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Ha ocnose 3nannit 0 HAJI®H-okcunaze (Nox) KHBOTHBIX KJIETOK OOOOIIEHBI CBEACHHS O CTPYKTYp-
HBIX U QyHKIHOHATEHBIX ocobeHHOCTsIX HA JIOH-0okcmmassl (Rboh) pacrennii. [loquepkuBaercs, 4To B
PACTEHHSIX HAWICHBI TOMOJIOTH ()epMEHTa, HACHTHIHbIE CyObeauanIe gp91P"™ hepMeHTHOro KOMILIeK-
ca KHMBOTHBIX KJIETOK. AKTHBaIusi Rboh 3aBUCHT OT IIpUTOKA HOHOB Ca’'B uuToriasMy u gochopuiu-
posanms N-KOHIIEBO# 06acTn depmenTa npy yuactii Ca’'-3aBHcHMO# mpoTerHKMHA3E. OBCyKIaeT-
Csl BO3BMOXKHOCTB y4acTusi B aktiBaiuu Rboh nmrozonsHoro komnonenra Rop I'Td-a3b1. Koncratupy-
ercs Jokanu3anysi Rboh Ha ria3matndeckoit MeMOpaHe KJIETOK pacTeHui. Y cuieHne akTuBHocTH Rboh
MPOUCXOOUT IOJ BIIMAHUEM KaK 6I/IOTI/I’~ICCKI/IX, TaK U a6I/IOTI/I‘-IeCKI/IX q)aKTOpOB, YTO CBA3BIBACTCA C IIO0-
Tokamu Ca®’, akTHBHEIX (POPM KHCIIOPOJA U Iepeadeii HHYOPMALIMHU B SICPHbIH TEHOM.

KatoueBsie cnoBa: HAJPH-oxcudasa swcusomuvix (Nox), HAJJDH-oxcuoaza pacmenuii (Rboh),

h 2+ .
cyoveounuya gp91™"™, uonvt Ca™, karbyuii-3a6ucumas npomeunkunasd, yu-

mosonbHblll Komnonenm Rop, I'T®-aza, cmpykmypa u axmueHocms Rboh,
buomuyeckue u abuomuyeckue ¢QaKmopvl, aKmueHvlie GOopmbvl KUCIOPOOd
(ADPK), axmusnvie gpopmut azoma (ADPA)

Oxcunassl — GEepMEHTHI, KaTaTH3UPYIOLIHe
OITHORJIEKTPOHHOE BOCCTAHOBJICHHUE KHCIIOpOJa C
oOpazoBaHMEeM aKTHBHBIX (OpM  KHCIOpOaa
(A®K). K M otHOcat HAJIOH-okcunasy, okca-
JaTOKCHIa3y, CBA3aHHYIO C KJIETOYHOH CTEHKOU
nepokcuaasy, (praBuHCOIEpXKalIME  OKCHAA3BI
(Neill et al., 2002). Muoroo6pasue aerictust AOK
(077, H;0O,) 1 apyrux mpou3BOAHBIX KUCIOpOJa Ha
METaboNIM3M OPTraHU3MOB OOYCIIOBJIMBAET HHTECH-
CHBHOE€ UX HU3y4YCHHE.

B mnocnenHue necstunerdss BHUMaHHE HC-
cliefioBaresell MPUBJICKAIOT TaKXKe aKTHBHEIE (op-
Ml a3ota (ADA), Gronornueckoe AeHCTBHE KOTO-
peix TecHO cBsizaHo ¢ ADK (Besson-Bard et al.,
2008). CunTaOT, YTO OCHOBHBIM TI'€HEPATOPOM
AO®K B )KUBOTHBIX M PaCTUTEIBHBIX KIJIETKAX SBIISI-
ercs HAJI®H-okcuaasHas ¢epMeHTHas cucTema,
BOBJICUEHHAs B 3alllUTHBIC PEAKIUHU DPACTCHUH U
JKUBOTHBIX, POCT W Pa3BHTHE OPraHU3MOB, OHWO-

Aopec ons koppecnondenyuu: I'nsapko Anatomuii Koncran-
THHOBHY, CHOUPCKUI HHCTHTYT (U3HOJIOTHU U OHOXUMHH
pacrenuid, a/s 317, yn. Jlepmonrosa, 132, UpkyTtck, 664033,
Poccus;

e-mail: akglyanko@sifibr.irk.ru

CHHTE€3 TOPMOHOB, KIETOYHYIO CHUTHAJIbHYIO
TpPaHCAYKIMIO U npyrue mnpoiecchl (Babior et al.,
2002; Lamb, Dixon, 1997; Sagi, Fluhr, 2006). B
HACTOAIIEM 0030pe KpaTKO CYMMHUpPOBAHBI CBEIe-
HUS, Kacaloluecs CTPYKTYPHBIX, (YHKIIMOHAJIb-
HbIX ocobennocTeit HAJI®H-okcnmaspl sKUBOTHBIX
U Ha OCHOBE 3THX 3HAaHHMI 0O0OOIIEHBI JAaHHBIE O
pacturensHoii HAJI®H-okcunaze.

HA/I®H-okcuoaza »cuomHuix

SIBiieHHME PE3KOro IMOTJIOMIECHHUST KHCIOponaa
(haronmTapHEIME KJIETKaMHu ¢ oOpazoBanmeM O~
MOCITYKWJIO OCHOBAaHHEM JJISi MHTCHCUBHOTO H3Y-
YeHUs1 UICTOUYHUKOB reHepanun ADK u ux ponu B
oOMeHHBIX Tpolleccax opranm3moB (Babior et al.,
1973; Baldridge, Gerard, 1982). Camo sBieHue
MOJYYHJIO Ha3BaHHE OKUCIUTEIHHOTO WIIM JbIXa-
TeJIhHOTO B3pbIBa (oxidative or respiratory burst).
B strom mpomnecce oxono 90% mormomeHHoro (a-
TOIUTAPHBIMU KJIETKAMU KHCJIOPOJa BO BPEeMs JIbl-
XaTeNbHOTO B3pBIBA PACXOAYeTCs Ha 00pa3oBaHUe
0,7, a 3areM u apyrux akTuBupoBaHHbIX ADK u
A®A: nepokcuaa Bonopona (H,O,), ruapokcuiib-
Horo pagukana (‘OH), cuHrmerHoro kuciopona
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('0,), okcmma asora (NO), TNEPOKCHHHTPHTA
(ONOO) u mp.

HAJI®H-okcumaza (HO® 1.6.99.6) wim ok-
CH/a3a JbIXaTeIbHOTO B3pBIBA MpPEACTABIAET CO-
0oli (pepMEHTHBII KOMIUIEKC W JIOKAJIIM30BaHA Ha
mIazMarudeckoil memOpane. [Ipu cooTBeTCTBYIO-
el aKTHBALlMU UCTONb3YeT HUTOIIa3MaTHYECKUI
HAJI®H, snektponsl ot koToporo uepes OAJl u
reM MEePEeHOCSTCS Yepe3 MeMOpaHy Ha HapyKHYIO
€e CTOpPOHY K KHCJIOpOAy ¢ oOpa3oBaHHMEM cCyTep-
okcua-pagukana (O,7). IIpomecc ocymecTBuseTcs
IO CJIEAYIONIEH peaKiuu:

HAJZI®H +2 O, - HAA® +2 O, + H".

HA/JI®H-okcumaza xoporio u3ydena Ha ¢a-
TOLUTAPHBIX KIETKaxX, Tae ee (YHKLUS CBs3aHa C
YHUYTOKEHHEM C TIOMOIIBIO MPOU3BOJUMBIX €10
A®K maroreHHpIx MHKpoopraHu3MoB (Babior et
al., 2002). OgHako MOCIEAYIOUIUE HCCIICIOBAHMS
nokazanu jokamm3anuioo HAJ[DH-okcuaasel BO
MHOTHX JAPYTHUX THIAX KJIETOK MIIEKOHTAOIIHNX,
rae ypoBeHb reHepupyembix e A®K ropasmo
HUKE U caM TIpoliecC MPOJOJIKUTEIEH MO BpeMe-
HU. B 3Tom cnydyae ADPK MOryT ucnosib30BaThbCst
KaK peryJiiTOpHbIE M CUTHAJIbHBIE MOJEKYJBI IS
MOJIYJISIIMA OOMEHHBIX TPOLIECCOB, TPUBOSIINX K
pa3nuuHbIM OuosnorndeckuM dddexram (Kmrobus,
T'amaneii, 1997; MenpmukoBa, 3eHKOB, 20006).

HAJI®H-okcuma3za GarouuTHpyIOMKUX Kiie-
TOK — 3TO CJOXXHBIA (PEPMEHTHBIH KOMILIEKC, CO-
CTOSAIINHA U3 HECKOJBKUX OEITKOBBIX KOMITOHEHTOB.
VcraHoBineHo, uto aBa w3 HuX — gp91P™™* (-
cyObemunnma) u p22°"™ (0-cyObeuHuIa) — oKa-
JTU30BaHbl HA MeMOpaHe W 00pa3yloT (DIaBOLUTO-
XpoM bsss. OcTanmbHBIE YETHIpE CYOBCTUHHUITBI —
p477" p40P"* p67°"* u Racl mmm Rac2 (I'T®-
a3bl) — SIBJISIFOTCS LUTOIIA3MATHYECKUMU M TPU
aKTUBAIMK TIepeMEIaloTcs K Iuia3maieMe, odpa-
3ys ¢ (PIaBOIUTOXPOMOM bsss PEPMEHTHBIN KOM-
TUIEKC, TEHEPUPYIOINH CYNEePOKCUAHBIA aHHOH-
panvkan. YCTaHOBIEHO, 4TO (PIaBOIIUTOXPOM bssg
COJEPXKUT Bce penokc-kommnoneHTsl HAJIDH-
OKCHJa3bl, HEOOXOUMBIC JJII TPAHCMEMOPAHHOTO
nepeHoca 3eKTpoHoB Ha O, M oOpa3oBaHuUs Cy-
MIEPOKCUAHOTO aHWOH-pajgnkana (MeHBIINKOBA,
3enkoB, 2006). OnHako OH He MOXKET (YHKIIMOHH-
poBaTh aBTOHOMHO 0e€3 yd4acTusl IMTO30JIBbHBIX

KOMIIOHEHTOB — cyObemunnn p4d7™,  p40P'™,
p67™* 1 Racl mmn Rac2. Ux axruBarms (bocdo-
pWINpOBaHUE, KOH(POPMAIMOHHBIE H3MCHEHUS,

TPaHCJIOKANWsA) WHHUIMHPYET CaMoCcOOpKY (YHK-
rmorupyromero HAJI®H-dpepmenTHOTO KOMITITEK-
ca. I'enHple MyTanuu JI000T0 OETKOBOTO KOMIIO-
HEHTa CHCTEMbI NPUBOIAT K HApYLICHUIO pabOTHI
HAJI®H-okcuaassl U SBASIOTCA MPUUYUHON pa3BU-

THSl Y 4elloBeKa OOJIE3HU — XPOHHUYECKOTO TpaHy-
JIEMaTo3a, XapaKTEePU3yIOMIerocss CHIKCHUEM WU
MOJIHBIM OTCYTCTBHEM (PEPMEHTATHBHON aKTUBHO-
ctu HAJI®H-okcuaassl B (aromuTHpymOIAX |
npyrux kietkax (MeHpukoBa, 3eHkoB, 2000).

OepMmeHTHas cuctema, cxoxas ¢ HAJIDH-
OKCHJa3HOH cucTeMoil (arounToB, OOHApYKEHA U
B JPYTUX THUMAaX KJIETOK MIICKOTHTAONIUX: JIHM-
(homurax, TpomOonHTax, Gudbpomracrax u ap. Ox-
HaKO TE€HEPHUPYEMBIA STUMHU KIIETKAMH B CPaBHH-
TeJIhHO B HeOONMbIHX KomndyecTBax O, BBHIMONHSACT
CKOpee PEeTyJsTOPHYIO M CHTHAJIBHYIO POJb, YEM
AHTHOAKTEPHUATHEHYIO u [IUTOTOKCHYECKYIO
(MenbmukoBa, 3enkoB, 2006). Ecte nannble, 4TO
axktuBaius HAJI®H-okcuna3 B Hedarouutupyto-
X KIETKaX (PHIOTETHATBHBIX M TIaJIKOMBIIIEeY-
HBIX KIIETKaX) COMPOBOXIACTCS BHYTPUKICTOY-
HbIM OOpa3oBaHHEM CYIEpPOKCHIa, KOTOPBIH MO-
KET CITYKUTh IUTOIUIa3MATHIECKIM PETryIIsSTOPOM
(Gorlach et al., 2000).

B Hacrosiiee BpeMsi B JKMBOTHBIX KJIETKax
Hapsily ¢ CyObeIUHHUIIAMH TMOJHOCTHIO HWICHTUY-
HBIMH COOTBETCTBYIOIMUM kKoMmrnoHneHTam HAJIOH-
OKCHJIa3HOM CHCTEMbI (AaroluTOB HaWIEHBI UX
n3opopMel (Tromonoru). HambonmprmM konudect-
BoM m30(OpDM TpEICTaBICH Oemok  gp91Ph*
(glycoprotein of 91 kDa, phagocyte oxidase-
specific), coaepxamuMm Bce HEOOXOAMMEIC 3Jie-
MEHTBI JIIEKTPOH-TPAHCTIOPTHOM LEMH M OCYIIecT-
BIISTIOIIMM KaTalM3UPYEMYI0 PEaKIHi0 BOCCTAaHOB-
nenust O, o cynepokcuaa. M3omepsl 3T0it cyObe-
TUHALBL Tonmydmnn obo3HaueHuss Nox (NADPH
oxidase). B HacTosiiiee BpeMst H3BECTHBI TOMOJIOTH
Noxl1, Nox3, Nox4, Nox5 u Nox2. Ilocneguuii
npejcTapisier codcTBenno gp917™. Bee msodop-
MBI 00J71a/1al0T Pa3HON CTENEHBI0 TOMOJIOTHYHOCTH
k Nox2 wu w™oryr yuactBoBatb B HAJIDH-
OKCHJIa3HBIX PEAKIUAX B COOTBETCTBYIOIIUX KIICT-
Kax muiekonuTaromux. [Ipeacrasiser uHTEpEC TO-
motor Nox5, KOTOpEIi akTHBHpyeTcst monamu Ca®’
u cunre3upyeT O, B OTHOCUTEIHHO OONBIIUX KO-
JYecTBaX, 4eM Japyrue NoX 1o cpaBHEHHIO C (a-
romutapHbiM Nox2 (MenbmukoBa, 3eHKOB, 2006).
Oc00EeHHOCTBIO CTPYKTYpBI NOXS SBIIS€TCS HAH-
yre N-KOHIIEBOM 00JacTH, cojepxaiieii 4 MOTHUBa
tuna “EF-pyka”, CBA3BIBAIOIINX NOHBI KAJIbLIUA.

K cemetictsy HAJI®H-okcuma3 KUBOTHBIX
KJIETOK TaK)K€ OTHOCST TaK Ha3bIBa€MEIE “IBOMHEIE
okcuaaszel”: Duoxl u Duox?2 (dual oxidase/thyroid
oxidase), KOTOpbIe HaleHBl B OOIBIIUX KOJIHYE-
CTBaX B KJIETKaX ITUTOBUIHON KEIE3kl, a TAKXKE Ha
CJIM3HMCTOM MOBEPXHOCTH Tpaxel U OPOHXOB, B BO3-
IOYIIHBIX TMOJIOCTSAX SMUTETHATBHBIX KieToK. Kpo-
M€ CYNEPOKCHI-TCHEPUPYIOMEH CIIOCOOHOCTH,
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Puc. 1. Cxema crpykrypsbl cyoObeaunun HA IO H-okcnaasbl KJIeTOK KUBOTHBIX (10 MeHbIIMKOBA,
3enkoB, 2006 ¢ nonoaHeHussMu). [TosCHEHHUS B TEKCTE.

Duox o00xamaroT nmepokcuaa3zHOW aKTHBHOCTHIO U
uMmeeT (MMoMUMO cyOobeanHUIlel Nox2) crieruduye-
CKHI TOMEH, 0OpaIeHHBId BO BHEKJICTOYHOE TIPO-
crpancTtBo (Ameziane-El-Hassani et al., 2005;
Lambeth, 2004). DtoT nomen Takxe umeer Ca’’ -
cBs3bpIBatonie MOTHBE (EF-pyka) n aktuBupyercs
stiM noHoM (Ameziane-El-Hassani et al., 2005).
Kpome gp91°™, maiifensr n30hopMel U I Apy-
I'HX [MTO30JIbHBIX CYObEINHHUIL: p47ph°", p67phox u
p40P"*  prparommx  ONpEemeNeHHYI0 pOTb B
HAJI®H-oxkcuaa3Hoil akTUBHOCTU KIJIETOK >KHUBOT-
HBIX opraHu3MoB (MenbimukoBa, 3eHkoB, 2006).
Her nmanapix 00 m3odopmax MeMOpaHHOH CyOBe-
JIAHUILIBI p22ph°". IMTo-BuanMOMY, 3Ta CyOBEIUHHIIA
SIBJSIETCSl HeW3MeHHBIM 3nemeHnToM HAJIDH-
OKCHJIa3HOTO (PEepMEHTHOTO KOMILIEKCA, 10 Kpam-
HEll Mepe, B TJIQJAKOMBIIIEYHBIX KIJIETKAaX KpOBe-
HocHBIX cocynoB (Ushio-Fukai et al., 1996).

Huromna3zmaruueckuii Oenok Rac, oTHOCS-
mmiics k cemeirictBy Rho mambix ['Td-a3, umeer
nBe m3odpopMel: Rac 1 m Rac 2. Ix npucyTcTBre B
JKUBOTHBIX KJIETKaX aOCOJIFOTHO HEOOXOIUMO ISt
(byHKIIMOHUPOBAaHUS  (PEPMEHTHOTO  KOMILIEKCA
(Bokoch, 1994).

Crpykrypa cyoseannun; HAJIOH-okcnaassl
JKUBOTHBIX KIJIETOK MO MEHBIIUKOBOH, 3€HKOBY
(2006) mpencrapiieHa Ha puc. 1, Ha KOTOPOM OTO-
Opaxxensr romosioru Nox 1, Nox 2, Nox 3, Nox 4,
Nox 5, Duox 1 u Duox 2.

B Hacrosimee BpeMs 4ETKO TOKa3aHO, YTO
IIOMHAMO aHTHOAKTePHUATBHON 3alTUTBI B HEHTPO-
dbunpaBIX KIeTKaX, HAJIOH-0KCHIa3a BBHITONHSIET
B JIPYTUX THIIaX KJICTOK KUBOTHBIX (DYHKIIUH, CBS-
3aHHBIE C UMMYHUTETOM, CUTHAJIBHOM TpPaHCOYK-
nueil u MoauduKanuel BHYTPUKIECTOYHOTO Mart-
puxca (Jones et al., 2007; Lambeth, 2004).
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CmpykmypHble 0COOeHHOCIU PACMUMETbHOU
HAJ/I®H-okcuoazut

Ha pacrurensubix o0bekrax HAJJDH-
OKCHJIa3a Havaja U3y4aThCs ropa3io Mo3IHee, YeM
Ha XMBOTHBIX M 3THM HCCJICAOBAHHUSAM CIIOCOOCT-
BOBAJIM JAaHHBIC O €€ CXOJCTBE C OKCHAA30H AbIXa-
TETHLHOTO B3phIBA JKUBOTHBIX KieToK (Doke, 1983;
1985; Doke et al., 1996). [lns moka3aTenbcTBa
npucytcteuss HAJIOH-okcuaasel B paCTUTENbHBIX
KJIETKaX ITUPOKO HCIIONB3yeTCs OMOIMOTEeKa TCHOB
MOJTHOCTBIO OTCEKBEHHPOBAHHOTO reHoMa
Arabidopsis, AMMYHOXUMHYECKUH METOXI C TpH-
MCHEHHEM AaHTUTEJ, CHEHU(PHUUHBIX K XKUBOTHBIM
cyobpequHnIaM NOX, ¢ [eNbI0 ONpeeNieHNsT B3au-
MOJEHCTBUS >KUBOTHBIX O€JKOB € ONHM3KOPOACT-
BeHHbIMU Oenkamu pacteHuit (Sagi, Fluhr, 2006).
Hcmonb3yroTcst MyTaHTHI, ocobeHHO Arabidopsis,
JneQeKTHbIe 10 TeHaM, KOJUPYIONIMM CHHTE3 To-
MojaoroB Rboh. Hammuune HAJIPH-okcupasel B
pacTUTENbHBIX KJIETKaX B HACTOALIEe BpeMs IOJ-
TBepkKIeHO MHOTHMU (aktamu (Sagi, Fluhr, 2006).
B  NpOTHMBOMONOXKHOCTE  MYJIbTU(HEPMEHTHOMY
kommuiekcy HAJI®H-okcnaaser paronntos B pac-
TEHHAX  HaWJEGHB  TOJBKO  roMoioru  [-
cy6bemuanib gp917™™ (Nox2) H OMH HHTO30Ib-
HBIA perynsaTop cemeiictBa Manbix ['Td-a3 (Ras-
oenxm) (Torres et al., 2002; Torres, Dangl, 2005).
Tomonorn Nox p22P' p67P, p47°"* 1 p40r
He HaiineHsl B reHoMe Arabidopsis (Dangl, Jones,
2002), xotst mo manHBEM Xing et al. (1997) B uuro-
TUIa3Me CYCIEeH3HOHHBIX KIETOK TOMaTa MPHCYTCT-
BYIOT O€JIKOBBIE KOMIIOHEHTHI, MOJOOHBIE >KHUBOT-
HBIM P677", p47°™*, KOTOpBIE AKTHBUPYIOTCS MPH
JNEeWCTBUM Ha KJIETKH TpUOHOIO 3JIHMCUTOpA, Iepe-
MEIIAI0TCA K IUIa3MajeMMe U BCTPauBarOTCA B LIU-
TOCKeJIeT MeMOpaHbl. Rac-0elku B pacTeHUsX IO-
nyunnu Ha3BaHue Rop (Rho-related GTPases from
plants).

NoX-roMoJIOTH B PacTeHHAX 0003HAYAIOTCS
kak Rboh (respiratory burst oxidase homologs).
Rboh naiinens! y pacrenuii puca, apadumorncuca,
tabaka, kaprodens m y apyrux BumoB (Doke,
2003; Groom et al., 1996; Kanafy et al., 2001;
Sagi, Fluhr, 2001; Torres et al., 1998; Yoshioka et
al., 2001; 2003). B otnu4ne OT KUBOTHOU CcyObe-
munnsr gp91P™™ pacturensHas Rboh mmeer N-
KOHIICBOW y4YaCTOK, KOTOPBIA CBSI3bIBACT HOHBI
Ca®" ¢ momombio 1Byx MoTuBoB (EF-pyka) (puc.
2). B xuBoTHBIX KieTkax EF-caliTer comepxar ro-
moutora Nox 5 1 Duox (puc. 1). 910 1aeT BO3MOX-
HOCTb MpEANoarate o peryaupyomeii poan Ca®*
B aktuBHOCTH HAJIDH-0kcumas3el. PacTurensHbie
Nox-romosorn (Rboh) comepxaT Takke IIHTO-
3onpHBIN DAJ[- 1 HAJIOH-cBsa3bIBatonme nome-
HBI U IIECTh TPAHCMEMOPAHHBIX CIIUPAJICH C IBYyMsI

remamu (puc. 2). ['em-rpymmer TpeOyroTcs ans
TpaHCHOpPTa 3JIEKTPOHOB Yepe3 MeMOpaHy K BHe-
KJIeTouHoMy akuentopy O, u cBs3aHel ¢ 3 U 5
TpaHCMEMOpaHHBIMH ~ crimpamsiMu  4epe3  His-
OCTAaTKH.

HawuGosnpiiee KoIMYEeCTBO TKaHEeCHEUPHUI-
HBIX TCHOB (JECSITh), OTBETCTBECHHBIX 3a CHHTE3 B
PACTHTENBHEIX KIETKAaX ToMonoros gp91P"™ maii-
neHo y Arabidopsis. VX yclioBHOe Ha3BaHUE
Atrboh (A, B, C, D, E, F, G, H, J, L) (Sagi, Fluhr,
2001). W3  mucrteeB  Tabaka  (Nicotiana
benthamiana) n3omupoBaHbl aABa romoisiora Rboh:
NbrbohA 1 NbrbohB (Doke, 2003; Yoshioka et al.,
2003). 2 rena (StrbohA, StrbohB), OTBETCTBEHHBIX
3a CHHTE3 PACTHTEIBbHBIX TOMOIOros gp91°™, Bri-
neneHsl u3 KiayOHew kaprtodens (Yoshioka et al.,
2001). ObuapysxeH 6emoK, 00Iamaronuii 0OIBIION
CTENeHbI0 MoJo0Hs ¢ KHBOTHOH gp91P™™ B KOp-
HsX U moberax puca (Groom et al., 1996). O6na-
py’keHa TKaHeCHeUU(PUIHOCTb pacCIpeneTeHHs
TPaHCKPUNTOB AtRboh. DTn MccnenoBaHus MPOBe-
JeHbl Ha apaOujoncuce U B pe3yJbTaTe BBISIBICHBI
TPU TPYNIBl PACHpPENeNIeHUs] TPAHCKPUITOB: JKC-
mpeccusi TEHOB 1O BceMy pacTeHuto (Atrboh D u
F), B xopusx (Atrboh A, B, C, E, G, 1), B nbuibLie
(Atrboh H, J) (Sagi, Fluhr, 2006). Hakomnnenue
TpanckpuntoB romonoroB  HAJI®H-okcunassl
NPOMCXOAUT O] BIMSHUEM Pa3IUYHBIX a0HOTHYE-
ckuX u Omormyeckux (akropon. [Ipuuem obHapy-
KeHa crerudUIHOCTh dKcupeccuu Atrboh x pas-
mnuHbM (akropam. Tak, Atrboh F skcnpeccupy-
eTcs Mo BIMsHUEM naroreHHoi uHgeknuu (Tor-
res et al., 2002), Atrboh C y4acTByeT B pocTe KOp-
HA ¥ KOpHEBBIX BoJIOCKOB (Foreman et al., 2003).
Atrboh D BBIsSIBIEH KaK OCHOBHAsi KOHCTHTYTUBHAS
tdopma (Torres et al., 2002). MHorooOpa3HbIi Xa-
pakTep TPaHCKPUNIIIMU TEHOB Rboh CBUICTEIBCT-
ByeT o ToM, uTo pacturenbHas HAJ[®@H-okcunaza
MOXeT (YHKIMOHUPOBATh B IIMPOKHX TIPaHHUIAX
(U3NOTOTHYECKUX PEaKIUi pacTeHHs Ha HK30TEH-
HBIE W YHJIOTCHHBIC (PaKTOPEI.

Bomnpoc o noxanuzanuun HAJIPH-okcumazbl
y pacTeHHI OKOHYATEIbHO HE pellleH, XOTs UMeeT-
Csl IOCTaTOYHO JOKA3aTEJIbCTB O €€ JIOKAIU3ALUU
Ha masMatudeckoil memOpane (Kobayashi et al.,
2006; Sagi, Fluhr, 2006; Simon-Plas, 2002). Buyt-
pukierodynoe pacnpenenenne HAJIDOH-okcuaasst
(Nox2, Duox) moka3aHO mJis >KUBOTHBIX TKaHEH
(Ameziane-El-Hassani et al., 2005; Lambeth,
2004; Murillo, Henderson, 2005). [To nanubiM Ba-
cuibeBoil u ap. (2007), axruBHOCTh HAJIDH-
OKCHIIa3bl,  ONpEeNeNsieMOi IO  OKHCJICHHIO
HAJI®H, B 3-5 pa3 BbIlIE B MUKPOCOMAIBHOM
($pakuuu KOpHEH MPOpPOCTKOB TOpoxa, YeM B IH-
TorazMaTiudeckoil. OIHAaKO yTBEpXKIaTh O LUTO-
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Puc. 2. Crpykrypa Rboh, joxanu3oBannoii Ha miiazmanemme (o Sagi, Fluhr, 2006 ¢ nonoJine-

HHUSIMHU).

Hoxazano: mpancnopm snexmpornos om xkiemounou HAJDH k snekmponnoll yenu Kuciopooa wepes
“ 2+
C-mepmunanvhoiil koney, N-mepmunanvras obnacms ¢ EF-momusamu, ceéazvisarowumu Ca” .

IIa3MaTUYECKON  JIOKaIW3allid  PacTUTEIHHOU
HAJI®H-okcuaaspl, BEPOSITHO, MPEKIEBPEMEHHO.
OTHU NaHHBIE JOJKHBI OBITH MOATBEPKIACHBI C II0-
MOIIIbI0 TEHETUYECKOTO M WHTUOMTOPHOTO aHAJIH-
3a.

CroHuT BOMpPOC O COMPSKEHHOCTH AaKTHUBHO-
ctu pacturenbHoii HAJI®H-okcupmaser ¢ ¢yHk-
IUOHMpOBaHUEM cymnepokcuanucmyTassl (COJ).
[Tocneansist, Kak U3BECTHO, OCYIIECTBISIET AUCMY-
tarmio O,” B H,O,, ABIAIOMIMHACST MEXKKIETOUYHON
CHUTHAJIbHOM MoJieKyJoi. /[aHHble O JIoKalIu3anuu
pactutenpHOM COJl Ha TUTa3MaTHYECKON MeMOpa-
He W ee (YHKIMOHHPOBAHUH B DJIEKTPOHHO-
TPaHCIIOPTHOM L[EMU OTCYTCTBYIOT. B 3aBuCcHMOCTH
oT pH ToiBpKO HEOONBIIAs YaCTh CYNEPOKCHIa MO-
keT mporoHupoBats (npu pH 5,0), mepecexars
MeMOpaHy u ObiTh moctymHoi mmss COJl. Taxum
obpaszoMm, BHemHWH pH-cTaryc MOXeT H3MEHATH
KOMITAPTMEHTAIMIO CYNEpPOKCHUIa U [1aBaTh BO3-
MOXXHOCTh nuToruiazmatudyeckoit COJl kartanusu-
poBaTh oOpa3zoBaHWE TEepoKcHaa Boaopoma (Sagi,
Fluhr, 2006). Kak yxe oTMe4anoch, B KUBOTHBIX
kietkax HyO, MoxkeT 00pa3oBhIBaThCS Ha HapyK-
HOH cTOpoHE MeMOpaHbl OJJHOBPEMEHHO ¢ 00pa3o-
BaHHUEM CYIIEPOKCUIA C Yy4acCTHEM JBOMHON OKCH-
nassl Duox, obiagaromeil Kak cynepoKCHAreHepu-
pyromei, Tak ¥ MepPOKCUAa3HOW aKTHBHOCTBHIO
(cm. puc. 1). H,O,, xak u3BecTHO, CBOOOIHO TIPO-
HUKaeT depe3 MeMmOpanbl. OHAKO JAHHBIX O Ha-
JUYUU TOMOJOTOoB DUOX B pacTUTENBHBIX KIETKax
HeT. B To e Bpems oOpamiaeT Ha ceOs BHUMaHHE
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HAJI(®)H-okcupnaza-niepokcuasza, JIOKaIHM30BaH-
Hasl B KJIETOYHOM CTEHKE, KOTOpasi MOXXET aKTHUBH-
poBaTbCs NP MOJUIETAYMBAHUM aIloOIJIacTa B OT-
BEeT HAa BHEJPCHHE Mapa3uTa U BHOCUTH BKIAJ B
rerepanuio H,O, (Grant, Loake, 2000).

Pezynayun axmusnocmu Rboh

Perynsaropueie Mmexanu3Mbl Rboh octarorcs
MaJIOM3BECTHBIMH. BaskHEHIIMM 37€MEHTOM pery-
JAIAA ~ aKTUBHOCTH  pactutenbHor HAJIDH-
OKCcHJa3bl cunTaroT Kanbimid (Sagi, Fluhr, 2006).
Otum pacturensHas HAJIOH-okcunaza otnuua-
ercsi oT kuBotHoM. Ecmm y Nox2 N-
TepMHUHANBHBIH KOHell He coepkuT Ca™ - CB3bI-
Batome MotuBbl (EF-pyka), To Hamuume ux y
Rboh o nexoropem manubiM (Sagi, Fluhr, 2001)
o0ecrieunBaeT HENOCPEICTBEHHYI0 CTUMYJISIHIO
AKTUBHOCTH ()EpMEHTa C MOMOIIBI0 HOHOB Ca’’,
BBIXOJ] KOTOPBIX M3 BHEKJIETOUYHOI'O MPOCTPAHCTBA
B [IUTOIUIA3My MHULUUPYETCS 9K30- U SHJOT€HHbI-
MU (akTopamu. BaxkHyto posib B peryisiuu reHe-
pammu  A®K, ocymectBusiemoit  HAJIDH-
OKCHIa30H, OTBOIAT KaJbLMH3aBUCHMBIM IIPOTE-
WHKUHA3aM, KOTOPBIE OCYIIECTBISAIOT (hochopHiu-
poBanmne N-tepmunaisHoro konua Rboh (Kobaya-
shi et al., 2006).

Ha puc. 3 mpencraBneHa mnpeznonaraemast
MoAenp  perymauud  aktuBHoctd  HAJIOH-
okcuaasel (Rboh) mo Wong et al. (2007). B coot-
BETCTBUM C HEW Ha MEPBOM CTaIUU “OKUCIUTENb-
Horo B3phBa” npuTok Ca’’ B UTOMIA3My HE06X0-
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Puc. 3. Cxema perysinuu aktuBHocTH Rboh (mo Wong et al., 2007 ¢ qonoiHeHUsIMU U U3MEHEHUSMU).
Ha nepeoii cmaduu oxuciumensrozo e3pviea npumox Ca’" 6 yumonnasmy evizvicaem axmusayuio Ca’ -
saeucumou npomeunxunasvl (CDPK), xomopas gocgopunrupyem N-konyesyro obracme epmenma, umo
obaezuaem e3aumooeticmeue gepmenma ¢ Rop I'T@-azvl (Rac) u svizvieaem akmusayuto Rboh. Ycunenue
o6pazosanusn ADK (ROS) ewizvisaem emopyio gasy naxonnenus Ca’" 6 yumonnazme, umo uneubupyem
gzaumooeticmaue I TD-aszvi ¢ Rboh u 6edem k cHudCeHUI0 aKMusHOCMU (hepmerma.

qaM urs Ca’’-3aBHCHMOM TPOTEHHKMHASEI, KOTO-
pas hochopumupyer N-TepMHHATBHBIN YIaCTOK U
BBI3BIBaeT KOH(POPMAIIMOHHBIE U3MeHeHus B Rboh.
TTocnennee oOneryaer cBsa3eiBanue ¢ Rboh mmro-
30apHOr0 KoMmnoHeHTa Rop I'Td-a3bl, Bemyuiee k
aktuBanmn HAJIOH-okcuga3zHoit aKTHBHOCTH H
yeusniennto obpazoanusi ADK. Ilo mMHeHuto yka-
3aHHBIX aBTOPOB, yBenndeHrne oOpazoBaHuss ADK
BBI3BIBACT BTOPYIO (a3y Hakorienns Ca’’ B muro-
mia3Me IMyTeM CTUMYJHUPOBAHUS OTKPBITUS Kallb-
IIUCBBIX KAaHAJIOB Ha IIa3MaTHYECKOW MeMOpaHe.
Hakomnenne Ca®" B IMTOMIasMe MOMKET OBITH
MPUYUHON WHTHOMpPOBAaHUS B3auMoAeWcTBUs Rop
I'Td-a3n1 Rboh u cHWXeHUsT aKTUBHOCTHU
HAI®H-okcunazel. Takum oOpa3om, comepkanue
KaJbIIUs B IIUTOIIa3Me, 3apucsimee oT ADK, mo-
JKET CIIYXKHUTh MEXaHU3MOM, PETyJIHPYIONIM
B3auMojelicTBe MemOpanHod (Rboh) u muro-
30mpHOM (Rop I'T®-a3p1) cyObenUHUIl U OMpe/e-
nsrormuM akTuBHOCTE HA JI®OH-okcumasbl — reHe-
patopa A®K. C gapyroil CTOpPOHBI, JUIMTENIbHASA
aktuBanus HAJI®H-oxcumasel MoxkeT OBITH 3a-
TOPMOJKEHA JAPYTUMH KJIETOYHBIMHA MEXaHU3MaMHU:
OBICTPHIM yJaJCHUEM KaJbLUs U3 BHYTPHUKICTOY-
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HOro myina, ucromeHnuem cyocrpara (HAJI®H) u
O,". B ¢Bs3H C IIOCIEIHUM HEOOXOIUMO OTMETHUTD,
yro nmyn HAJI®H B murormasmMe MOXeT MOIOoJI-
HATHCS 3a cueT PpyHkuuonupoanus HAJl-kuHazsl,
AKTUBHOCTH KOTOPOif 3aBucuT 0T Ca’’-3aBHCHMOro
KampMoayitiHa. Takum oGpasom, Ca’" mosxer pe-
rynupoBath HAJI®OH-okcuna3Hplil KOMIUIEKC KOc-
BEHHO MYTE€M MOBBIIIEHUS KOHLIEHTPAlUU LIHUTO-
3onmbHOM  HAJI®H wuepes wmopynauuio HAJ-
kuHa3HoU aktuBHOCTH (Grant, Loake, 2000).

B npoTHMBONONOXHOCTH  PACCMOTPEHHOMN
cXeMe JaHHbIe IPYTHX aBTOPOB CBHUIETEIBCTBYIOT
0 HEINOCPEICTBEHHOW CTHMYJIALWN aKTHBHOCTH
memOpanHoir HAJI®H-okcmma3sl W3  pacTeHH
voHamu Ca’’ | Ge3 y4acTHs IMTO30JIEHOTO KOMIIO-
Henrta (Rop I'Td-azer). Tak, B ombitax Sagi, Fluhr
(2001) moGaBieHrEe B pEaKIMOHHYIO CPEIy C H30-
JUPOBAaHHBIMU KJIETOYHBIMA MeMOpaHaMu H3 TO-
MaTOB HMOHOB KaJbIMs yBEIMUYUBanoO B 2-3 pasa
nponykuuo O,” HAJI®H-okcunaszoi, uro comoc-
TaBUMO C JICMCTBMEM Ha pPacTEHHs] BUPYCHON HH-
¢exumu. Ilo MHEHHIO 3THX aBTOPOB, PETYJISAIUSL
aktuBHocTd HAJI®H-oKkcHIa3bpl TPOUCXOIUT IO
MIPUHINITY CaMOYCHJIMBAOIIEHCS TETIH, B KOTO-
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pyio BoBieueHs Ca’” 1 ADK. B XHBOTHBIX TKa-
Hax Nox5, comepxanuii B N-TepMUHaIbHOM KOH-
e EF-MoTHBBI, reHepupyeT Cynepokcui B OTBET
Ha BHYTPHUKJIETOYHOE YBEIMUYEHHE KOHIIEHTpPAIlUU
Ca”™" (Banfi et al., 2004). Xots sxuBotHast Nox2 He
nmeer EF-caliToB, ee CTHUMysUus NPOUCXOIAUT
npu  yuactuu Ca’'-3aBHCHMOIl IPOTEHHKHHA3EI
(Cathcart, 2004). Ha ocHOBaHWH 3TOTO JIeNaeTCs
BBIBOJI, YTO CTHMYJISIIIMSI aKTHBHOCTH TIOJ| BIIHSIHU-
em nonoB Ca’" sBisercs o6uieil 0COGEHHOCTHIO
s Nox u Rboh — depmentos (Sagi, Fluhr, 2006).
C npyroii cTOpoHBI, TIOKa3aHa akTUBaIus Strboh
HE TOJBKO Caz+—3aBI/ICI/IM0171, Ho u Ca’'-
HE3aBUCUMOW NPOTEMHKUHA30M, WHULUUPYIOIIECH
cunte3 Strboh de novo (Yoshioka et al., 2001).

NmeroTcs u apyrue WCCieqoBaHUS, CBHIE-
TeTLCTBYIONNE 00 akTUBAI Rboh 1uT030165HEIM
komnoneHToM (Jones et al., 2007; Moeder et al.,
2005; Xing et al., 1997). B cBsi3u ¢ atum Moeder et
al. (2005) cuuraror, 9TO HEOOXOAUMO OIPEICITUTD
dynxunonnpyor mu Ca”" u Rop-6enok coBMecTHO
g aktuBaunn HAJI®H-okcupaser unu Rop pe-
rynupyet ypoBeHb ADK uepe3 oTaenbHbI Mexa-
HU3M.

ADK, MPOAYyLIUPYyEMbIE HAJI®H-
OKCHJIa30i, UMEIOT 3KCTpa- MU BHYTPHUKIETOUHYIO
ceTb. depMeHT MOCTaBIsAET MPOCTPAHCTBEHHO JIO-
kanm3oBanHble ADK u Takum oOpazom ¢GyHKIHO-
HUpPYEeT KaK BHYTPHUKJIETOYHBIM CHUTHAJ, CO3Jalo-
U KacKaJ peakiuil s MHAYKIUU TCHOB 3aIllH-
THl B PEAKIMSIX PACTCHUS Ha pa3IMYHbIE CTPECCO-
BBIe Bo3melicTBus. Pempeccust aktuBHOCTH Rboh
BEJIET K N3MEHEHUI0 MeTaboin3Ma U, B YaCTHOCTH,
B TOpMOH-CUTHaNbHBIX TyTsax (Mori, Schroeder,
2004). Takum oOpa3om, WOHBI KaibIust U ADK
SIBJISTFOTCS OCHOBHBIMU KommoHeHTamu HA JIOH-
OKCHJIa3HOH (PEpMEHTHOH CHCTEMbI PACTCHUH U
MOTYT BBITIOJHATH JIOKAIGHYIO POJb B €€ aKTHBa-
[IUHU WIIH WHTHOMPOBAHHH, YTO OKA3bIBACT BIMSHUE
Ha UHTCHCUBHOCTH MOTOKOB CUTHAJBHBIX HHTEp-
MEINAaTOB, KAKOBLIMH SIBIISTFOTCS Ca* u A®OK (Ko-
nymaes, 2007; Mensenes, 2005).

[IpencraBnser UHTEpEC BO3MOXKHOCThH Yyya-
ctus B peryianuu aktuBHocTH HAJIOH-okcunassl
okcuaa azora (NO), cHHTE3 KOTOPOTO TaKKe CBsI-
3aH C JIEHCTBHEM CTpeccoBBIX (pakTopoB. Oxcun
a30Ta CyIIEeCTBYET B paiuKaIbHON (hopMe U UrpaeT
BRXHYIO pOJIb B KIIOYEBHIX (UIUOIOTUIECKUX
mpoleccax Kak B KUBOTHBIX, TAK U B PACTUTENb-
HeIXx opraHu3max (Besson-Bard et al., 2008). B
CBSI3M C 3THUM HHTEpecHa THIIOTe3a O BO3MOKHOM
BJIMSIHUM OKCHJIa a30Ta Ha MOTOKH AKCTpa- U BHYT-
pukierounoro Ca>’, KOTOpBIii, Kak yike 00CyKa-
JIOCh BBILIE, OKA3bIBACT BIMSHUE HA AKTUBHOCTh
HAI®H-okcunazpl. CyTh THNOTE3BI B TOM, YTO
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NO MoOXeT MOBBILIATh WM WHTMOMPOBATH MHIY-
UPOBAaHHBIN JEWCTBHEM CTPECCOBBIX (PAKTOPOB
notok Ca’” B UTOMIa3My IMyTeM H3MEHEHHMS IPO-
HUIIAEMOCTH KaJbLUEBBIX KaHAJIOB C Yy4YacTHEM
CUTHAJIbHBIX OEJIKOB, TOABEPTLIMXCS ITOCTTPAHC-
JSIMMOHHOW Moaudukanuy okcuaoM azora (Bes-
son-Bard et al., 2008). OToT MexaHU3M perysIun
norokoB Ca’’ Ha mmasmaTHueckoii MemOpaHe c
yaactrueM NO MoxeT ObITh moJie3eH AJisi 00bsICHe-
HUS MEXaHW3MOB (PYHKIMOHAJbHOM aKTUBHOCTH
HAJI®H-okcumasbl, B 4aCTHOCTH, TIPU CUMOUOTH-
YECKUX B3aUMOACHCTBHUAX OPIaHU3MOB, KOIZa
ypeamepHoe HakomieHne ADK moxer mpensTct-
BOBaTh yCTaHOBIeHHIO cumbuo3a (Shaw, Long,
2003).

Dyukyuonanvuvie ocobenHocmu
pacmumenvHol HA/I®H-oxcuoaswt npu
oelicmeuu IKCMpPEeManbHylX PaKmopos

HAJI®H-okcuaa3a 4yBCTBUTENbHA K aOHO-
THUYECKUM U OHOTHYeCcKMM cTpeccopaM. Kak mpa-
BUJIO, (PEPMEHT pearupyer Ha UX JIEHCTBHE MOBBI-
IIEHUEM CBOEH aKTUBHOCTU. [IepBUYHBIM MPOIYK-
TOM ero (QyHKIMOHAJIbHOW aKTHBHOCTH SIBIISACTCS
cynepokcuy (O,7), mpeBpalaeMblii Ipyu TUCMYTa-
MU CYTIEPOKCHUAINCMYTa30i B MIEPOKCHA BOJOPO-
na. B pa6ore (Sagi, Fluhr, 2001) neficTBue Ha u30-
JUPOBAHHEBIC JIUCTOBBIC AMCKH Tabaka BHpycCa Ta-
0auHOW Ma3amKd TPUBOAWIO K TPEXKPAaTHOMY
yBenuuennio aktuBHocTH HAJIOH-okcumasel. B
uccinenoanusx Pourrut et al. (2008) mepssiii 3Tamn
OKHUCITUTENILHOTO B3phIBA B KOpHAX 0O000B mpu
JIEHCTBUY CBHHIIA aBTOPHI CBSA3BIBAIOT C aKTHBAIIH-
et memOpannoit HAJI®H-okcupaszel. B 1O ke
BpeMs HEIOCTAaTOK IIMHKAa B MHUTAaHUHM PacTeHUI
00008 Tarke ycmwiuBaer HAJIDH-oxcumasznyio
TeHEpalUIo CYNEPOKCHIa MEMOpaHHBIMU BE3HKY-
namu kopaei (Pinton et al., 1994). Oxucnurens-
HBIH CTpecc, BBI3BaHHBI 00pabOTKON KOpHEH
MPOPOCTKOB MIICHUIBI TOBBIIIEHHBIMA KOHIICH-
TpalUsIMU HUKEI, COMPOBOXKAACTCA YCUJICHHEM
aktuBHOCTH MemOpannoit HAJIDH-okcunassl,
yBenmmueaneMm ypoHs ADK (0,7, H,O,) (Hao et
al., 2006). O6paboTKa MPOPOCTKOB KYKypy3bl a0c-
uu30Boi kucnotoit (ABK) winu monusTuieHrIuKo-
JIeM, BBI3BIBAIOIIMMH OKHCIUTENHHBIA W BOIHBIN
CTpecC y pacTeHHuH, MPUBOJIIIA K CYIIECTBEHHOMY
YBEJIIMYCHUIO B JIUCTHAX aKTUBHOCTH MEMOpaHHOMN
HAJI®H-okcnma3pl, aKTHBHOCTH aHTHOKCHIAHT-
HBIX (epmentoB (COJ/I, karamaspl, ackopOart-
MepPOKCUAA3hl, TIIOTATHOHPEAYKTa3bl) U yBeIude-
HUIO COJIep)KaHUsl aHTUOKCHIIAHTHBIX COEIMHEHUI
(ackopbaTa, BOCCTAHOBJICHHOTO TiyTarmoHa) (Ji-
ang, Zhang, 2002). ABTOpBI IeNalOT BBIBOJ, YTO
HAJI®H-oxcumaza U3 JIHUCTBEB KyKypy3bl BOBIE-
yeHa B reHepauuio ADPK, unnynupyemyro ABK u
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BOAHBIM CcTpeccoM, U HakomieHue ABK mpu Boa-
HOM CTpPECCE HWIpacT BaXXHYIO POJb B PETYJIAIHNH
aktuBHocTd HA JI®OH-okcuaassl. [Ipeanonaraercs,
yro MexaHm3M BaugHus ABK Ha akTHBHOCTH
HAJI®H-okcnaasel cBsizan ¢ Biausauem ABK Ha
KalbIIEBhIE KaHANBI, YTO MPUBOAMUT K YBEIHYe-
HUIO LHUTO30JIbBHOTO YPOBHSA Ca®" (Murata et al.,
2001).

B pab6ore Shen et al. (2000) mokazaHo akTH-
BUpoBaHue MukpocoManbHoi HAJIDOH-okcuaassi
U3 JUCTHEB OTyplia MO BIUSHUEM HH3KOW IOJIO-
x)utenpHoU Temnepatypsl (3°C). AktuBanus dep-
MEHTa CHUMaJlach JEHCTBHEM Ha PAacTEHHs IOJH-
aMuHOB (criepmuanHa). Mmerorcs gaHHble 00 WH-
rUOMPOBaHUU TOJMAMUHAMK  (CIIEPMUJAUHOM U
cnepmuHoM) aktuBHOCTH HAJI®H-0KCHma3pl B
JKUBOTHBIX KJIETKaxX (B MHUKpOcOMax MedeHH KpBI-
cbl U HelTpodunax yenoseka) (Kitada et al., 1979;
Ogata et al., 1996). Ilpeanonaraercs, 94To CiepMUH
narnoupyer HAJIOH-okcumazy B HedTpodmmax
YEeJIOBEKa IyTEM CBS3BIBAHUSA C OJHUM W3 IHUTO-
30JIbHBIX KOMIIOHCHTOB (DEPMEHTHOTO KOMILIEKCa
(Ogata et al., 1996).

MexaHu3M MOJAaBISIOLIEr0 NEHCTBUSA MOIU-
aMHMHOB Ha aKTUBHOCTH pactutenbHoit HAJIDH-
OKCUJa3bl HE U3BECTEH, HO NMPEANOIaraercs , 4Yro
OHU JEHWCTBYIOT Ha KJETOYHBblE MeMOpaHBl W 3a-
IIUIIAET UX OT MEPEKUCHOTO OKUCICHUS JIUMUA0B
nyteM perymauuu ypoBHs A®DK, 3aBucsmero or
aktuBHoctn HAJI®H-okcupaser (Shen et al,
2000).

B pabore ['manpko u ap. (2008) moxaszano
ycunenue aktuBHoctd HAJIOH-okcungasel B Kop-
HAX MPOPOCTKOB ropoxa IMoj| AEHCTBHUEM BBICOKOU
J03b MUHEPAIBHOTO a30Ta. JTO yCUJIEHUE aKTHB-
HOCTH (hepMEHTa IHUMHHHUPOBAJIOCH HHPHUIIUPOBA-
HHAEM TPOPOCTKOB KIIYOCHHKOBBIMH OaKTEPHUSIMH
(Rhizobium leguminosarum bv. viceae). Ilpu neu-
CTBHU Ha MPOPOCTKH ropoxa IPYTUX SKCTpeMalib-
HBIX (DaKTOpOB (YCIIOBHO-TIATOTCHHOW OaKTepHu
Esherichia coli, HU3K0# TIOMOXKUTETHLHOM TeMIIepa-
TypHhl, TepOUIIUAa TapaKkBaTa, HUTPOIIPYCCUIa Ha-
Tpusi) puzoOHuanbHast MH(GEKINs He CHUMalla aKTH-
BUpYIOIIee BIUsSHUE 3TUX (akropoB Ha HAJIDH-
OKcHJa3y KOpHEH ropoxa, a Ipyu COBMECTHOM JIeH-
CTBUH pH300HANbHON MH(EKIH ¢ nHpekuei E.
coli u pu300Uii C TapaKBaTOM — YCHUJIMBAIA aKTHB-
Hocth HAJI®H-okcuaaspl. AHTarOHUCTHYECKOE U
CHHEpTrUYecKoe AEHCTBHE KIyOEHBKOBBIX OakTe-
puit Ha aktuBHOCTH HAJI®H-0KCHAA3Bl B KOPHAX
ropoxa Ha (oHe AeHCTBHS dKCTPEMaILHBIX OHOTH-
YEeCKUX U a0OMOTHYECKUX (PaKTOPOB, IO-BUANMOMY,
CBSI3aHO C MeXaHW3MaMu 0000BO-pHU300MATBHOTO
B3aMMOJICHCTBUS, MOAYJIHPYIOIINX OOMEH Be-
HIECTB pacTEHHsI-X035MHa U CIIOCOOCTBYIOIINX YC-
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MIEITHOMY Pa3BUTHIO 0000BO-pHU300HANTBEHOTO CHM-
6no3a. CrnocoOHOCTh PH300HMAIBHOW HHPEKIMH
HU3MEHITH OOMEH BEIIECTB PACTEHHUSI-XO3MHA C
LENbI0 CO3JaHMs OJIATONPUSITHBIX YCIOBUHM JUIS
YCTaHOBJICHUS] CUMOMO3a TOJATBEPXKIACTCS JIHTE-
patypHeiMH  maHHBIMH (I'stHBKO W Ap., 2005;
Bueno et al., 2001; Martinez-Abarka et al., 1998).
[lokazano BnmsHWE pU300MANBHON WHGEKINU Ha
1oTok ADK B KOpHSX JIOLEPHBL, YTO CBSI3BIBAETCS
¢ neiictBueM puzodbuansHoro Nod-dakTopa Ha ak-
tuBHOCTh HA JI®H-okcumaser (Shaw, Long, 2003).
B ato#t pabore (Shaw, Long, 2003) Bo3zaeiicTBue
MaTOT€HHOTO JJIMCHTOpa NPHUBOAMIO K TOBBILIE-
Huto ypoBHs H,O, B KOPHIX MPOPOCTKOB JIIOLIEPHBI
Ha 200% 1O CcpaBHEHHIO C KOHTPOJEM U K €ro
CHIKCHHIO 110 125% TIpu COBMECTHOM JEHCTBHUU
puzobuansaoro Nod-gaktopa u anucutopa. ABTO-
pBl IenaloT BBIBOA, YTO pu3oOuManbHed Nod-
¢akrop cymnpeccupyet reaepupyiomyo ADK cuc-
TeMy, TEM CaMbIM MPEJOTBpaIlas IKCIPECCUIO 3a-
LIUTHBIX CHCTEM pacTeHHs-X03iuMHA. TeM He Me-
Hee, Ha OCHOBAaHUHM JINTEPATYPHBIX JAHHBIX MOXKHO
Mpearonarath, 4YTO W3MEHEHHS B AaKTUBHOCTH
HAJI®H-okcnpa3pl SBISIOTCS ONHHUM M3 MeEXa-
HHU3MOB peryisnun oopa3oBanus ADK Ha Hauas-
HBIX JTamax ©0000BO-pU300HATBEHOTO CHMOHO3a.
Oto mnonTBepkgaercs AaHHBIMH Lohar et al.
(2007), koTophle TMOKa3aiH, 4YTO HAKOILUICHUE
tpanckpuntoB HAJI®OH-okcumaspl B KOpHAX JIO-
LEPHBl KOPPETUPYET C M3MEHEHUEM COACPIKAHHS
H,0, B nepBrIe 9ackl nocie HHOKYJISIIUU MPOPOCT-
KOB pPHU300HSIMHU.

Hcxonga u3 mpUBEACHHBIX NAHHBIX, MOXKHO
MPENONOKUTh, YTO BIUSHHUE OSKCTPEMaIbHBIX
(hakTopoB Ha  (YHKIMOHAIGHYK) AaKTHBHOCTb
HAJI®H-okcuaaspl 3aBUCUT OT UX MPUPOIBI U
MOXET YCHJIMBATLCS WM OCIAOIATHCS MPU UX CO-
BMECTHOM JIEUCTBUU HA PACTUTEJIBHBIA OpPraHu3M.
MexaHu3MBl TAaKOTO BIMSHHS Ha JaHHYIO (ep-
MEHTHYIO CHCTEMY HE SCHBI M TPEOYIOT H3yUCHHUSI.

IIpu wuccnenoBanun HAJIDH-oxcuaaznoit
(epMEHTHON CHCTEMbI IIMPOKO NMPUMEHSIIOT UHIHU-
outopHbd aHamu3. Cpenn COCTUHEHUM, IOMAaB-
JSIOIIMX aKTUBHOCTH JKUBOTHOM M PacTUTENBHOMN
HAJI®H-okcumaspl, ciieayeT OTMETUTh AuQeHu-
neHenogoHuyM ([JADPU), p-xnopomepkypuOeH30ii-
Hyto kucnory (p-XMBK), a-nadpton. ITonnoe un-
ruOvpoBaHue pacTUTENBHOTO pepMeHTa HabIroaa-
erca mnpu MossipHOM koHueHtpauuu JOU 200
MKM, p-XMBK — 60 MxM (Gestelen et al., 1997).
J®U B3aumoneiictByeT ¢ (praBUHOBBEIM KO(aKTO-
pom (epmenTta, p-XMBK — pearupyer ¢ THOIOBHI-
mu rpynnamu. [pyrue wunrubutopsr HAJDH-
OKCHJa3bl — KBUHAKPUH, UMHIa30J1, TUPUANH, UH-
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rHOUPYIOT (EepMEHT MpPU MUIUTUMONAPHBIX KOH-
neHTpausx (1-20 MmM).

[Ipumenenne  waTHOMTOpOoB  HAJIDH-
OKCHJa3bl KUBOTHBIX KJIETOK NMPU M3yYCHUU JaH-
HOTO (hepMEeHTa Ha PACTUTEIBHBIX OOBEKTaX IO-
3BOJIMJIO TIONYYHTH JIOKAa3aTeNbCTBA  y4acTHs
HAJI®H-okcuaa3pl pacTeHU B OKUCIWUTEIbHOM
ctpecce (Dwyer et al., 1996). Tak, mo naHHBIM
(Yoshioka et al., 2001), JI®U1 uarnOupyer IByX-
(ha3HOE HAKOIUICHUE B TKAHAX KITyOHEH KapTodems
H,0, B peakmuu Ha rpubHON smucurop. OKUCIH-
TEJIbHBIA CTPECC, UHULUUUPYEMBINA JIEHCTBUEM Ha
KyJIBTUBUPYEMEBIE KIETKU PO3bl (Rosa damascena)
anucutopa u3 Phytophthora infestans, cOpoBOX-
nmaercst reneparueit AOK (0,7, H,0,), xoropas
nonasisiercs wHruOuTopamu HA JIOH-okcunassr:
JADPU, uMunazosoM, NTUPUIUHOM, KBUHAKPHHOM
(Auh, Murphy, 1995). [1o apyruM gaHHBIM, UHTH-
outopsl HAJI®H-okcHaa3sl CHIDKAIOT aKTHBHOCTD
(hepMeHTa W3 JIMCTHEB MPOPOCTKOB KYKYpy3bl U
CIOCOOHOCTh AHTHOKCHUIAHTHBIX (PEPMEHTOB IPO-
THUBOCTOSITH OKUCIHUTEIBHOMY CTPECCy, BBI3BaHHO-
ro BogHeIM Aedunurom u nedctBuem ABK (Jiang,
Zhang, 2002). meroTcst ¥ Ipyrue CBEJEHHUS O CBS-
3u HAJI®H-okcuaa3el ¢ OKUCIUTENBHBIM CTpec-
com u rerepauueit ADK y pacrenuii. Tak, no gas-
oeiM Kwak et al. (2003), ABK-curHamuar TecHO
CBsI3aH C JKCHpeccueit reHoB AtrbohD u AtrbohF
HAJI®H-okcumaspl B yCTHHYHBIX KIIETKaX apadu-
moricuca. Y JIBOMHOrO MyTaHTa apabumoricuca
atrbohD/F napymied ABK-curnanuHr, 4ro BbIpa-
JKaeTcs B yMeHbIIeHnu reHepanuu ADK, narudu-
POBAHUMH 3aKPbITHS yCTHHI, Bhixoma Ca’'B ruro-
30716 M TpoHunaemoctd Ca’’- kaHanos. Jlemaercs
BBIBOA, uTO TeHbl AtrbohD/F HAJI®H-okcumassl
apabumoncuca 3aneiicteoBanbl B ABK-curnanpHo#
TPAHCAYKIIMH B yCTBUYIHBIX KIIETKaX.

3axniouenue

JIyis ’KHUBOTHBIX OPTaHU3MOB, B TOM 4YHCIIC U
genoBeka, HAJI®OH-okcunasnas gepmMeHTHAs CHC-
TEMa SBJIACTCA HUCKIHOYUTCIIBHO BaXHbIM 3BCHOM
MeTabonu3Ma B 3allluTe OT MH(MEKIUH, a Takke B
MOJIYJISIIIMA OOMEHHBIX TIPOIeCCOB. MyTanuu B
JO0OM ™3 OEIKOBBIX KOMITOHEHTOB JTOTO dep-
MCHTHOI'O KOMILJICKCA MNPHUBOAAT K Pa3BUTHIO y 4YC-
JoBeKka 3aboieBaHus — rpaHyJieMaTo3a. Pacturens-
Hass HAJI®H-okcumaza (Rboh) Taxke BoBiedeHa B
reHepannio APK npu MHOUIMPOBaHWUHM pacTeHUH
MaTOreHaMHM, a TaKKe TP JICHCTBUM HeOIaromnpu-
SATHBIX A0MOTHYeCKUX (HaKTOPOB. DTO B TEPBYIO
ouepesb CBA3aHO C YPOBHEM KaJbIMs B LIUTOILIA3-
Me, SIBIIIOIIETOCS PErylIaTOpOM aKTUBHOCTH 3TOTO
(depmenTa Ha mnazmanemme. [IpakTndecku moObie
SK30I'€HHBIE BO3JIEHCTBUSI IPUBOJAT K PE3KOMY I10-
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2+ .
BhINICHHIO KOoHIeHTpanuu Ca™ B mutormasme (Ali
et al., 2007) ¥ COOTBETCTBEHHO akTUBHOCTH Rboh.

Kak moxaspIBaloT HCCIIeIOBaHHUA, TOMOJIOTH
Rboh nokanu3oBaHbl Ha MJIa3MaTHUECKOW MeMOpa-
HE KJIETOK ¥, OYEBHJIHO, OHU OJIHH U3 NEPBBIX pea-
THPYIOT Ha AEWCTBHE 3K30TEHHBIX (PAKTOPOB, yya-
CTBYS B Ilepelade CHUTHAIOB B T€HETHYECKYIO CHC-
TeMy pacteHuii (downstream) W pearupys Ha WH-
(hopmanmio ucxonsryto ot reaoma (upstream). Ilo-
3TOMY HE WCKIIIOYEHA ITOCTTPAHCIAIOHHAS PETy-
nsimst aktuBHOCTH Rboh. Bo3moxkHO mipucyTcTBHE
romosioroB Rboh 1 Ha mMeMOpaHax BHYTPHKJIETOY-
HBIX opraHewl. B To ke Bpems ecnm (yHKOWS
HAJI®H-okcuaa3sl HCKIIIOUYUTENFHO CBS3aHA C Te-
Heparueil ADQK, To BO3HHKaeT BONPOC — MOXKET JIU
ee ONOKHMpOBaHWE HWHUIMHAPOBATH JPYTHEe MeTa0o-
muaeckne mytH TeHeparmmu ADK, mHeoOXxomwmmbie
pacTUTENBHBIM KJIETKaM JIJIsl OTpakKeHUs aTaku Ia-
TOTEHOB W 3aIUTHl OpPraHU3Ma OT APYTHX HeOIaro-
NPUSATHBIX BO3JeHcTBUN. Hackonbko BakHa yis
pacrenniit HAJI®H-curnansHas cucrema — BOIpoc
Ha KOTOPBIN B HACTOAIICE BPEMS OTBETHTh, BEPOSIT-
Ho, emie Henmb3s. [lo manaeiM Kwak et al. (2003), y
nBoiiHoro myTanTta Arabidopsis atrbohD/F naOuro-
JaeTcst yMeHbllleHHas reHepanus A®K, HO B ero
KJIETKaX HMeeTcs onpeaeneHHbll ypoeHb H,0,,
KOTOPBIN TOBBIMIAETCS TIPH 00paboTKe PK30TCHHOM
ABK. 310 cBHAETENbCTBYET O CYIIECTBOBAaHUU
uHbIX myTel renepanun ADK.

Baocuts Bknan B oopasoanue ADK moryt
U Jpyrue (EepMeHTHI, JIOKAIN30BaHHBIC B KIIETOY-
HOW CTEHKe. JTO OKcalaTOKCHIa3a W MepoKchaasa,
AKTUBHOCTb KOTOPBIX yCHJIMBaeTcCs mpu capure pH
B IIEJIOYHYIO CTOPOHY BO BHEKJICTOUHOM ITPOCTPAH-
CTBe Tpy WHOHUIMPOBAHUH PACTEHUH HaTOT€HAMH
wnu aevicteun sucutopos (Wojtaszek, 1997). Ot-
Meuaetcs poib G-0enkoB 1 TAM® kak BTOPUYHBIX
CUTHAIILHBIX MOJIEKYNI B TIOJIIENAYNBaHIH DKCTpa-
KJIETOYHOTO TPOCTPAHCTBA M YBEIUYEHUH T'eHepa-
mun HyO, 3a cyer BHEKJIETOYHOH NEpPOKCHIa3bl
(Bindschedler et al., 2001). I'enepamus ADK na-
OmomaeTcst BO BHYTPHUKJIETOYHBIX KOMIIAPTMEHTAX:
B MUTOXOHJPUATBHON JBIXaTeNBHON menu, ¢oTo-
CHUHTETHYCCKON DJIGKTPOHHOM 1enu, Tmpu f-
OKHCJICHUH KHUPHBIX KUCIIOT, B PEAKIHAX C YIaCTHU-
€M aMHHOOKCH/1a3, TINKOJIATOKCHIa3bl, KCAHTUHOK-
cunassl (Mittler, 2002).

HAJI®H-okcumaza — KimoueBoi (hepMeHT
HAI®H-okcuaa3Hoi CUTHAIBHON CUCTEMBI Y pac-
TeHui, B Kotopoit, kpome ADK (H,0,, O,7), B ne-
peaaye CUTHAJIOB B T€HOM YYacTBYIOT U IPYTHE CO-
eMHEHUs, Hanpumep, canuiuioBas kuciora (Tap-
yepckuid, 2002). [locnennss MOXeT BIUATH HA TIPH-
XOIMHBIA W pacxomHbli Oamanc H,O, B KieTkax u
TaKUM 00pa30M KOCBEHHO Y4YacTBOBaTb B PEry-
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s QyHKIMOHANBHON akTuBHOCTH Rboh. On-
HUM U3 BaKHBIX NOCIEACTBUI (DYyHKIMOHAIHHOM
aktuBHoctn HAJI®H-okcuna3el MoXeT OBITH pe-
aKLMsI CBEPXUYBCTBUTEIBHOCTU KJIETOK, MPUBOJS-
mas K amnonTo3y WIM MPOrpaMMHUpPOBAaHHOM Kie-
TOYHOW CMEPTH KaK >KHBOTHBIX, TaK M PACTUTECIh-
HeIX KieTok (CamyminoB u ap., 2000). Yuacrue
H,0; B 3TOM reHeTHYecKu 3arporpaMMHUpPOBAaHHOM
mporiecce ABISETCS BaXKHBIM apryMEHTOM B HE0O-
xogumoctu mnpucytctBuss HAJI®H-okcunasel B
aroIIaCTHOM TPOCTPAHCTBE PACTUTEIBHBIX KIle-
ToK. HepemeHHBIM BOMPOCOM B 3TOH Mpodiaeme
SIBJISIIOTCSL  TaK)KE MEXaHU3MBl BHYTPUKIETOUHOM
Nepefayd CUTHAJIOB B SIAEPHBIM T'€HOM OT MEM-
opannoit HAJI®H-okcumassl, JIOKaTn30BaHHON Ha
IUIa3MajeMMe M, BO3MOXKHO, Ha MeMOpaHax BHYT-
PUKIIETOYHBIX OpPTaHesLI.
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TATHBKO u op.
PLANTS NADPH-OXIDASE
A. K. Glyan’ko, O. O. Ischenko, N. B. Mitanova, G. G. Vasil’eva

Siberian Institute of Plant Physiology and Biochemistry
Siberian Division of Russian Academy Sciences
(Irkutsk, Russia)

On the basis of knowledge about NADPH oxidase animal cells (Nox) data are generalized about
structural and functional features plants NADPH oxidase (Rboh). It is emphasized , that in plants are
found homologs enzyme identical subunit gp9 17" multi-subunit complex of animal cells. Activation
Rboh depends on inflow of ions Ca®" in cytoplasm and phosphorylation N-terminal area of enzyme at
participation Ca*"-dependent protein kinase. The opportunity of participation in activation Rboh cyto-
solic component Rop GTP-ase is discussed. Localization Rboh on a plasma membrane of cells plants
is ascertained. Increase of activity Rboh occurs under influence both biotic and abiotic factors that in
connection with streams Ca”", reactive oxygen species and transfer of the information on nuclear.

Key words: animal NADPH oxidase (Nox), plants NADPH oxidase (Rboh), subunit gp91”"”, ions
Cd’*, Ca’*-dependent protein kinase, cytosolic component Rop GTP-ase, structure and
activity Rboh, biotic and abiotic factors, reactive oxygen species (ROS), reactive
nitrogen species (RNS)

HAJI®PH-OKCUJIA3A POCJIMH
A. K. I'nmaneko, O. O. Immenko, H. b. Mitanosa, I'. I'. BacunneBa

Cubipcokuti incmumym @izionoeii i 6ioximii pocaun
Cubipcwroeo 6i0dinenns Pociiicbkoi akademii Hayk
(Ipxymcok, Pocis)

Ha ocnosi 3nanb npo HAJI®OH-okcunaszy (Nox) TBapuHHHX KIIITHH y3arajlbHeHi BiIOMOCTI PO CTPy-
KTypHi 1 ¢yHkiioHansHi ocoonuBocti HAJI®H-okcunasu (Rboh) pocnun. ITinkpecioeTsbes, mo y
POCJIMH 3HAiiICHO TOMOJIOTH (epMeHTy, ineHTHuHi cyGomuuuii gp9 1P hepMeHTHOro KOMILIEKCY
TBapUHHUX KIIITHH. AKTHBaIiss Rboh 3amexuTs BiJ HAIXOIKEHHS 10HIB Ca’'s nuToruiasmy i gocdo-
pumosanns N-kiHuesoi o6macti gepmenty 3a yuacri Ca® -3amexHoi npoTeinkinasu. OGroBOproeThes
MOJKJIMBA y4acTh B akTuBalii Rboh muro3onpaOoro kommonenta Rop ['Td-a3u. KoncratyeThes oka-
mizanis Rboh Ha mna3marnunil MemOpani KriTuH pocnuH. [locunenns aktuBHOCTI Rboh BinOyBaeTs-
CS1 11 BIUTMBOM K GiOTHUHHX, TaK i a6i0THYHIX (HAKTOPIB, 110 MOB’A3yeThest 3 oTokamu Ca®’, akTH-
BHUX (hOpM KHCHIO 1 epeaadero iHpopMaIlii B SAepHUI TEHOM.

Kurouosi cinoBa: HA/{DH-okcudaza meapun (Nox), HAJJPH-oxcuoasa pocaun (Rboh), cyboounuys
gp91"", ionu Ca®*, kanvyiti-3anescna npomeinkinasa, yumosonbHuli KOMIOHEHM
Rop, I'T®-aza, cmpyxmypa u axmuenicmv Rboh, 6Giomuuni u abiomuuni
Gaxmopu, axmusni popmu xucuro (APK), akmueni gpopmu azsomy (ADPA)
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