJIOPUJIOM JIaHTaHA M aHTarOHUCTOM
KaJIbMOJYJMHA XJIOPIPOMAa3HHOM, YTO IO3BOJISIET
npesmnonarath KaJlbI[UH-3aBUCUMOE  TIOBBIILICHHUE
aktuBHOCTH HAJI®H-okcHmassl moa JelcTBHEM
NO (Kapmen u mp., 2011).

MexaHU3MBl BJIMSIHAS OKCHIAa a30Ta Ha
KaJbIMEBBIH CTAaTYC PAacTUTEIbHBIX KIETOK, IIO-
BUIMMOMY, MHororpanHsel (Lamotte et al., 2004,
Neill et al., 2008), neTanbHOE UX OOCYXkICHUE BBI-
XOJIUT 3a PaMKH TEMAaTHKH HACTOSIIEro o03opa.
OTmeruM JHIIb HeKoTopble (akTel. l3BecTHa
criocooHocTh NO mOBBIIIATE aKTUBHOCTH (HOCdo-
muna3el D, 9T0 00ycClOBIMBAaEeT yBENIWYCHHE CO-
nepxkanus docharunnoi kuciorel (OK) (Lanteri
et al., 2008). Kpome Toro, okcuj a30Ta MOXKET OKa-
3pIBaTh BiWsHUE Ha (pocdomumnazy C m amanuir-
JHUIEPONIKMHA3Y, YTO TAaKXKE MOXET MPUBOIUTH K
HakorieHnto @K — BaXKHOTr0 BTOPUYHOTO MECCEH-
JoKepa JsmnuaHoro curHaimara (Laxalt et al.,
2007). ®K B pacTUTEIbHBIX KJIETKaX MOXET
(YHKIMOHUPOBATh W KakK KaJbIMEBBIA HOHO(OD
(Mensenes u ap., 2006) u crocobCTBOBaThH IIO-
CTYIJICHHUIO KAIIBIUS B IIUTO30JIb U TOCIETYOIIEH
aktuBaruu HAJI®H-okcunassl. [IpumedarensHo,
4TO B psie paboT coodiaeTcs 00 aKTHBUPYIOIIEM
prusHIH camorit @K Ha HAJI®H-okcnnazy (Wang,
1999; Sang et al., 2001). TToka3aHo, 4TO B CHCTEME
in vitro ®K cradbunusupyer HA JIOH-okcunazublii
KOMIUIEKC MEMOpaHHOW (paKIuy, BBIICICHHON U3
PaCTHTENBHBIX KJIETOK, U TEM CaMbIM YCHIIMBAET
reneparmio ADK (Sang et al., 2001), npu stom
0CTaeTcsl HesCHbIM, MOXeT Ji in vivo ®K camo-
CTOSITENIBHO perynupoBaTh akTuBHOCTH HAJIDH-
oKcHIa3pl WK ke ee 3(PQeKTh omocpeIoBaHbI
BJIMSIHUEM Ha KaJIbIIUEBbIA OajaHC B KIIETKaX.

Ente onnH MexaHW3M BIMSHUS OKCHJIA a30Ta
Ha TIOCTYIJICHHE KallbIUs B ITUTO30JIb CBSI3aH C
HakorieHueM 1A JID-pubo3b1, KOTOpasi CTHMYJIHU-
pyeT OTKpbIBaHHE BHYTPUKIETOYHBIX KAIBIIHEBHIX
kananoB (Neill et al., 2008). YBenmuuenne conep-
xkauusg TAD-pub036l MPOUCXOIUT BCICACTBHE
akTuBaIuu AJI®-prOo3UIITUKIIA3E! IO BIMSHHAEM
ul'M® — npoaykTa, HaKaIIMBAIOIIErOCA B PE3yJIb-
TaTe aKTUBAallMM OKCHIOM a30Ta TyaHWJIATIHKJIa-
3bI, KOTOPYIO CUHTAIOT OJHOW M3 OCHOBHBIX MU-
HIeHeH OKCHIa a30Ta KaK CHUTHAIBHOW MOJIEKYIbI
(TapueBckwii, 2002). HakoHel, BO3MOXKHO TIpsiMOe
HeepMEHTATHBHOE BIMSHUE OKCHJIA a30Ta Ha CO-
CTOSIHHE KaJbIIMEBBIX KaHaoB. OHO CBA3aHO C S-
HUTPO3WIMPOBAHNEM OEJKOB KaJbLIUEBBIX KaHa-
JIOB, YTO MPHUBOANT K MX OTKpbiBaHuio (Klausner et
al., 1993). Bce ykazannbie 3 ()eKThI MOTYT MOBBI-
1IaTh COJIEPXKAHUE LUTO30JbHOTO KalbLUs U, Kak
cienctBue, axtuBupoBath HAJIDPH-okcuaasy.
CrnexyeT OTMETHTh, YTO B YracaHWW aKTHUBALlMU
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HAJI®H-okcuaasbl Takke MOXKET OBITH 3ajIeii-
CTBOBAaH KaJlbIMi. ETo M30BITOK MOYKET HHTHOHMPO-
BaTh B3aMMOJICHCTBHE ITUTO30JIBHOW M MeMOpaH-
Hoit cyOweauanny HAJI®OH-okcunmaser U Tem ca-
MBIM CHIDKATh €€ aKTWBHOCTh (I'sHBKO W 1p.,

2009).

EctectBenno, urto aktuBHocth HAJIDH-
OKCHJa3bl MOXET PEeryJupoBaThCs U Ha YPOBHE
TeHHOW »Kcmpeccuu. HemaBHO OBUTH TOTy4YEHBI
WHTEPECHBIC CBEACHHS O POJIH THIpoJn3a ¢ocda-
TUAWINHOZUTONOB  monudocdar-5-pocdarazoii7
(At5PTase7) B peryssinmu skcipeccun rena RbohJ
y pacrenuii apabupomicuca. MyTaHTBI — TIO
AtS5PTase? oka3plBajCh HECIOCOOHBIMH K yCHIIe-
HUIO dKcpeccun reHa RbohJ u aktuBanuu rexe-
pauuun ADK B 0TBET Ha AEHCTBUE CONEBOTO CTPEC-
ca, 4TO OBUIO XapaKTepHO Il PACTECHUH JUKOTO
tuna (Kaye et al.,, 2011). O0paboTka MyTaHTOB
At5PTase? docdarnaunmmaosuronom, aedocdo-
PWIMPOBAaHHBIM B mojoxkeHuu DS5', mpuBonuna k
MOSIBJICHUIO Y HUX CIIOCOOHOCTH T'€HEPHPOBAThH
A®K B 0TBET Ha 3aCOJCHUE.

Pan skcnepuMeHTaNbHBIX NAHHBIX CBUZC-
TEJNBCTBYET O BIUSHUW CATUIMIOBOH KHCIOTHI
(CK) na axtuBHocth HAJI®H-okcunaser pacre-
Hul. Tpagunumonno CK paccmaTpuBaroT B Kaye-
ctBe onxHoro u3 mocpenHukoB  HAJIDH-
OKCHJQ3HOM CHUTHAJIBHOW cHCTEeMbl. MHIYKTOpOM
cunre3a CK B pacTUTENbHBIX KJIETKAaX MOXKET OBITH
NEPOKCH] BOJOPOAA, OOpa3yIOIIMICs BCIIEACTBUE
aktuBaiun  HAJI®H-okcumaser (Leon et al.,
1995a). Takoe [eiicTBHE TMEPOKCHIA BOIOPOJA
CBSI3BIBAIOT C €r0 CIIOCOOHOCTHIO aKTHBHPOBAThH
2-Tupokcriazy Oen3oiHol kucioTsl (Leon et al.,
1995b). B cBoto ouepear CK, kak HHIHOUTOD Ka-
Tajasbl U acKopOaTIEePOKCHIA3bl, MOXKET CII0CO0-
ctBoBaTh HakormieHuto H,O, m ycunenuro pei-
ctBusi ADK, uTo BaxXHO, HApUMED, AT Pa3BUTHUSL
pEeaKkIMu CBEPXYyBCTBUTEIBHOCTH DPACTEHHH Ha
natorensl (TapueBckui, 2002).

B T0 e Bpemst ecTb CBeJleHHs He TOJIBKO 00
unaruoupoBann CK aHTHOKCHIAHTHBIX (EepPMEH-
TOB, HO U O MOBBIIIEHUH O] €€ BIUSIHUEM aKTHB-
Hoctn ADK-renepupyronmx (epMeHTOB, B HacT-
Hoctn HAJI®H-okcunaser. O6paboTka KyIbTYphI
kJeTok adpukanckoro npoca CK Be3bIBasa okuc-
JIMTENBHYIO BCIIBIIIKY, OOYCIOBIEHHYIO B OCHOB-
HOM  yBenmmueHWeM  aktuBHOcTH  HAJIDH-
okcupassl (Geetha, Shetty, 2002). Ycunenue rene-
pauuu CyNEepOKCHIHOTO aHUOH-pajuKana KoJie-
ONTWJISIMU TIIIICHHIIBI, BBI3BIBAEMOE DK30TCHHOM
CK, na 45-55% mnonaBisaoch HWHTUOMTOpaMHU
HAI®H-okcunaspl UMHIA30JI0M U 0-HAPTOIOM
(Konymaes Ta iH., 2011). Mexauusmsr Biusiaus CK

Ha aktuBHOCT, HAJIDH-okcugasel ocrarorcs ma-
JionccienoBaHubIMHA. Bo3moskno, uto CK axkTuBH-
pyer cunre3 depmenta de novo (Yoshioka et al.,
2001). He uckmoueno, uto Bausaue CK Ha akTHB-
HocTh unu cunte3 HAJI®H-okcumasbl omnocpeno-
BaHO M3MEHEHHEM KOHIIEHTPAIlMW WOHOB KaJIbIIUS
B muro3oie. Tak, mokasana cnocooHocts CK BEI-
3bIBaTh YBEIMYCHHUE KOHIICHTPAIMH IIUTO30JIHHOTO
KaJgplMsad B pacTurenbHbix kKierkax (Wang, Li,
2006). IlpaBma, Mo cux TMOp HE SCHO, KAKOW U3 (-
¢exToB, BbI3bIBacMbix CK — yBenmuueHue copep-
KaHUST [TUTO30JIPHOTO KAIIBIIUSI WM KOJMYECTBa
A®DK — sBrseTcs IepBUYHBIM.

AxtuBHocts HAJI®H-okcumassl  MoOXeT
YBEJIMYUBATHCSI U TIOJT BIMSHUEM KJIACCHUYECKOTO
CTpeccoBOro (PUTOTOPMOHA aOCIM30BOM KHUCIIOTHI
(ABK). bonee Toro, momay4eHsl 3KCHEpUMEHTAIb-
HBbIC JIaHHBIC, CBUJCTEIIBCTBYIOIIMEC O TOM, 4YTO
YBEIMYEHHE COJIEp)KaHUS TEepOKCHIa BOAOPOIA,
KOTOpOE SBISIETCS 3JIEMEHTOM peaKIHid, HeoOXo-
JIUMBIX JUIS 3aKPBITUS YCTBHII, OOYCIOBJICHO CIIO-
coonocteio CK moBeimate aktuBHOCT, HAJIDH-
oxcupmassl (Desikan et al., 2004; Kwak et al., 2006;
Cho et al., 2009). Pons HAJI®H-okcumasbl Kak
ucrounnka AOK, unanynupyemoro AbK, nmokazana
B DKCIIEPHMEHTaX C MyTaHTaMH apalumorcuca 1mo
reHam MeMOpaHOCBS3aHHOM CyOBETMHUIIBI
HAJI®H-okcunaser AtrbohD u AtrbohF, y koto-
pBIX yrHeTancs 3PQeKT 3aKpbITHs yCTHUIl, BBI3HI-
Baembiii ABK (Kwak et al., 2003). IIpumeuareins-
HO, YTO 3TH K€ T'€HbI, KOJUPYIOIINE KaTaJIUTHYC-
ckue cyopenuuuibl HAJIOH-okcuaasel, 3ajeii-
CTBOBaHbBI M B CHTHAJIMHTE METHJKACMOHATa B 3a-
MBIKafoIuX KieTkax ycreuil (Torres et al., 2005).

HAJI®H-okcuma3a npuHUMAeT Y9acTHE U B
peanu3alnuu IEUCTBUSI APYTrOM TPYIIIbI CTPECCO-
BBIX (PUTOTOPMOHOB — OpacCHHOCTEPOUIOB. Tak,
MOKAa3aHO, YTO TOJIOKUTEIBHOMY BIUSHHUIO 3K30-
TeHHBIX OpacCHHOCTEPOUIOB Ha YCTOWYHBOCTH
pacTeHHii orypra K a0HOTHYEeCKHM CTpeccopam
npeamecTsoBano ycwienue reneparmun AOK u
JnaHHble A(QQEKTH TMOJABISUINCHE WHTHOUTOpaMU

HAJI®H-okcuaassr (Xia et al., 2009).

Ha nuctesax KyKypy3sl mokazaHo, 4To Opac-
CHHOCTEPOWI WHAYLMPOBAJI HAKOIJICHWE TpaH-
CKpUIITOB U ToOBbIIeHUWE akTuBHOCTU HAJIDH-
okcupassl (Zhang et al., 2010). A®K, renepupye-
Mbele HAJI®OH-okcuaasoi, ObIH HEOOXOIUMBI Kak
CUTHAN I WHIYNWPOBAaHUS aHTHOKCHUIAHTHBIX
¢epmentoB. [locnennuit 3ddext OmoxkupoBancs
naruouropom HAJI®H-okcunassl nudeHmIeHNO-
nouunymoM (Zhang et al., 2010). B aroii xe pabote
MOKa3aHo, 4TO MoJ JeficTBueM OpaccuHOCTepoHaa
YCHJIMBAJINCh AKTUBHOCTh M HAKOIUIEHWE TpaH-
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ckpuntoB MAP-kunazel (ZmMPKS), a mosbie-
HUE aKTUBHOCTH AaHTHOKCHIAHTHBIX (hepMeHTOB,
BBI3BIBAEMOE OpAacCHHOCTEPOMAOM, YTHETAIOCh
uaruouTopamu MAP-kuna3. Kpome Ttoro, ycra-
HOBJIEHO, YTO MOBBIIIEHHE aKTUBHOCTH ZmMPK5
HeoOXoamMo sl ycuieHHoi reHepanmn A®OK
HAI®H-okcunas3oi 1McTheB KYKypy3bl B TEUEHUE
MPOJOJDKUTENILHOTO BPEMEHH, HO HE BHayaje 00-
paboTku pacteHnid OpaccuHOocTepomaoM. CrenmaH
BBIBOJI, YTO NEPBOHAYAIIBHOE HAKOIUICHHE IEPOK-
cHJa BOJIOpOJa B amoruiacte, BbI3bIBaeMoe Opac-
CHHOCTEPOHIOM, aKTHUBUpyeT cuHTe3 ZmMPKS,
KOTOpasi, B CBOIO OYEPE.b, BHICTYAET B KAUE€CTBE
perymnsitopa skcnpeccuu renoB HA JIOH-okcuaazbt
(Zhang et al., 2010). Bo3MoXHOCTh y4acTusi Iie-
pokcuga Boaopona, renepupyemoro HAJIDOH-
OKCHUJ1a300, B akTuBanuu MAP-knHa3HOro Kackaaa
nokazaHa u B Apyrux pabortax (Lin et al., 2009;
Xia et al., 2009).

Takum oOpazom, aktuBHOCTE HAJIDH-
OKCHJIa3bl B PACTUTEIBHBIX KIIETKaX MOXET YBEIIHU-
YUBATHCS MOJ BIMSHUEM Pa3IMYHBIX CUTHAIBHBIX
MOCPETHUKOB (MOHOB KaJIbLMs, OKCHAA a30Ta, ca-
JUIWIOBON KHCIOTHI) U PAa CTPECCOBBIX (UTO-
TOPMOHOB. OTH (aKThl XOpOIIO COTJIACyIOTCS C
npencraBieHusMu o curHammare ADK He kak 00
ABTOHOMHOW CeTH, a Kak 00 HHTErPUPOBAHHOM
CUTHAJILHOM IyTH, (PYHKIIMOHHPYIOIIEM B KOOIIe-
paiiu ¢ IpyruMu CUTHaIbHBIMU ceTssmu (Mittler et
al., 2011). Hakonen, ycranoBieH 3¢ ¢eKT akTuBa-
nun HAJI®H-okcunaser camumu ADK (monexy-
mamMu  mepokcuja Bomopona)  (Bailey-Serres,
Chang, 2005). HemaBHO TpeioxKeHa KOHIIETIIIHS
curHanbHOU BotHBI ADK, nepenaBaeMoii oT KietT-
KM K KJIEeTKe mocpenctBoM aktuBanuu HAJIDH-
OKCHJa3bl MOJA JACHCTBHEM IIEPOKCHIA BOAOPOJA,
oOpasylomerocsi B amoIulacTe COCEAHEH KIETKH
(Mittler et al., 2011). Mopaens npenmosiaraer, 4ro
KaXasi KJeTKa BJOJb IYTH BOJHBI aKTHBUPYET
«cBoro» HAJI®H-okcupaszy u mpousBoautr ADPK
aBTOHOMHBIM crtocobom. [lomydyeHbl sKCneprUMeH-
TaJbHBIC JAHHBIE, CBUJIETEIBCTBYIONINE O TOM, YTO
romojior HAJI®H-okcumaser RbohD HeoOxomnm
JUTsE OBICTPOTO PacIpOCTPAHEHUSI CHCTEMHBIX CHT-
HAJIOB TIO IIEJIOMY PacTEHHIO CO CKOPOCTBHIO TPH-
ommurensHo § cm/muH (Suzuki et al., 2012).

MexaHu3Mbl ~ HOAABJICHUS  AKTHUBHOCTH
HAJI®H-okcuaasel, HEOOXOMUMBIC IS YTacaHs
COOTBETCTBYIOIIETO CUTHAJA, UCCIEAOBaHbI CJIa0o.
Kak yxe ormeuanoch, yrHETaTh B3aUMOJCHCTBUE
IIUTO30JIbHONH U MEMOPaHOCBSA3aHHOW CyOBhEAMHHUIL
(depMeHTa MOTYT BBICOKHE KOHIICHTpAllMd HOHOB
Kanplua. Takke cooOmaercs O IOAABICHUU
HAJI®H-okcuaa3sl TakuM BaXHBIM KJIETOYHBIM
nocpenHaukom kak TAM® (Tsuruhara et al., 1999).
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Yuactue HA/I®H-oxcuaassl B peaknuu
pacrenuii Ha aeiictBue crpeccopoB. HAJ[DH-
OKCHJIa3a paccMaTpUBaeTCs Kak OCHOBHOW dep-
MEHT, Y4acTBYIOIIMI B OTBETE pacTCHUil Ha 3apa-
KCHUE TATOTCHAMH U JISHCTBHE WX IHCHUTOPOB, B
YACTHOCTH O0ECTICUUBAIOIINI PEaKIHI0 «OKUCIIH-
TenbHOTO B3phBay (Bolwell, Wojtasek et al., 1997;
Park et al., 1998; Ito et al., 1999). Tak, mokasato,
49TO0 00paboTKa KYNBTYypHl KIETOK apHKaHCKOTO
mpoca CycIeH3uel 300Cop U KOMIIOHEHTAMH CIIO-
paHTHAJILHOM  KJeTo4yHO# creHku Sclerospora
graminicola BeI3bIBaTa OKKCIUTEIBHYIO BCITBIIIKY,
00yCJIOBJICHHYIO, B TIEPBYIO OYepe/b, TOBBIIICHU-
em aktuBHoctm HAJI®H-okcupazer  (Geetha,
Shetty, 2002). Yeenuuenue aktuBnoctd HAJIOH-
OKCHJIa3bl 3aPETUCTPOBAHO KaK camas paHHSS pe-
aKIus KJIETOK Ta0aka Ha 00pabOTKY 3JIMCUTOPOM
kpunrrorenrom (Lherminier et al., 2009). Counro-
JUMAHBIA JUCUTOP CTUMYJIHUPOBAN 00pa3oBaHUE
MPHK Rboh B xymeType kierok puca (Pinontoan
et al., 2003).

B nocnennue roxpl 3HAYMTENBPHOE BHHMMA-
HUE Yyzaensercss BbUsicHeHUI0 poan  HAJIOH-
OKCHJIa3bl B PEaKLHUAX pacTEHH Ha aOHOTHUECKHE
crpeccopel. 1o MHEHMIO psAla uccienoBaTenei,
IUIa3MajieMMa M, BO3MOJKHO, KJIETOYHas CTEHKa
SIBJIIIOTCS OCHOBHBIMHU CTPYKTYpaMU JIOKaIH3alUU
CEHCOPOB CTPECCOBBIX cUrHaNOB. [Ipeanomnaraercs,
YTO BOCIIPHUATHE CHUTHAJa aKTUBHPYET (HEpPMEHTBHI,
reHepupytoue ADK, cneactBueM uvero MoxeT
OBITH TIOCJIEAYIOIAsl AKTUBAIMS PA3IMYHBIX CHI-
HanpHBIX cuctem (Apel, Hirt, 2004). HAA®DH-
OKCHJIa3a PaccMaTpUBAECTCS Kak KIIOYeBOH ep-
MEHT B 3THUX IpoIeccax.

VYcranoneH 3((EKT MOBBIINICHUS aKTUBHO-
ctu HAJZI®H-okcuas3sl B KOPHIX MPOPOCTKOB TO-
poxa M JHCThIX apabuioncuca Npu AEHCTBUU THU-
MOTEpPMUH, TepOUITUIa TapaKBaTa u APyrux HeOa-
ronpusTHeIX (aktopoB (I'msapko w ap., 2010;
Straus et al., 2010). TToka3aHo TpaH3UTOPHOE yBE-
nuuenne aktuBHOCcTH HAJI®H-okcupmassl u co-
JIepKaHus IEPOKCHIa BOJIOPOa B KOPHSIX U 1mobe-
rax 3THOJHPOBAHHBIX MPOPOCTKOB KYKYpY3bl NPH
JNEHACTBUM HHU3KUX IOJIOKHUTENBHBIX TEMIIEPaTyp
(ITmotpoBckuit u np., 2011). B nucTesax pacreHuit
nepua METOAOM 3JeKTpodopesa BBIBIECHO TpH
nzopopmel HAJIOH-okcnnazer (NOX I, 1T u III).
Yepe3 CyTKH TMOCIe BO3JICHCTBUS TEMIIEPaTyphl
8°C axtuBHocTh NOX III moBsImIanacek, Toraa Kak
aktuBHOCTH NOX [ cHmxkanace (Airaki et al.,
2012).

KpaTtkoBpemenHoe ycuneHne o0pazoBaHUS
MEPOKCUAA BOJAOPOJA B KOPHAX MPOPOCTKOB IIIE-
HULBI NMOKA3aHO MOCJIe OJHOMUHYTHOTO JE€UCTBUS
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BBICOKOH 3akanuBaroinedi temmeparypsl (42°C).
Hannerit 3¢ dexT yacTuyHO yrHeTancsi HHrHOUTO-
pom HAJI®H-okcuaassl UMUAA30I0M, YTO MO3BO-
nser mpennonarath npudactHocts  HAJIOH-
okcuaasel Kk HakoruieHuro H,O, (Komymaes u ap.,
2011). KpoMe Toro, nMuma3on 4acTHIHO HUBEIIH-
pOBaJI pa3BUTHE TEIIOYCTONYMBOCTU MPOPOCTKOB,
HUHIYIIUPYEMOE KPAaTKOBPEMEHHBIM JIeHCTBUEM T'HU-
MEPTEPMHUH, YTO MOXXHO pacCMaTpuBaTh KaK KOC-

BeHHOe  cBuaerenscTBO  ydactusa ~ HAJIDH-
OKCcHJa3bl B mpouecce 3akanusaHusi. C 1pyrot
CTOPOHBI, MpPEIIONaraercsi, 4Yro  AaKTHBALMS

HAJI®H-okcuaa3sl MOXET OBITh NMPHUYAcTHA M K
MOBPEXICHUSAM DPACTEHUI, BBI3BIBAEMBIM JKCTpE-
MaJbHBIMH TeMIepaTypaMu. Tak, X0JI0J0BOMY IO-
BPEKACHUIO PACTCHUH OrypLa MpPEeIIIeCTBOBAIIO
IHNOBBINICHUE AKTUBHOCTH 3TOI'O (I)CpMCHTa u
HaKoIUIeHHe mepokcuaa Bogoponma (Shen et al.,
2000). IIpemoOpaboTka pacTeHHil MOTHAMHUHOM
CHEPMHUIMHOM MpPENOTBpallaja HHAYLIHPOBAHHOE
oXJNaxJIeHreM yBenuueHue copepxkanus H,O, B
IuCcThaX, aktuBHocth HAJI®H-okcumasel u
HAJI®H-3aBucumoro o0pa3oBaHUsI CyIEpOKCHIA
B MHUKPOCOMaX, a TaK¥Ke 0CJIadiisiia X0JI010BOe T0-
BpEXJICHHE.

Coobmaercs 00 aktuBamuu HAJIDH-
OKCH/Ia3bl TOJ BIUSHHEM COJICBOTO CTpecca
(Mazel et al., 2004; Jaspers, Kangasjarvi, 2010).
[TpumeuatenbHo, uto MyTanThl AtRbohJ mpousso-
mu Meabire AOK u ormmnyanuch HHU3KOM colie-
ycroiuuBocteio (Leshem et al., 2007). Coue-
YCTOHYMBOCTh PACTCHH apaOujoIcuca CHUXa-
Jlach M MpH 00paboTKe crenu(puUecKuM HHTUOU-
topom HAJI®H-okcuaassl nudeHIEHHOIOHNY-
mom (Leshem et al., 2007). Huskyto coneycroituu-
BOCTh MMEJH TaKK€ MYTaHTBl apabujorcuca Io
reHy AtSPTase?, koaupyromeMy HHO3WUTOJIIONIH-
dochar-5-dhocdarazy’7 — depMeHT, KaTamuzupy-
touuit nedochopunupopanue GochaTUAUITNHOZH-
tona B monoxenun D5' (Kaye et al., 2011). Kax
0TMEYaJIoCh BHIIIE, nedochopunpoBanue Gocda-
TUAWIMHO3UTONA B MojioxkeHuu DS', siBisieTcs He-
00XO0IMMBIM JIJIS TIpOLIECCa aKTHBAIIMH SKCIIPECCHH
rena AtRbohJ, ycunenus oGpazoBanus ADPK wu
(hopMHUpPOBaHUs 3aLIUTHON peakiuu apadujoIcuca
Ha COJIEBOM CTpecc.

Ilox BiaMstHMEM 00E3BOKMBAHMSA y PACTEHUH
TaK)K€ MPOUCXOAUT TOBBIIEHHWE aAKTUBHOCTHU
HAJI®H-okcunassl u ycunenue reHepamuun AOK
(Jiang, Zhang, 2002). Takas peakiusi sIBIsiCTCS He-
oOxomumon g amantanuu. l[lpuw  yrHeTeHUUM
HAI®H-okcunaspl cnennuyecKuM HHTHOUTO-
POM B MPOPOCTKAX KyKYpy3bl, TOABEPTHYTHIX BOA-
HOMY cTpeccy win neiicteuio ABK, e nabmrona-
JIOCh TakoW OTBETHOH aJalTHBHOM peakiuu Kak
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MOBBIILICHHE AKTUBHOCTH aHTHOKCHIAHTHBIX (ep-
menToB (Jiang, Zhang, 2002).

OtMmeuaercst pons HAJIPH-okcumassl B
HakormieHnn ADK mpu nelicTBum Ha pacTCHUS TH-
xenbix MetaiuioB (Rodriguez-Serrano et al., 2006).
B nenom yruerenne HAJI®H-okcuaasel ee uHru-
ouTtopaMu OJIOKMPOBAIO YyCHUJICHHE TeHEepalluu
AO®K mpu crpeccax pasnuuHoi mpupoasl (Jiang,
Zhang, 2002; Vranova et al., 2002). OgHako BO
MHOTHX CIIy4asX HE yAAeTcs pa3TpaHuduTh POJib
HAJI®H-okcupassl kak uctounnka ADK, HeoO-
XOJIUMOTO JUIsl aKTUBALIUM 3alllUTHBIX PEaKIIHii
pacTeHui Ha CTPECCOPBI U €€ YYacTHE B Pa3BUTHU
TOBPEKICHUM.

Kak yxe oTmedanoch, HHIYKTOPOM DJKC-
npeccun HAJI®H-okcnnazsl MOXeT OBITH MEPOK-
cun Bomopoza (Bailey-Serres, Chang, 2005). ITlo-
OOHBI MEXaHW3M MOKET OBITh 3aJefiCTBOBaH B
WHAYKIWHW aronTo3a, 9T0 TPeOyeT YCUICHHOTO 00-
pazoBanuss ADK. Takoii ke MexaHU3M aKTHBAITUH
HAJI®H-okcuaasel y4acTByeT B OTBETE PACTCHHIA
Ha MOpaKEHUE MATOTeHAMH, HO HE HWCKIIOYEH U
MpH JeHCTBUM a0MOTHYECKUX cTpeccopoB. Cunra-
€TCsI, YTO JTOT IMpOIecC BKIIOYAET B ceOs mepBuy-
HBI BCIUIECK COJEP)KaHWsS IMEePOKCHIa BOIOPO.aA,
KOTOpI)II\/'I MOXET I'CHEPUPOBATHCA BHCKIICTOUHBIMU
nepokcuaazamu (Mehdy, 1994), u nocnenyroiryro
aktuBanuio HAJIOH-okcuassl.

B mocnennee Bpemsi paccMaTpuBaeTcs BO3-
MoxkHOCTh akTuBaunu HAJI®OH-okcuaassl npu pe-
aKIIMN CBEPXUYBCTBUTEIILHOCTH 3a CYET CHTHaja
A®K, nocrynaromero U3 IJIacTU] B aroIliacT.
Takue 3¢ dexTp ObUTM M3yYEHBI HA TPAHCTEHHBIX
pacteHusx Tabaka, SKCIPECCUPYIOUINX JIOKAIH30-
BaHHBIM B IUIACTHAAX OCJIOK  ()IaBOJAOKCHUH
(Zubriggen et al., 2010). ®1aBOAOKCHHBI TIPHCYT-
CTBYIOT B (DOTOCHHTE3UPYIOMIMX MHUKPOOPTaHU3-
Max, B TPaHC(POPMHUPOBAHHBIX PACTEHUSIX OHHU
npenoTBpamaT oopasoanne ADPK B xioporura-
ctax. Y Takux pacTeHUH NpH MHPHUIMPOBAHUU TIa-
ToreHaMu HaOmonancs Oonee HU3KHHA YpPOBEHBb
AO®K He TOIBKO B XJIOpPOIIacTax, HO U B amnoIuia-
cre. Ilocnennee Ob10 OOYCIOBIEHO CHIKECHHOM
aktuBHOCTRIO HA JIOH-0kcumas3el. MIHBIMU cITOBa-
MH, CHTHaJ OT BOCTIPHUATHS MATOTEHA PacTCHHEM
nepeaaercsi B XJOPOIUIACT, UHAYLUPYET CBETO3a-
Bucumoe oOpasoBanne ADK, B cBOl ouepens,
curHan xyoporoiacTHeix ADK mepenaetcs B aro-
IUIaCT ¥ BbBBEIBacT aktuBanuioo HAJIDOH-
OKCHUIa3bl, YTO MPUBOJUT K JIOKATHHOHN KIETOYHON
rubemun (Zubriggen et al., 2010). Oxnako Mmexa-
HU3MBI TPAHCAYKITUH TTOJJOOHBIX CHTHAJIOB TOKa HE
SICHBL.
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Ilepokcuoasza

Kparkas xapakrepuctuka ¢QepMeHTa.
Heciemmduueckas mepokcumaza (KO 1.11.1.7)
TPaJULIMOHHO paccMaTpUBAacTCs KaK aHTHOKCHU-
JMAHTHBIN (EepPMEHT, 00E3BPEKUBAOIININ TTEPOKCH]
BOJIOPOZa 3a CUET OKMCIICHUS MM Pa3IMIHBIX BOC-
CTAaHOBUTEJICH, XOTS JAaHHBIA 3H3UM SIBIISCTCS
mynbTHdyHKIMOHaIbHEIM (Gaspar et al., 1991;
Tognolli et al., 2003). Hecnennduueckue mepox-
CHa3bI OTHOCSTCS K TEMOCOIEPIKAIINM TITHKOIIPO-
tenHaMm. KX mpocreTudeckas rpymnma — IpoTore-
MatuH [X cocTont n3 nporonopdupura IX u mona
Fe*. [lepBuunyro cTpykTypy amodepmenrta obpa-
3YIOT OJIHA MOJIMIIENTUIHAS 1enb (okoyo 300 amu-
HOKHCJIOTHBIX OCTaTKOB, BO3MOKHO 0Opa3oBaHHE
TUMEPOB M TETPAMEPOB), OTAENbHBIE OOKOBEIE YT-
JICBOAHBIC OCTAaTKH (BO3MO)KHO OTCYTCTBUC YTIJIC-
BOJIOB Y HEKOTOPBIX IEPOKCHIA3) U aTOMBI Kallb-
st (Mesunbm, 1987).

Hapsiny ¢ aHTHOKCHIAHTHOW aKTHUBHOCTBIO
IMEPOKCHUAA3bl MOTYT MPOABJIATL U OKCUIA3HYIO aK-
TUBHOCTH C Iepefayeil 3JIeKTPOHOB OT BOCCTaHO-
Butenet (Harpumep, HAJIH) Ha xucmopon (Jlebe-
neBa, Yrapona, 1997):

E + H,0, — E; + H,0

E; + HAJJH — E, + HA/Ie
E,+ HAIH — E + HAJI
HAJl» + O, — HAJL" + 0,7,

rac En — Pa3HbIC OKHCIICHHBIC COCTOSHUA
TNEPOKCHUIa3bl.

[lepokcuaasa, 1ist KOTOPOH XapakTepeH Ta-
KOl MEXaHM3M JEMCTBHS, MOKET OBIThH JIOKAIU30-
BaHa B IUTO30JIC U (Yalle) B KJIETOYHBIX CTEHKAX B
COCTOSIHUHM, CBSI3aHHOM HMOHHBIMU WJIA KOBaJIEHT-
HBIMH CBSI3IMU C UX noauMepamu. CunTaercs, 4yTo
MIPU «OKHUCJIUTEIFHOM B3PBIBE» MEPOKCHIA3a KIe-
TOYHBIX CTEHOK MOXKET TI'€HEPUPOBaTh OOJBIIOE
KOJIMYECTBO CyHepoKkcuia u, kak cieactaue, H,O,
(Bestwick et al., 1997), xotsa mporecc remepanun
A®DK MOXeT OCyIIeCTBIATHCA «TaHAEMOMY Iie-
pokcunaza — HAJI®H-okcuaasa.

VY CTaHOBIICHO HAJMUUE B KOPHSX MIIEHHIIBI
IKCTPAKIIETOYHBIX TEPOKCHIIA3 C MOJEKYISIPHON
maccor 37, 40 u 136 kD. Bricokasi 4yBCTBUTENb-
HOCTh T€HEpaLuU CYNEPOKCUIHOIO paJnuKajia Kop-
HSMH I[ICHUIBI K HMHICHOMTOPaM IEePOKCHAA3BI
paccMaTpuBaeTCsi aBTOPaMHU KaK CBHJIETEIbCTBO
yuacTHsl YKa3aHHBIX II€POKCHAA3 B T'CHEPaLUH
A®K (Minibayeva et al., 2009).
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BinsiHMe CHUTHAJIBHBIX NOCPEIHMKOB HA
aKTHBHOCTH Nmepokcuaasbl. Bo MHOTHX paboTax
COO0IIaeTcsi O TOBBIMIEHNH AKTUBHOCTH PacTH-
TEJNBHBIX TEPOKCHA3 IMOJ BIUSHHUEM HOHOB Kallb-
nus (Bakardjieva et al., 1987; Hacos, 2002; Penel,
Dun, 2009). NmeroTcs cBeneHust 00 y9acTHH KaThb-
oUsl B COXpPaHEHHH CTPYKTYPHOH KOH(OpMaruu
OemnKka, CBS3BIBAHUU IEPOKCHAA3 C KIETOYHBIMH
CTPYKTypaMH ¥ TOAJEPKAHUH TEPMOCTAOMIHEHO-
ctu monekyln (Kyry3osa, Yraposa, 1981). B To xe
BpEMsI HE SICHO OTHOCSTCS JIU YIIOMSIHYThIE 3 eK-
1ol K perymsimun ADK-renepupyromeid pyHKInn
MEePOKCHAA3Bl ¥ BO3MOXXHOMY y4acTHIO ()epMeHTa
B Tiepeiaue KIeTOYHBIX CUTHAJIOB.

B skcnepuMeHTax ¢ M30JMPOBAaHHBIMU KOP-
HSMH TIIEHUIBI [T0Ka3aHa CBs3b MEXIy WHIyLU-
POBaHHBIM KallbI[IeM MOBBIIICHUEM aKTHBHOCTH
OKCTPAKIETOYHON MEPOKCHIa3bl U YCUICHUEM Te-
HEepalM CYNEepOKCHUAHOIO aHHOH-paguKaia Kop-
Hssmu (YacoB u np., 2002). YCcTaHOBIEHO TOBBIIIIE-
HUEC aKTUBHOCTH HWOHHOCBSI3aHHOM TEPOKCHIA3HI
koneonTuneit (Komymaes u ap., 2005) u obmelt ak-
TUBHOCTH NEPOKCHIa3bl KamaycoB (MakcumoB u
np., 2010) mmeHuITsr oA ASHCTBUEM HOHOB Kallb-
must. Takue 3¢pdexTsl cOnpoBOKIUUCH YCHIICHNU-
€M reHepanuu cynepoxkcuaa u HakorienueMm H,O,.
B nenom nepokcunassl kiacca III, yuacteyromue B
reHepauuu ADK, SIBIISTFOTCS KaJIbIIUN-
3aBucucmbiMu pepmenrtamu (Penel, Dun, 2009).

Hemano paboT MocBSIIEHO BBISICHEHHUIO 3HA-
yeans CK B peryssiuu akTUBHOCTH TEPOKCHJIA3.
Hanpumep, cooOmaercst o ponu CK B kauectBe
UHAyKTOpa ydacTBytomieil B renepauun ADK Bue-
KIJIETOYHOW TMEepOKCHIa3bl, a TaKkke APYrux (opm
¢depmenra (Martinez et al., 2000; Minibaeva et al.,
2001; Ananieva, Popova, 2002; Mika et al., 2010).
B nuteparype Ha OCHOBaHMM [AHHBIX, MOJYYEH-
HBIX Ha Pa3iIMYHBIX PACTUTENBHBIX 00BEKTax, 00-
CyX/JaeTcs BKJIaJA psiaa HEpMEHTOB B yCUIIEHHUE Tre-
Hepanun A®DK, HaOmoaBiieecs IMoj BIUSHAEM
CK. Kak oTmedasnoch BbIII€, HAa KyJIbType KJIETOK
mmpoca ToOKa3aH 3HaduTeNbHBIH Bkimanm HAJIDH-
OKCH/a3bl B TEHEPALIMIO CYNEPOKCHIA U TEPOKCHIA
BOJIOpOJIa M MeHbIasi posib nepokcuaas (Geetha,
Shetty, 2002). B To e Bpemsi Ha U30JIMPOBAHHBIX
kopHsix mmennnbl (Minibaeva et al., 2001) momy-
YeHbl JAaHHbIE O NPEUMYIIECTBEHHOM BKIAJE CY-
MepOKCHUA-TeHepUPYIOMHX (HOpM TMEepPOKCHIA3bl B
peamzanuto 3 dexkroB CK. Hamu B 3xciepumen-
TaxX ¢ M30JIMPOBAHHBIMH KOJICONITHIISIMH IIICHHUIIBI
MOKa3aHO YacCTHYHOE CHATHE BbI3bBaeMoro CK
ycunenusi reHepanuu AOK MHruOuTOpOM Mepok-
cUasbl canuuuIruapokcamoBoil  kuciortor (Ko-
aymnaeB Ta iH., 2011). B To *%e Bpems, KaK yke OT-
MEYaoCh, TaHHBIA 3()(EKT YaACTHYHO yrHEeTaICT U
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uaruoutopamun HAJI®H-okcunasel. Bepostho, B
ycunenun obpaszoBanusi O, B KOJEONTHIAX, 00-
paboranabix CK, 3ameiicTBOBaHBI KaKk MHUHUMYM
JBa (PepMEHTATHBHBIX UCTOYHUKA W BKJIAJ KaX]O0-
ro W3 HUX B 3TOT A(PQPEKT BIOJHE COMOCTABUM
(Komymaes Tta iH., 2011). Biusiane CK Ha akTuB-
HocTh ADK-renepupyronmx QepMeHTOB Kouie-
ONTWJICH MIICHUIBI, IO BCEH BEPOSATHOCTH, OIO-
CPEIOBaHO KaJIbIIMEM, ITOCKOJBKY CYIIECTBEHHO
YTHETAIOCH OJIOKATOPOM KaJIbIIMEBHIX KaHAIOB Be-
panamuniom (Konynaes, Kapnem, 2010).

AKTUBHOCTh IIE€POKCHIA3bl MOXKET H3Me-
HATHCS TIOJ BIUSHHEM OKCHIA a30Ta, XOTs 3 dek-
THI HEOAHO3HAYHBI JaKe B MpeesiaX OJHOTO BHIA
pactenuil. Tak, BBenenue nonopoB NO B anoruiact
JIMCTHEB MIIEHUIBI IPUBOJUIO K MOBBIIICHHUIO aK-
TUBHOCTH BHEKIJICTOYHOW MEPOKCHAA3bl U HAKOII-
nennto ADK (Bukroposa u ap., 2010). B 1o xe
BpeMs Tpu 00pabOTKe KOJEONTHIICH MIICHUIIBI
HUTPOIIPYCCUAOM HATpPHUsl aKTUBALMM BHEKJIETOY-
HBIX (OpM TeEepOKcHIa3sl HE OTMEYaloch, a
HaOJIroaeMoe YCHJICHHE T'€Hepaluy CYNEepOKCHI-
HOT'O aHHOH-Pa/IMKaja He MOAABISUIOCh HHTHOUTO-
POM TEPOKCHJIA3bl CATHIMITHIPOKCAMOBON KHC-
noroit (Kapmemw w np., 2011). Takum oOpa3zom,
ycunenue obpazoanusi O, B KOJCONTHIISX MIIIE-
HUIBI, 00padoTanHbIX ToHOpoM NO, IPOUCXOAMT,
MO-BUIMMOMY, TPEHMYIIECTBEHHO 32 CYET aKTH-
Banun HA JI®OH-okcugassl.

IloBsIIeHNE aKTUBHOCTH AODK-
TeHEPUPYIOIINX MEePOKCHIA3 3apPETUCTPUPOBAHO U
nop BiausHueM ABK. DToT crpeccoBblil durorop-
MoH aktuBupoBan HAJIH-3aBucumyro nepokcuia-
3y KIJIETOYHBIX CTEHOK KOpHEH MpPOpPOCTKOB prca
(Lin, Kao, 2001).

B perymsaumum aKTUBHOCTH TNEPOKCHIA3HI
MOJKET IPUHUMATh YYacTHE U IIEPOKCU BOAOPOIa,
BBICTYNAIOIIMKA B JaHHOM CIy4yae UM B KauecTBe
CHUTHAJILHOW MOJIEKYJIBI, H B KayecTBe cyOcTparta.
[IpumeuaTenbHO, YTO MOJ €ro BIMSHUEM MOXKET
MIPOUCXOANTh HE TOJNBKO MOBBIMIEHHE aKTUBHOCTH
A®K-renepupyrorommx (opm nepokcuaassr (Ya-
COB H JIp., 2002), HO U ee cHIbKeHHUe. Tak, B HAIIUX
SKCIIEPUMEHTaX IO/ JEHCTBHEM SK30T€HHOTO Tie-
pOKcHIa BOJIOPOJA OTMEYAIOCh WHIMOUpPOBAaHUE
MOHHOCBSI3aHHOM W PacTBOPUMOI (opM MepoKcH-
nasel koneonrtwien mmenuisl (Komymaes, Kapnerr,
2008). [Togo6HOE sSBIEHNE 3aPETUCTPHUPOBAHO U HA
kosteonTHIsIX KyKypy3sl (LLlapoBa, 1999). Dddexr
YrHETEHUS IepOKCHUa3hl B MPUCYTCTBUH IIEPOKCHU-
Ja Bogopoa in Situ u in Vitro mokasan Ha ipuMepe
runokotmiieit Lupinus albus (Hernandez-Ruiz et
al., 2000). OxHO# M3 NPUYMH YTHETEHUS TIEPOKCH-
JIa3HOM aKTUBHOCTU TMOJI JEHUCTBUEM IEPOKCHUIA
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BOJIOPOJIa MOKET OBITh €€ MEePEKIIFOUEHUE Ha KaTa-
ma3Hyro. Takoe SIBIEHHE, B YaCTHOCTH, 3aperu-
CTPHUPOBAHO JUIS HECKOJIBKUX (POPM aIoIIaCTHBIX
MEePOKCH/Ia3, KOTOPbIE MPH BBICOKHX KOHIIEHTpa-
[UAX TEPOKCHIA BOJOPOJA MPOSIBIISIIA Karajias-
uyto aktuBHocTh (Mika et al., 2004). Bo3moxHo,
YTO OHO WMEET 3alllUTHOE 3HAYCHWE, HaIpaBJIcH-
HOC Ha MpPEAOTBpAlICHHE 00pa3oBaHMs H30BITKA
ADK.

HN3meHeHne aKTHBHOCTH MEPOKCUAA3BI B
PacTeHHsIX B OTBET HA JEiCTBHE CTPECCOPOB.
[Tepokcuaasza, 6€3 cOMHEHUS, OTHOCUTCS K HanOo-
Jiee M3YYEeHHBIM «CcTpeccoBbIM» (pepmeHTam (Mika
et al., 2004). IIpu 3ToM, OJHAKO, BO MHOTHX CITy-
yasgx ObIBaeT CcJOXHO pasrpaHnnuuth ADK-
TeHEPUPYIONIYIO U Ipyrue GyHKIHHA TePOKCUIA3HI
(cBsI3aHHBIC ¢ 00C3BPEIKUBAHUEM IEPOKCHIA BOJIO-
polia, MOJU(UKAIMEH KICTOYHBIX CTEHOK | I1p.). B
CBSI3HM C 3TUM OTPAaHUYMMCS OTIENBHBIMH IPHME-
pamu, B KOTOPBIX MOKa3aHa CBSI3b MOBBIIICHUS aK-
TUBHOCTH TMEPOKCHUIAa3 C YCHICHHEM TI'CHepaluu
A®K. Ilpu paHeBOM cTpecce 3aperucTpupoBaH
OBICTPBI BBIXOJ] TIEPOKCHAA3 U3 IMUTOIIIa3MBI B
arnoruIacT KOpHeH miieHuIbl. 1ot 3ddekT comnpo-
BOXKJIAJICS YCHIICHUEM IeHEepaIlu CYIEpPOKCUIHOTO
aHUOH-PaJKaNna, YyBCTBUTEIHHBIM K WHTHOWTO-
pam mepokcuaas (Minibayeva et al., 2009). Asto-
PBI TIOJIATAOT, YTO SKCTPAKICTOUHBIC IEPOKCHIA3HI
BEITIONHSIFOT KaK OKCHJIa3HBIE, TaK M COOCTBEHHO
nepoKcuaa3Hble GYHKIIHU.

VBenuueHne akTHBHOCTH TEPOKCHIA3bI MpU
OJTHOBPEMEHHOM CHIKEHUH aKTHBHOCTHU CYIEPOK-
CHIMICMYTa3bl M KaTajasbl IOKAa3aHO Yy PacTEHHH
Carthamus tinctorius L. B ycioBusx 3acyxu (Mo-
stafa et al., 2011). TToBbImeHre aKTHBHOCTH JKC-
TPaKJIETOYHBIX MEPOKCHIA3 C OJHOBPEMEHHBIM
YCWJICHHEM TeHepaly CyNepoKcHIa Hadrona-
JIOCh B OTBET Ha 00E3BOKMBAHUE M TIOCIIEAYIONLYIO
peruaparanuo y nedenHounuka (Dumortiera hir-
sute) (Jackson et al., 2010). ITpu 3ToM TaKxe yBe-
JUYMBajach  aKTMBHOCTh  TuposuHaszpl (KD
1.10.3.1). Ilpeamomaraercs, 9TO OAHOBPEMEHHOE
TIOBBIIICHHE aKTHBHOCTH JIBYX 3THX (DEpMEHTOB
CIOCOOCTBYET JIMTHU(UKAIIMK KJIETOYHBIX CTEHOK
¥ 00pa30BaHUIO MENaHWHA, YTO BAXKHO JJIs 3allld-
TBl OT TATOICHOB W HEKOTOPBIX a0MOTHYECKHX
ctpeccopos (Jackson et al., 2010).

[loBrIlIeHNe aKTMBHOCTH aIOIUIACTHOW Tie-
POKCHIA3bl U yCHUJIEHHWE O0pa3oBaHMs IMEPOKCHIA
BOJZIOpPOZia B OTBET Ha KPAaTKOBPEMEHHOE AEHCTBHE
BBICOKHMX 3aKaJMBAIOMINX TEeMIIepaTyp, UyBCTBH-
TeJIbHOE K MHIUOUTOPY 3TOTO (pepMEeHTa CaTHUIINI-
THIPOKCAMOBON KHCIJIOTE, HAOII0JaN0Ch B KOPHSX
mmenntbl (KomynmaeB u ap., 2011). IIpaBma, kax
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OTMEYaJIOCh BHIIIE, MOBBIIIeHUE coaepxanus H,O,
YaCTMYHO HHUBEIMPOBAJOCh ¥  WHTHOUTOPOM
HAJI®H-okcuaa3sl ©MHUIa3010M, YTO ITO3BOJISICT
MpeNoiaraTh yd4acTHe OOOWMX Ha3BaHHBIX Qep-
MeHTOB B TeHepannu ADK. IIpuMeuaTenbHO, 9TO
a¢dexT 3aKanrBaHus MPOPOCTKOB MIICHUITHI YTHE-
Tancs Takke Kak uwHruoutopom HAJIDH-
OKCHU/Ia3bl, TAK M HMHTHOUTOPOM MEPOKCHUIA3bI, a
P OJHOBPEMCHHOM HX MpPUMEHEHHH S(DPEKTHI
YCHUIIUBAJIHCH.

Bo MHOrHX paboTax mokasaHo y4acThe CBO-
OOIHBIX W CBSI3aHHBIX ANOIIIACTHBIX ITEPOKCHIA3 B
renepann ADK pacTeHUsiMU B OTBET Ha JIeCTBHE
maToreHoB U ux anucuropos (Beswick et al., 1997;
Bolwell et al., 1999; Minibayeva et al., 2009).
Ponp axkTuMBanMM NEpPOKCHIA3 B YCTOWYUBOCTH
pacTeHui K OMOTHUECKUM CTpeccopaM MCCIeayeT-
CiA JaBHO U MEPUOJUYCCKU CTAHOBHUTCA NPECIAMETOM
aHanm3a B 0030pHBIX paborax (MunHnOaeBa, I'op-
moH, 2003; Minibayeva et al., 2009).

Okcanamoxcuoasa

Oxkcamarokcunaza (K@ 1.2.3.4) karanmsu-
PYET OKHCICHUE IABETICBON KUCIOTHI MOJICKYIISIP-
HBIM KHCJIOPO/IOM ¢ 0Opa3oBaHHEM IEPOKCHIA BO-
mopoza (Berna et al., 1999):

H2C204 + 02 — HzOg + 2C02

DTOT (hepMEHT 0 CUX TOpP OCTAETCS Majo-
u3ydeHHbIM. Ha mpumepe oKcamaToKCHaasbl ssaMe-
Hsl [TOKa3aHOo, YTO SH3UM COJIEPIKUT MapraHell, 0Ji-
HAaKO0 B HEM OTCYTCTBYIOT (IIaBHH, KEIe30 WIH
Me/lb, YTO XapaKTePHO ISl OOJBIINHCTBA IPYTUX
(epMeHTOB, yYaCTBYIOUIMX B BOCCTAHOBIICHHU
MOJIIEKYJISIPHOTO KHCIIOPO/Ia (Requena,
Bornemann, 1999). Mmerotcs cBeeHus O JIOKaIN-
3aIlMH OKCJTATOKCH/Ia3bl B IUTOILIA3ME, KIETOYHBIX
cTeHKax W Tuia3matuyeckor membpane (Viletic,
Sukalovic, 2000; Tpomsa u 1p., 2007).

Cuwnraercs, 4To GYHKIHMOHAIBHAS POJIb ITO-
ro ¢epMeHTa COCTOUT C OJHOW CTOPOHBI B YTHIIH-
3allM{ [IABEJIEBOM KHCIOTHl B PAaCTUTENBHBIX TKa-
HSIX, ¢ Ipyroi — B reHepanmu ADK, npexae Bcero
HEOOXOIMMBIX Ui 3alIUThl PACTEHWH OT TaTore-
HoB (Berna, Bernier, 1999).

JaHHBIX O perynasiuu akTUBHOCTH OKCIa-
TOKCH/A3bl CHUTHAIBHBIMH TOCPEIHUKAMH TIOKa
oueHb Masio. [lokazaHO CyIIECTBEHHOE MOBBIIIE-
HHUE aKTUBHOCTH (pEpMEHTa B KaJLTycaX MIIECHHIIbI
npyY MHKYOWpOBaHMM Ha cpele ¢ Jgo0aBIeHUEM
XJIOpU/a Kajbliys B KOHLIEeHTpauuu 4-8 MM (Mak-
cumMoB U ap., 2010). OmHako MeXaHH3MBI ITOTO
3¢ dexTa moka He SICHBL.
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Nmerotcst cBelleHHsT O TOBBILICHUM AKTUB-
HOCTH OKCAllaTOKCH/Ia3bl B KOJICONTHIISX W WH-
TaKTHBIX MPOPOCTKAX MIICHUIIBI TIOJ BIUSHUEM
CK (Tpommna u ap., 2007; Sctpe6, Komymaes,
2011). Ilpu 3TOM crmenmaHo 3aKIIFOYCHHUE O TOM, UTO
BKIIQJl OKcalatokcunaasel B wmHaynupyemoe CK
HaKOIUJICHUE MEPOKCUIA BOJOPOAA B KOJICOMTHIISNX
MIICHUIBI 3HAYUTEIbHO MEHBLIHHA IO CPABHEHUIO C
npyrumu  ADOK-reHepupyromumMu  epMEeHTaMu —
HAJI®H-okcumazoit n nepoxcuaazor (Komymaes
Ta iH., 2011; Sctped, Komynaes, 2011). B To xe
BpeMsl TIOKa3aHO CYIIECTBCHHOE YCHIICHHWE IO
BiusaueM CK akcnpeccuut TeHa OKCalaTOKCHIA3bI
B JIMCThSIX MIICHUIBI, MHOUIMPOBaHHBIX Septoria
nodorum Berk. IToxoxwuit 3¢ddext Bb3bIBaIa M
JKaCMOHOBas KucioTa (3ankuHa u 1p., 2011).

Iloka3aHO NOBBIICHHE aKTHBHOCTH OKcajla-
TOKCHIIa3bl U TIEPOKCHJIA BOJAOPOJA B KaJuIycax
TMIIIeHALBI 0] BiustHneM putoropmoroB — ABK u
kuHeTHHA (SIpynmnmmHa u np., 2008).

Ponp  oxcamarokcupmazer  kak  ADK-
TeHepUPYIOIIEro (epMeHTa B yCTOWYMBOCTH pac-
TEHHUU K ACHCTBUIO CTPECCOPOB UCCIEI0BAaHA MOKA
HemocTaToYHOo. MMeroTcst cBeIeHUS O TOBBIIICHUH
AKTUBHOCTH DH3MMa y PAaCTEHHH MIICHUIIBI B OTBET
Ha 3apa)KeHHe MAaTOTeHHBIMHU rpruOamMu — BO30YaAH-
TensiMu KopHeBoit rHuiam Bipolaris sorokiniana,
cenrropuo3a Septoria nodorrum u TBEpaO# ToJIOB-
uu Tilletia caries, nmpuyem ormMeuaeTcst CBA3b MEK-
Iy YCTOMUYMBOCTBIO COPTOB K YKa3aHHBIM IaTOre-
HaM ¥ CTEIEHbIO TIOBBIIICHUSI aKTUBHOCTH OKcaJia-
tokcuaassl (Spymmmaa u np., 2003; TpommHa u
np., 2007).

YBennyeHne akTUBHOCTH OKCaJaTOKCHIA3bl
Yy pacTeHUH NIIEHWIBl 3apETUCTPUPOBAHO U B OT-
BET Ha JICHCTBHE 3aCOJICHMS, HU3KUX U BBICOKHX
temneparyp (Apymnuna u ap., 2003).

Tpancdopmarust pacTeHuii Tabaka TeHOM
OKCaJIaTOKCHJIa3bl MIIEHUIBI BbI3bIBANA yCHIICHHE
NPOAYLMPOBaHMS HEPOKCHIA BOAOPOJA, KOTOPOE
COTIPOBOX/IAJIOCH TIOBHIIIEHHEM aKTUBHOCTH aHTH-
OKCHJAHTHBIX ()EPMEHTOB CYNIEPOKCHIANCMYTA3HI,
KaTayia3bl, aCKOpOaTNepoKcuaassl U TIIyTaTHOHpE-
IyKTa3bl. TpaHCTeHHbIE PACTEHUS OBUIH YCTOWYH-
BBl K areHTy OKHCIIUTEIIBHOTO CTPEcca METHUJIBHO-
noreny. Ilpu s3tom 06paboTka TpanchopMUpoOBaH-
HBIX PACTeHUH HMHIMOMTOpaMM OKCAlaTOKCHIA3bI
WM CKaBeH)KepaMHU MEPOKCHAA BOAOPOa CHIKAIIA
UX YCTOMYMBOCTH K OKHCIUTEIBHOMY CTpeccy
(Wan et al., 2009). Otu pe3ynpTaThl 10CTATOYHO
yOeaUTeIbHO CBUIETENIBCTBYIOT O POJIM OKcalla-
Tokcunasel kak ADK-renepupyromero dhepMeHTa
B MHIYLMPOBAaHUU YyCTOMUMBOCTH pacTeHHi. B TO
xKe BpeMs oOpaboTka JHCTHEB IepIia MIaBEIeBON
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KHMCJIOTOM MOBBIIIANA WX TEMJIOYCTONYHBOCTH, HO
HE BIIMSIJIA HA aKTHBHOCTH OKCAJIATOKCHUIA3bI, XOTS
UHIyIMpoBaia mnepokcuaasy (Zhang et al., 2001).
B nammx skcniepuMeHTax Moj IeHCTBUEM IaBee-
BOM KHCIIOTBI TPOMCXOJWIO OTHOCHUTENIBHO He-
0onpIIOE TOBBIIICHUE AKTHBHOCTH OKCAJIATOKCHU-
JIa3bl B KOJICONTWIISIX MIIEHUIIBI, HO TIOYTH HE yBe-
JUYMBAJIOCh COAEP)KaHNE B HHUX MEPOKCUAA BOJO-
pona. Takxke 3K30TeHHas IaBeJeBas KACIOTA Clla-
00 BIHMsIa HA TEIJIOYCTOMYMBOCTH KOJEONTHIICH
nmeHnnsl (Actped, Komymaes, 2011). BozmoxHo,
peaknus Ha INABEIEBYIO KHCIOTY M BKIJIAJ OKcaja-
TOKCHIa3bl B (DOPMUPOBAHME 3ALIUTHBIX PEAKLUN
CYLIECTBEHHO 3aBHCUT OT BUIOBBIX OCOOCHHOCTEH
pacTeHuid, B 4aCTHOCTH, OT 0a30BOi aKTUBHOCTH
OKCaJIaTOKCHUIa3bl M COAEP)KaHUS IIABENICBOM KHC-
noTsl. [lmenuna kak pacTeHUe ¢ BBICOKON KOHCTHU-
TYTUBHOM aKTHUBHOCTBIO OKCJIATOKCHAA3bl MOXKET
c1abo pearmpoBaTh Ha JEHCTBUE HK30TCHHOM IIa-
BEJIEBON KHCIIOTHI.

3aknwouenue

B Hactosimem 0030pe akUEHTUPYETCS] BHH-
MaHHe Ha (epMEeHTaTHBHBIX HCTOUHMKaX ADK,
JIOKAJIN30BaHHBIX MPEUMYIIECTBEHHO B IJIa3MaTH-
4yecKkoil MeMOpaHe U KJIETOYHbIX cTeHKax. OcTaer-
Csl HE SICHBIM, MOTYT JIU (E€PMEHTHI, T€HEPUPYIO-
mme AOK, nanpumep, HAJI®H-okcunaza, ObITH
HEINOCPEICTBEHHBIMU MHILIEHSIMH JIEHCTBHS CTpec-
copoB. lloka 4TO aprymMeHTOB B IOJb3y TaKOTO
NPEANOoJIOKEHUsT TOYTH HeT. bonee mnomyssipHa
TOYKa 3pEHHS, COTJIACHO KOTOPO BCIIEJICTBHE pa3-
JUYHBIX BO3JEHCTBUH (TeMIepaTypHBIX, OCMOTHU-
YECKHMX) MOTYT U3MEHSTHCS XapaKTepPUCTUKU MEM-
OpaH, uTO TpsIMO JIUOO OMOCPENOBAHHO (HAIPH-
Mep, uepe3 aKTHUBALMIO KaJbLIMEBBIX KAaHAJIOB U
YBEJIMYEHHE KOHIEHTPALMH ILUTO30JbHOIO Kallb-
LUs1) IPUBOJIUT K IOBBIIICHUIO aKTMBHOCTH (ep-
MEHTOB — reHeparopoB ADK, B mepByio ouepens,
HAJI®H-okcuaasel u nepokcuaas.

C npyro# CTOpOHBI, HE UCKIIFOUYEHO, YTO MPH
JIECTBUM CTPECCOPOB aKTHBAIUS (EPMEHTOB —
reHepatopos amoruiacTHeIx ADK — moxeTt mpowc-
XOJIUTh C TIOMOILBIO CUTHAJIOB, MOCTYMAIOUINX U3
JIPyTHX KOMIApTMEHTOB KiIeTKH. B (doTocuHTe3N-
PYIOIINX OpraHu3Max OCHOBHBIM HCTOYHHKOM
AO®K cumraercs XJ0pomiaacT U Mpexkae BCEro ero
aNeKTpoH-TpaHcnopTHas 1ens (Shao et al., 2007;
Kpecnasckuit u ap., 2012). CymiecTBeHHBIM SIBIISI-
€TCsl TaKKe BKJIAJ, MUTOXOHJAPHUI M NMEPOKCHCOM B
obpazoBanne ADK (Mittler, 2002). BeposarHocTs
aKIIETITUPOBAHUS 3JIEKTPOHOB OT TEPEHOCUYHNKOB
3IEKTPOH-TPAHCIOPTHBIX IENel MOJIEKYJIIPHBIM
kucinopogoM ¢ obpaszoBanuem ADK Bospacraer,
€CIM HapymaeTcsl KOOpAWHAIWsS MeMOpaHOoacco-
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IUUPOBAaHHBIX MPOLECCOB U MPOLECCOB, MPOUCXO-
JSIIAX B CTPOME XJIOPOIIJIACTOB U MaTPUKCE MUTO-
xouapuii (IImorpoBckuit u nmp., 2011). B cBsi3u ¢
TUM BIOJHE 3aKOHOMEPHBIM MPEACTaBISCTCS
YCHIIEHHE CTOXacTHdeckoro obpazoBanus ADPK B
XJIOPOIUTACTAX M MUTOXOHJAPHSIX B YCIOBUAX ACH-
CTBHsI CTpeccopoB. BeposiTHo, uTo wacTh 0Opasy-
tomuxcs npu 3ToM AD®K BeIXOIUT 3a mMpenenbl
YKa3aHHBIX KOMIIAPTMEHTOB, YTO BBI3BIBAET MOIH-
¢uKanMio MHOTHX OEIKOB W APYTUX pPElOKC-
YYBCTBUTEIILHBIX KOMIIOHEHTOB. B0O3MOXXHO, 4TO
Takue 3PGEKTH ABIAIOTCS BAKHBIMUA COCTABIISIIO-
mumMu AD®K-curnanunra. Tem He MeHee, ITOKa He
W3BECTHO, KaKuM OOpa3oM MPOUCXOIUT TNpeBpa-
ImeHHe curHaia, BbI3biBaeMoro A®dK, obpasyro-
IIIMHACA TIPU CTPeccax BCIIEJCTBHE CTOXaCTHYe-
CKHX TpOIeccoB, B Oojiee MOIIHBIN M yIpaBiisie-
MBI pPACTHTENILHBIM OPTraHW3MOM CHTHal, popMu-
pyeMsriit pepmeHTaTHBHBEIMU UCTOYHHKaMu ADK.

K HacrosmeMy BpeMeHH MOJIY4EHB! JaHHbBIC
0 TOM, YTO OJHH U T€ K€ PETYIATOPHBIE MOJIEKYJIBI
(mampumep, OpPaCCHHOCTEPOUBI) MOTYT WHIYIIHU-
poBaTh reHepanno AOK kak B anomnacre, Tak 4 B
xnoporutactax. [Ipeamnonaraercs, 4To Takum oOpa-
30M MOT'YT PEryjaupoBaThCs pa3jINYHbIE CUTHAJIb-
HbIC MyTH B (POTOCHHTE3UPYIONIMX opranax (Zhang
et al., 2010). C apyroii CTOpPOHBI, KaK YK€ OTMe4a-
JOCh, B TIOCJIEAHEE BpeMsl MOSBUWINCH IaHHBIE,
CBUJICTENILCTBYIOIIME O BO3MOXXHOM aKTHBALlUH
HA®H-okcnaa3el Ia3MaleMMbl C  IIOMOIIBIO
A®K-curnangoB, HUCXOIANMX M3 XJIOPOIUIACTOB.
Taxue 3¢ dexTs! MOTYyT UMETh MECTO IPH aKTHBa-
UM PEAKLUUH CBEPXYYBCTBUTEIBHOCTH Yy pacre-
HHI, YCTOHYMBBIX K maroreHam (Zubriggen et al.,
2010).

AKTyanbHBIM TPEACTABISIETCSI U B3aUMO-
neicTBre (DepMEHTATUBHBIX ITyTeld 00pa30BaHUs
A®K B amorutacte. M3moKeHHBIN BBIIIE MaTepUai
CBUJIETEIBCTBYET O CYLIECTBOBAHUU KaK MUHUMYM
HECKOJIbKHX (DePMEHTATHUBHBIX HCTOYHUKOB ADK,
JIOKAJIM30BaHHBLIX B KJIECTOYHBLIX CTEHKAaX, ILIa3Ma-
JeMMe U, BO3MOXHO, B IuTomiasme. Kpome
HAJI®H-okcuaasel, nepokcuaas, OKcalaTOKCHIa-
361, ADK MoryT remepupoBaTh MOJIHAMUHOKCHIA-
3a, (GIaBUH-COMEPXKAINE OKCHAAa3bl M JIpyTrHue
dbepmentsr (Mittler, 2002; Swanson, Gilroy, 2010).
B 10 xe BpeMs, Kak CBUIIETEILCTBYIOT JaHHBIC JHU-
TepaTyphl, HanOOJIee CYIIECTBEHHBIA BKJIAa B Te-
Hepaiuio ADK BrHocst HAI®H-okcunasza u me-
pokcuaasa. CrnenuanbHbIX HCCIEIOBAHUM, MOCBSI-
IICHHBIX B3aWMOJICHUCTBHUIO 3TUX ()EPMEHTOB, MTOKA
Mano. VIMeroTcst CBeJeHHs O BO3MOXKHOCTU aKTH-
Baunu HAJI®OH-okcunassl nepokcuaoM BoAOPOa,
KOTOPBI MOTYT T€HEPHUPOBATH MEPOKCHUIA3BI Kile-
To4HBIX cTeHOK (Mehdy, 1994).



PEPMEHTATHBHBIE HCTOYHHKH

Ha ocHOBaHMM HMHTMOMTOPHOTO aHaiu3a B
HEKOTOPBIX paboTax TOKa3aHO OJHOBPEMEHHOC
yuactue HAJI®H-okcuaasel U NepoKCHIa3bl B pe-
aKIHUAX PACTEHHH HAa CTPECCOPBI M JICHCTBHE IK30-
TeHHBIX OHOPETyJATOPOB, HANpPUMEp, CAITUIIHIO-
Boii mnm starapHoit kucior (Geetha, Shetty, 2002;
Konynaes u ap., 2011; Konynaes ta in., 2011).

Hapsany ¢ A®K-renepupyrommmu GepMeH-
TaMH B KJIETOYHOM CUTHAJIMHIE, IO-BUIUMOMY,
3a€HCTBOBAHBI U T€, KOTOPBIE OOBIYHO OTHOCAT K
CHCTEME aHTHOKCHJAHTOB. TakuM (epMEHTOM, B
YaCTHOCTH, SIBJIIETCSI CYHNEPOKCHIIMCMYTa3a, Ipe-
BpallamoNasi CyNepOKCHIHBIM panukan B Ooiee
CTaOMIIBHBIA MEPOKCHIl BOAOPOJAA, KOTOPBIH pac-
CMaTpUBAETCs KaK KJIaCCHYECKasl CUTHAIbHasg MO-
nekyna. Ceegenust o Hannuuu CO/J] B anomacte
(Ogawa et al., 1997; Miller et al., 2010) matot oc-
HOBaHME paccMaTpUBaTh 3Ty CTPYKTYpy Kak Ipo-
M3BOJISIIYIO camoaocTarouHbiii ADK-curnan.

AKTUBHOCT, OOHUX U Tex ke ADK-
TCHEPUPYIOIIUX (EPMEHTOB MOXKET H3MEHSTHCS
O[] BIMSHUEM Pa3IMYHBIX CHUTHAJIBHBIX MOJEKYI
¥ MOHOB, (PUTOrOPMOHOB, MeTabonuToB. OTaENb-
HBIE MECCEH/KEpBI, HAlpHMep, HOHBI KalbLus,
MOTYT OKa3bIBaTh IMPSIMOE BIMSHHE Ha MOJEKYJIBI
9H3MMOB, JIMOO aKTHUBUPOBAaTh NPOTEHHKUHA3HI,
dochopuwupyronpe KaTaTUTHISCKUE CyOheIUHU-
Ibl, WIN yCWIMBaTh CHHTE3 JAHHBIX ()EpPMEHTOB,
BJIMASA HA COCTOSIHME TPAaHCKPUNT-(aKTOPOB Yepes3
MpoTenHKUHa3bl/IpoTenH(ocharassl (Wong et al.,
2007; Ogasawara et al., 2008). Kpome Toro, Biusi-
HHE CHUTHAJbHBIX MECCEH/KEPOB Ha aKTUBHOCTb
GepMeHTOB B crcTeMe iN VIVO 4acTo MOXET ObITh
ormocpenoBano ux 3ddexramu Ha copepikaHue
Jpyrux MHTEpMEIUaToB B KierTke. Kak ymomuHa-
JIOCh BBIIIE, OKCUA a30Ta, uHayuupyoomuid ADK-
reHepupyronye (epMeHThbl, OKa3bIBAa€T BIMSHHUE
Ha cojiep)KaHWe KajblUsl, MPUTOM HECKOIbKUMH
pasnuunbiMu TiyTsimu (Lamotte et al., 2004; Neill
et al., 2008). EcrecTBeHHO, Takas MHOKECTBEH-
HOCTb IyTed perymsiuuu akTtuBHocTH ADK-
TEHEPUPYIOUINX CHCTEM YCIIOXKHAET HX HCCIENO-
BaHHE, B TO K€ BpeMs, 0-BUANMOMY, OHa CBHIE-
TEJNIbCTBYET O BAKHOCTH ATHX CHUCTEM ISl (yHK-
MUOHUpOBaHUs KiIeTKU. CyIlecTBOBaHUE MHOXKeE-
CTBEHHBIX  MexaHM3MoB  perymsmuun  ADK-
TeHEepUPYIOIHNX (EPMEHTOB, BEPOSTHO, pacIIUpsi-
€T BO3MOXKHOCTH KJIETKH JUIsl YIPABJICHUS WX aK-
TUBHOCTBIO.

[loBblIeHNE aKTUBHOCTH (PEPMEHTOB, TeHE-
pupytonmx ADK, oTHocurcs k Manocnenugpuye-
CKMM pEaklUusM pPACTEHHHA Ha CTPECCOpPBI, Kak,
COOCTBEHHO, M CaMO YBEJIHYCHUE COAEPIKAHU
A®K. B mocienaue roapl MOIYIEHO HEMAJO DKC-
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MEPUMEHTAIBHBIX JTAHHBIX, CBHJICTCILCTBYIOMIUX B
MOJIB3Y (PM3HUOJIOTUIECKON IEIeCO00pa3sHOCTH Ta-
KHX peaklui, MpexkJe BCEero Kak CHUTHAJOB, IIO-
CPEIICTBOM KOTOPBIX AKTHUBUPYIOTCS aJalTHBHBIC
mpomeccel. bonee Toro, ADK 3anmeiicTBOBaHBI B
TpaHcIyKIuu 3 (HEeKTOB MHOTHX JAPYTHUX CHUTHAIH-
HBIX MOJICKYJI, (UTOrOPMOHOB U HX aHAIOTOB. [lo-
BuguMomMy, ADK MoxHO paccMaTpuBarh Kak IO-
CPEIHUKOB KIJIETOYHOTO CHUTHAJIMHTA, COIIOCTABH-
MBIX TI0 YHHUBEPCAJIHHOCTH C HMOHAMH KaJbIUSI
(AmuTpies, KpaBuyk, 2005).

B To0 xe Bpems Bompoc O crenunpuIHOCTH
curaanoB ADK mpenMeTHO oOCyKIaeTcs CpaBHH-
tenpHO HemaBHO (Moller, Sweetlove, 2010; Mittler
et al., 2011). OgHa M3 KOHUENIMH MpEIoNaraer,
yto ADK HCHOIB3yIOTCS TIaBHBIM 00pa3oM B Ka-
yecTBe OOIIEro CUTHANA, MPEAIIECTBYIOIIETO akK-
THBallMd BCEW CHUTHaJIbHOW ceTu. Ilpu sTom cre-
nuQuKa TOCTUTAeTCs 3a CUET MOSBICHUS IPYTrux
CUTHANBHBIX MOJEKyI. COrlacHO allbTepHATUBHOMN
runorese curdai camux ADK ssisgercs mocraTtou-
HO MH(OPMATHBHBIM U pacimn(pOBEIBAETCS C TIO-
Moo Habopa perenitopoB ADK, nmeromumxcst B
KJIeTouHBIX KoMnapTMmenTax (Mittler et al., 2011).
[Mo-Bunumomy, pesynbrat 3¢ dexkros ADK kak cu-
THAJIbHBIX MOCPEJHUKOB ONpPENENETCs] HE TOJIBKO
WX KOJIWYECTBOM, HO M KJIICTOUHOM JOKIM3AIUEH,
B3aMMOJECHCTBUEM C AHTHOKCHIAHTAMH, paziIny-
HBIMH PETYJISTOPHBIMU MOJIEKyJaMu U 1p. Mccre-
JIOBaHUs TaKUX B3aMMOJEHCTBUI, 0COOEHHO METO-
JlaMU Hepa3pyLIAIoNIero KOHTPOJS B peaJbHOM
BPEMEHH, TOJIBKO HAYAIUCh.
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ENZYMATIC SOURCES OF REACTIVE OXYGEN SPECIES
IN PLANT CELLS: REGULATION OF ACTIVITY AND PARTICIPATION
IN STRESS REACTIONS

Yu. Ye. Kolupaev, Yu. V. Karpets, T. O. Yastreb

V. V. Dokuchayev Kharkiv National Agrarian University
(Kharkiv, Ukraine)

The short characteristic of the basic enzyme systems participating in generation of reactive oxygen
species (ROS) in plant cells — NADPH oxidases, peroxidases, oxalate oxidase — is adduced.
Influence of signal messengers (calcium ions, a ROS, nitrogen oxide, salicylic acid, etc.), and also
separate phytohormones on activity of the named enzymes is reviewed. Participation of ROS-
generating enzyme systems in plants stress reactions is analyzed.

Key words: NADPH oxidase, peroxidase, oxalate oxidase, reactive oxygen species, calcium,
nitrogen oxide (NO), phytohormones, stress reactions
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OEPMEHTATHUBHI JKEPEJIA AKTUBHUX ®OPM KUCHIO
Y POCJIMHHUX KJITUHAX: PETYJIAINIA AKTUBHOCTI 1 YYACTH
Y CTPECOBHUX PEAKIIAX

10. €. Komymaes, 0. B. Kapnens, T. O. Sctped

Xapxiscokuii HayionanvHull azpapruti yHieepcumem im. B.B. /loxyuacea
(Xapxis, Ykpaina)

Hagenena xopoTka XxapakTepuCTHKa OCHOBHHX (PepMEHTHHX CHUCTEM, IO OepyTh ydacTh y TeHepamii
aktuBHEX (opM kucHIO (ADK) B pocnuaamx kinitnHax — HAJI®H-okcunasu, mepokcnaas, okcana-
TOKCHIa3U. PO3TIIIHYTO BIUNIMB CUTHAIBHUX MOcepeaHuKiB (10HIB kanbito, ADK, okcuny asory, ca-
JIIIIOBOT KUCJIOTH Ta iH.), @ TaKOXX OKpeMHUX (DiTOTOPMOHIB Ha aKTHBHICTH Ha3BaHUX (DEPMEHTIB.
AHai3yeTbcs yuacTb pepMEHTHUX CHUCTEM, 110 reHepyroth ADK, y cTpecoBHX peakiisiX poCinH.

Kuarouosi ciioBa: HAJ[@H-oxcuoasa, nepokcudasa, OKCaiamoxcuoasd, akmueHi Qopmu KUcCHIo,
kanvyil, oxcuo azomy (NO), pimozopmonu, cmpecosi peakyii
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