ISSN 1992-4917. BICHHK XAPKIBCBKOI'O HAIIOHAABHOI'O ATPAPHOIO YHIBEPCHTETY

CEPIA BIOAOrid, 2016, eun. 1 (37), c. 42-62

VIK 581.1

CUI'HAJIBHBIE IIOCPEJHUKHU
B PEAJIMBAIIMA PU3NOJOI'NMYECKUX DOPEKTOB
CTPECCOBBIX PUTOT'OPMOHOB

© 2016 r. HO.E. Koaynaes, 0. B. Kapnern,
T. O. SlcTped, A. A. Jlyrosasi

XapvKoscKull HAYUOHATLHBIU a2papHblil yHUsepcumem um. B.B. [lokyuaesa

(Xapvros, Yxpauna)

[lpuBeneHbl KpaTkue CBEIEHUST O pONM aOCIM30BOM, CANMIMIOBOM, »AaCMOHOBOW KHCIOT U
OpacCHHOCTEPOUIOB B aJanTald PACTeHUH K NEHCTBHIO cTpecc-pakTopoB. OCHOBHOE BHHMaHHUE
YZIEJIEHO yYacTHIO CHUTHAJIBHBIX IOCPEIHUKOB (MOHOB KaJbI¥s, aKTUBHBIX (JOPM KHCIIOPOJa, OKCHIA
a3oTa), a TaKXKe NMPOTEMHKHWHA3 W IpoTenH(pocdaras B TPAHCIYKIUH TOPMOHAIBHBIX CHUTHAJIOB B
TCHETWYECKUH  amnmapaT pacTUTENbHOM KieTku. PaccMOTpeHBI KOHKPETHBIE —aJalTHBHBIC
¢du3HoNOrMYecKne PeaKIun, HHAYIUPYEMbIE CTPECCOBBIMHA (PUTOTOPMOHAMH C yJacTHEM YKa3aHHBIX

CUTHAJIbHBIX NTOCPCAHUKOB.

KiaoueBble cjioBa: a6CI/[u3080il Kuciaoma,

caiuyunroeas Kucioma,

HCACMOHOBAA Kucioma,

bpaccunocmepoudsl, Karbyutl, akmueHvle opmvl KUCIOPOOd, OKCUO A30md,
MPAHCOYKYUsL CUSHANI08, A0ANNUBHbIE PeAKYUU

W3BectHO, 4TO (pOpMHUpPOBAHHE yCTONUN-
BOCTH pAaCTEHHH K JEHCTBHIO cTpecc-(haKTOpoB
MPEJICTARNISIET COOOH CIIOKHBIN, MHOTOKOMIIO-
HEHTHBIN MPOIIECC, BKIIIOYAIONIUI B ce0sl KaK Crie-
nupuveckre, Tak W oOmme (HecrenupuIecKue)
peakiun (dpo3noB u ap., 1984; AnexcaHumpos,
1985; Tutos, Tamanosa, 2009). K uucity mocnen-
HHUX OTHOCHT, B YaCTHOCTH, U3MEHEHHsS KOJIMYe-
CTBa OTJENbHBIX (DUTOTOPMOHOB M MX OallaHca
(Iakuposa, 2001; Yupkonra, 2002). Yame Bcero
MOJl BJIMSIHUEM CTPECCOPOB B TKAHSAX pPacTCHUH
CHIDKAETCSl COJIepP’KaHNuEe TOPMOHOB CTHMYJIATOPOB
pocra (ayKCHHOB, THOOEPETUIMHOB, ITUTOKHHUHOB)
W TIOBBIIIACTCS KOHIIGHTPAIMS TOPMOHOB, CUHMTa-
IOIUXCA MHTUOMTOpaMu pocTa (abCIM30BOM KHC-
notel — ABK, sTuneHa, »kaCMOHOBOUM KHCJIOTBI —
JKAK) (Hartung et al., 1998). Otu puToropmoHst
Hapsiy ¢ opaccunocrepouaamu (BC) u canumumio-
Boii kucioror (CK) B mociemnue roasl Ha3pIBAIOT
CTPECCOBBIMM TOPMOHAaMM pacTeHuil. B 1enom xe
MPU3HAHO, YTO BCE M3BECTHBIC (DUTOrOPMOHBI
(ABK, aykcunwr, bC, rub6epemnunsl, XAK, cu-
CTEMHUH, IMTOKHHKHEI, 3THieH, CK), aBasach Bax-
HBIMH KOMIIOHEHTaMH PETYJISITOPHOH CHCTEMBbI
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pacTeHuii, MOTYT HTPaTh KIIOYEBYIO POJIb HE TOJb-
KO B POCTOBBIX M MOP(OTEHETHYECKHX MPOIIECCax,
HO W B QJIalITUBHBIX PEaKIHUAX, 00eCHeYHBAIOIINX
BBIKMBAaHNE PACTCHUU B HEOJIArOMPHUATHBIX yCIIO-
Busax (ILlaxkupona, 2001; Turos, Tananosa, 2009).

B Hacrosimee BpeMsi OOLIETIPU3HAHO, HYTO
¢usnonornyeckne 3h¢hexTsl PUTOTOPMOHOB pea-
JMU3YIOTCSI C y4aCTHEM CUTHAJBHBIX MOCPETHUKOB
(Kwak et al., 2006; Bajguz, Hayat, 2009; Petrov,
Breusegem, 2012; Bartoli et al., 2013). K mocpen-
HUKaM C OOJIBIIIMM CUTHAJILHBIM TOTEHIAIOM OT-
HOCSIT MOHBI KaJlbIIHs, aKTUBHBIE (DOPMBI KHCIOPO-
na (ADK) u azota (B mepByro ouepeb MOHOOKCHT
azota NO), tTAM® u HeKOTOpbIe IPYTHe COSIIHE-
uus (Trewavas et al., 2002; Kaur, Gupta, 2005;
Jeandroz et al., 2013; Kolupaev et al., 2015). Yka-
3aHHBIE CUTHAIBHBIE MECCEHKEPHI U (PUTOTOPMO-
HBI, II0-BHIUMOMY, (OPMHUPYIOT CIIOKHYHO CHT-
HaJBHO-PETYIATOPHYIO CETh PAaCTUTEIHHOU KIIET-
KM, MEXaHU3MBI (PYHKITMOHUPOBAHUS KOTOPOU IIO-
HATHBI JalleKO HE MOJHOCThI0. CHUTHajbHBIE MO-
CPEIHHUKM YYAaCTBYIOT B I€pellaye B T'€HOM Kak
MEPBUYHOTO (CTPECCOBOT0), TaK W BTOPUYHOTO
(TOpMOHANFHOTO) CHUTHAJNIAa, BO3HUKAIONIETO KakK
orBer Ha neiictBue crpeccopa (KomymaeB, Ko-
cakiBchka, 2008). B HacTosmiem 0030pe mpennpu-
HSITA TIOTBITKA PACCMOTPETh (PYHKIIMOHAIBHBIC
CBSI3M MEX]y KJIFOYEBBIMU CUTHAIBHBIMH TOCPE/I-
HUKaMH W CTPECCOBBIMU (PUTOTOPMOHAMH U POITh
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3TUX CBs3ei B (DOPMUPOBAHUU AlTUBHBIX PEaK-
U pacTeHUH.

Cuznanvuwle nocpeonuku pacmumeilibHblX
KJiemok

Kanvyuu. B HacTosiiiee BpeMsi KalblUi
MpU3HAH B KA4eCTBE YHUBEPCAIHHOTO MOCPETHIKA
B KIICTOYHBIX PEAKIUAX PACTUTCIBHBIX U KUBOT-
ueix opranmsmoB (Kaur, Gupta, 2005; Kim et al.,
2009). VMIMEHHO IIUTO30JIGHBIH KalbIHA MOXKET
CIIY’)KHTH CBS3YIOIIUM 3BEHOM JUII MHOTHUX CHT-
HAJBHBIX TMyTel, oOecneunBas (HOpMUPOBaHUE
CHTHAJIBHOW ceTH pactuTenbHOM kieTku (Kaur,
Gupta, 2005; Johnson et al., 2014). ITocryruieHue
woHoB Ca’* B 1UTO301b MPOMCXOUT ONAromaps
OTKPBIBAHWIO KaJBHOHUCBBIX KaHAJIOB Pa3JIMYHbIX
tunoB. KanmpuuinpoHuiaeMble KaHAIBI BBISBICHBI
B IUIa3MajeMMe, TOHOIUIacTe, MeMOpaHaX 3HIO-
MIa3MaTHYECKOTO PETUKYJIyMa, XJIOPOILIACTOB U
saeproit memOpane (Demidchik et al., 2002; Kim
etal., 2009).

Kanpuuesble KaHanbl pa3iessoT Ha ABE OC-
HOBHBIE TPYMIIHI — MOTEHIMAI3aBUCUMBIE U JINTaH-
TyTIpaBisieMble (YIpaBisieMble PElenTOpPaMu), OT-
KPBIBAIOIIMECS] COOTBETCTBEHHO MPHU H3MEHEHUH
MeMOpaHHOIO NOTEHLIUAIA WU B pe3yibTare B3a-
UMOJICHCTBHSI OIPEeSICHHOT0 JITaHaa (BTOpHY-
HOTO TIOCPENHWKA, TOPMOHA) CO CHEIH(PHUIESCKUM
penenirtopom (Mensenes, 2005). B pacturenbHbIX
KJIETKaX TPEAIOoaraeTcs Haluyrue B TOHOILIACTE
MeMOpaHax DJHJOIUIA3MAaTHYECKOTO PETHKYIyMa
KaJbLMEBBIX KaHAJIOB, PEryJUPYEMbIX HHO3HMTOJI-
1,4,5-pocharom (MD3) u nuKIMUECKON aJeHO3MH-
mudocharpudosoit (HAJDP). Omnako ¢dakruye-
CKH 3TH KaHaJbI IO CHX I10p HE BbIJICIICHBI.

[orenimansasucumsie Ca> -xkanansl oGec-
IEYMBAIOT OBICTPOE, HO KPAaTKOBPEMEHHOE II0-
CTYIUIEHHE HMOHOB Kajblisa. OTKpbIBaHHE Ke
praBHﬂeMBIX JIMraHaaMH1 KaJIbIHIUCBBIX KaHAJIOB
IPHUBOAUT K 0OJiee JUIMTEIBHOMY YBEJINYEHHIO
KOHLIEHTPAIMK 1IMTO30JbH0r0 Kansuus (Kpyren-
kas, Jlebenes, 2001). Kampriuiiiponuiiaempie Ka-
HaJIbI paCTI/ITeHBHBIX KJICTOK UMCHOT MeHBIHyIO Cce-
JIEKTUBHOCTH 110 CPABHEHHIO C HOHHBIMH KaHAJIaMH
KJICTOK JXUBOTHBIX.

[lepenaya cTpeccOBBIX CHUTHAJIOB C YYaCTH-
€M KaJlbIis MPOMCXOAMUT Onarojapsi ero crnocoo-
HOCTH TU(QPepeHIINPOBAHHO B3aUMO/ICHCTBOBAT C
KJIEeTOUHbIMU Oenkamu. Tak, B CHUTHaJMHIE Kallb-
sy apabujornicuca TpsIMO M OTIOCPEIOBAHHO
MOXeT ObITh 3aaeiicTBoBaHO 10 700 pa3smuvHBIX
oenxoB (Hepler, 2005).

Kunernmueckmii aHanmm3 IOKa3ajl, YTO OT-
JIeNbHBIE M30()OPMBI KaJbIIMI3aBUCHMBIX MPOTE-
MHKHMHA3 UMEIOT Pa3IMYHy CyOCTpPaTHYIO CIICIIH-
(GUYHOCTh W Pa3HBId MMOPOT AKTHUBAILMM HOHAMH
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Ca” (TmmanoB u ap., 2004). DTH 0COOGEHHOCTH
NIPOTENHKNHA3, HAPSAAY C PasiHdUAMH B HX KIe-
TOYHOH JTOKANM3AINHN, BEPOSATHO, OOECIEUMBAIOT
BO3MOXHOCTh  CHENU(DUUECKOH  «TPaHCIIALUI»
KAJBIUEBBIX TTOTOKOB, YCTPEMIISIOMUXCS B IUTO-
3016 B OTBET HA JEHCTBHE CTPECCOPOB, B OMpeE/e-
NeHHble (PU3HOTIOTHYECKHE PEAKIIUM PACTEHHUIL.

Kax wn3BecTHO, 4pe3BBIYAHO Ba)KHBIM BBI-
COKOKOHCEPBAaTHBHBIM PEICITOPOM KaJIbLIUs SIBIISI-
ercs kamsmoaynuu (Chin, Means, 2000). Vcra-
HOBJIEHO, YTO PACTCHUS HMMEIOT CIeHH()UIeCKui
Habop m30(opM KaIBMOJYIMHA U KaJbMOAYIUHO-
nonoOHbIX OenmkoB (Ranty et al., 2006). IIpu sToMm,
HO-BHANMOMY, PA3JIMYHbIE MOJIEKYJISIPHBIE (POPMBI
KaJIbMOIYJIMHA UMEIOT HEOJMHAKOBOE CPOJICTBO K
MOTUPHUIMPYEMBIM MU O€lKaM, B MEPBYIO Oue-
penb, K mporemHKHHa3aM. K gmcity OenkoB, pery-
JUPYEMBIX KaJIIbMOIYJIHMHOM, OTHOCSTCSI TaKKe
(aKTOpBl PeryisUd TPAHCKPHIIINH, OCJKH HOH-
HBIX KaHaloB, (epMEeHTHl OOBIYHBIX MeTabonude-
CKUX LHKIJIOB, OCJKH ITMTOCKENeTa, INalepOHBl,
OeJKy, MPUHUMAIOIINE yJacTHe B Iepeaade rop-
MoHanbHBIX curHanoB (Ranty et al., 2006; Kim et
al., 2009).

BaXHbIM  KaIbLUHACBI3LIBAIONIUM  OEJIKOM,
MOJYJMPYIONIMM JpyrHe OCNKH, SBISIETCS Kallb-
HUAHEHpUH. OTOT OCJIOK PacCMaTPUBAIOT Kak
Ca”'- U KaTbMOLYIHH3ABHCUMYIO mpoTeHH(poCcdha-
ta3y (Pardo et al., 1998). ¥V apaGuoricrca Bbijie-
JICHa TPYIIa NPOTCHHKUHA3, CICIU(PUUCSCKH B3auU-
MOJIEUCTBYIOIIUX C KaJbUUHENpUH-B-
1o106HbMH Ca’ -CBSI3BIBAIOIMMH GEJIKaMH, KOTO-
poie UG PEPESHINPOBAHHO PETYIUPYIOTCS Pas3iiy-
HBIMH CTPECCOBBIMHU Bo3aeiicTeusmu (Chinnusamy
et al., 2004).

CurHaiibl, (DOPMHPYIOIIUECS € YyYacTHEM
KaJbllMsl, MHAYIHUPYIOT MHOTHE 3alllUTHBIC peak-
UM, HEOOXOJMMBIE ISl Pa3BUTHS YCTOWYHMBOCTH
pacreHuii k abwormdyeckuMm crpeccopam. OueHb
OBICTpOE yBENMYEHUE KOHIIGHTPAI[H MOHOB Kajlb-
U B LIUTO30JIE MOXKET TPOMCXOAUTH BCIIEACTBHE
OTKpBIBaHUS KaJbLHEBBIX KAHAJIOB, BHI3HIBAEMOTO
KaK TOBBIIICHUEM (OKECTKOCTH» MeMOpaH IpH
neiicrBun xonona (I'mmanoB u ap., 2004) tak wu,
HAo0OpOT, B pe3yibTare UX (Irouau3anuu IMpu
runeprepmun (Mittler et al., 2011).

OpHaKO MOHBI KalblUs 33JCHCTBOBAHBI HE
TOJIBKO B BOCIIPHSATHH CTPECCOBOTO CHTHAjA, HO H
B TPAHCIYKIIMH TOPMOHAIBHBIX CUTHAIIOB, GOPMU-
PYIOIIMXCS TOCTE TMOBBIMICHUS COJCPKAHUS B
KJIETKE COOTBETCTBYIOIIMX CTPECCOBBIX (DHUTOTOP-
monoB (Kwak et al., 2006). B macrosimee Bpems
MOJYYEHbI CBEICHHUS 00 YJYaCTHH KalblUsA B TPaH-
coykiuu curHanoB ABK, JKAK, CK u BC (cwm.
HIDKE).
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Axmusnvle opmul kucropooa. Ilog ADK
NOJpPa3yMEBalOT COBOKYIHOCTh B3aMMHO IIpeBpa-
MIAIONTUXCSI PEAKIIMOHHOCTIOCOOHBIX (DOPM KHCIIO-
pona, OONMBIIMHCTBO M3 KOTOPBIX CYLIECTBYET KO-
potkoe Bpems. Cpenn HHMX BBIACISIOT CBOOOIHO-
paluKalbHbIE YaCTHLBl — CYHNEPOKCUIHBIN aHUOH-
pamukan (O,"), ruapokcuwishbii pagukan (OH'),
nepokcuHbie paaukansl (RO, 1 ap.) u HeWTpab-
HBIE MOJIEKYNbI, TaKue Kak MEPOKCH]I BOIOPOAA
(H,0,), cuurnernsiii kucaopos (‘0,). (Scandalios,
2002). ADK o06pa3yroTcsi B peakiusix OHO-, IBYX-
U TPEX3JIEKTPOHHOI'O BOCCTAHOBJICHUS KHCIOPOAA
B PE3yJIbTaTe CIOHTAHHOTO U (hEepPMEHTATUBHOTO
OKHCJICHHSI Pa3IMYHBIX CyOCTPaToB, a TaKxke B (o-
TOMHAYLHPYEMBIX peakuusix. CuuTaercs, 4To H3
Bcex ADK Ha ponp CUTHaJIBHOrO MOCPEIHUKA B
HanOOJbIIEH CTENEeHU MOIXOAUT MEPOKCHI BOAO-
poda — MOJIEKyJa C MPOAOKUTEIILHBIM BpEMEHEM
JKU3HH, CIIOCOOHAs MPOHHMKATh 4Yepe3 KIETOYHbIE
memOpanbl (Pitzschke, Hirt, 2006). OcHoOBHBIME
KOMITAPTMEHTAMH PAaCTUTEIbHBIX KJIETOK, B KOTO-
pbix npoucxoaut reuepauus ADK, spusaroTcs kie-
TOYHBIC CTEHKH, IUIa3MaTHYecKas MeMOpaHa, XJo-
pOILTACTBI, MUTOXOHIpHUH, Tepokcucombl (Foyer,
Noctor, 2009).

Ycunenne obpazoBanus ADPK npu geii-
CTBHH CTPECCOPOB MOTYT OBITH CIECTBHEM CTOXa-
CTUYECKUX MPOILECCOB B KIETOYHBIX MeMOpaHax.
H3BecTHO, YTO MEMOpaHO-acCOIMMPOBAHHEIE MTPO-
1eCcCchl 0COOCHHO YyBCTBUTEIBHBI K (IYKTYaIHsIM
TeMIiepaTyp M ACHCTBUIO JPYTrUX HeOIaromnpusr-
HBIX (hakTopoB. Tak, MpH HapyIIEHHH KOOpPAHMHA-
[IUH TIPOLIECCOB, OCYIIECTBISIEMBIX BO BHYTPEHHUX
MeMOpaHax M IPOIECCOB, MPOUCXOISAIINX B CTPO-
M€ XJIOPOIUTACTOB M MAaTPUKCE MHUTOXOHIPHIA, BO3-
pacraeT BEpOSTHOCTh AKLUENTUPOBAHUS 3JIEKTPO-
HOB OT TMEPEHOCUYHKOB 3JIEKTPOH-TPAHCIIOPTHOM
e MOJISKYJIIPHBIM KHCIJIOPOJIOM C 00Opa3oBaHU-
em AOK (Gill, Tuteja, 2010). ITpuunHbl cCTOXaCTH-
yeckoro ycuieHus: oopazosanusi ADK npu crpec-
cax paccmarpuBatorcsi B o03opax (Apel, Hirt,
2004; Komymaes, Kapmnerr, 2014).

Hapsany c npoueccamu B MemOpaHax opra-
Heyn, npuarHoi HakorieHnss ADK B kineTkax mpu
JIEUCTBUHA CTPECCOPOB MOXKET OBITh aKTHUBAIIH
umu ADK-reHepupyrommux (HEepMEHTHBIX CHCTEM,
B nepByto ouepenb, HAJI®H-okcunassl. [lokasano
noBeiieane aktuBHocTH HAJIDH-okcunassl npu
JeCTBUM Ha PacTeHUs Kak onorndyeckux (AMutpi-
eB, KpaBuyk, 2005) Tak U aOHOTHYECKHX CTPECCO-
pos (Kolupaev et al., 2015).

Ycranosnen s¢dexr akruBamu HAJIDH-
okcumasel camumu ADK (MosexymaMu mepokcuaa
Bojopona) (Bailey-Serres, Chang, 2005). Ipemio-
’KeHa KoHUenuus curHanbHoil Bonuel ADK, nepe-
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JTaBa€MON OT KJIETKH K KJIETKE MOCPEACTBOM aKTH-
Barun HAJI®H-okcuaassl 1o AeicTBUEM MEPOK-
cuzia BOIOpoaa, 00pa3yroIierocs B anomiacTe co-
cenneir kietku (Mittler et al., 2011). Monens
MpeaoaraeT, 4YrTo Kak[aas KJIEeTKa BAONb IIyTH
BOJIHBI akTUBHpYET «cBoO» HAJIDH-okxcunazy u
npousBoguT ADPK aBToHOMHBIM criocoOoM. Bos-
MOJKHO, TaKUM 0Opa3oM MPOHCXOAMT IMpeBpalie-
HUEe curHaja, BbI3BIBaeMoro A®DK, obpazyromm-
MHCSI TIPH CTpeccax BCIEACTBHE CTOXACTUYECKHX
nporeccoB, B 0ojee MOIIHBIA W yNpaBisieMbli
pacTUTENbHBIM OPTaHU3MOM CHUTHaJ Uit (GOpMH-
POBaHHA 3alIUTHBIX PEAKIIHM.

OcoOyro pomnb B peryisiliid aKTHBHOCTH
HAJI®H-okcupasel urpatoT noHbl Kanbius. Co-
[JIACHO OJHOHM W3 MOJEJEH, KalbLUid aKTUBUPYET
Ca’*-3aBHCHMYIO TIPOTEHHKHHA3y, KOTOpas (oc-
¢dopunmupyer N-KOHIIEBOH y4acTOK MeMOpaHOCBS-
3anHOH  cyOobenuanusl (RBOH)  HAJIDH-
OKCHJIa3bl U BBHI3BIBAET €€ KOH(POPMALMOHHBIE U3-
MEHEHUS], CIOCOOCTBYIOLIME CBS3BIBAHHIO C HEH
IIUTO30JIbHOTO KOMIOHeHTa — Rop-6enka (I'Tda-
3b1). B pesynbrare mpoucxomut oOpa3oBaHHE ak-
TUBHOTO AMMEPA, NPUBOASIIIEE K YCHICHUIO T'eHe-
pamun AOK (Wong et al., 2007). Tlo3gxee Ha
npuMepe OxHOW H3 (QOopM MeMOpaHOCBSI3aHHOM
cyosenuaniel - HAJI®H-okcnmassr puca (OsSR-
BOHB) Opuio mokazano Hammaume B N-
TepMUHaAITBHOM obnactn EF-pyk, ykassiBaromumx Ha
(dbopMupoBanue aumepa ¢ yuactuem kanbims (Oda
et al., 2010). Takum 0Opa3om, MOBBIIIIEHHE AKTHB-
Hoctn HAJI®H-okcumaspl ¢ ydacTueM KajbITus,
OYEBUJHO, CBSA3aHO HE TOJNBKO C aKTHBAaLMEH UM
MPOTENHKMHA3BI, HO U C TPSMBIM B3aHMOJICHCTBHU-
eM Ca’" ¢ karanmuruueckoi cyosenuanteit. Ilo-
BHJIUMOMY, 3a cueT aktuBanmu HA JIOH-okcuaazb
MOJKET MPOUCXOTUTH MPeoOpa3oBaHNE KaJIbI[HEBO-
IO CUrHajla B OKUCIUTENbHbIN. [Ipu sToM monnep-
’kaHue BbICOKOH akTuBHOCTH HAJIDH-0KCcHaass
BO3MOXKHO 3a CYET IMOCTYIUICHHUS KaJIbLUs dYepe3
peryiaupyemMble THUIEPIOJISpU3aLUCH KalbLUeBbIE
KaHaJbl,  OTKPBIBAIOIIMECS  MOJA  BIHMSIHUEM
HAJI®H-3aBucumoii rerepanun ADPK (Demidchik
et al., 2009). Axtuanus HAJI®H-okcuaassl 3ape-
THCTPUpOBaHa NpU JACHCTBHM Ha PAacTEHHS Kak
CTPECCOPOB Pa3IMYHON MPUPOABI, TaK M CTPECCO-
BbIX (uroropmonoB — ABK, camumunoBoir u
»acmoHoBol kuciot, BC (Kolupaev, Karpets,
2013).

Okcuo aszoma (NO) B Hacrosimiee Bpems
CUYHUTAETCS BAXHBIM KOMIIOHEHTOM CHTHAJILHOM Ce-
TH KJIETOK pacteHuid W >xuBoTHbIx (Mur et al.,
2013). 3a mocnenHUe NOATOPA AECSATUIETHS OTY-
4yeHbl cBefeHus o0 ydactuu NO B mepemade rop-
MOHAJIFHBIX CHUTHAJIOB B PACTHUTENBHBIX KJIETKax
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(Bajguz, 2014), a tarxke B peryssiiuy KJICTOYHOTO
mukma (Wilson et al., 2008), ¢popmupoBanuu cuMm-
OMOTHYECKNX OTHOIIICHUH 00OOBBIX C PH30OHUSIMHU
(I'manpko, BacuiseBa, 2010), pa3BUTHH OTBETHBIX
peakiuid pacTeHud Ha 3apakKeHUE IaTOoreHaMH
(Mur et al., 2013). HakamnmmuBaroTcsl CBEIEHHS O
pOJIM OKCHJA a30Ta B aJanTaluy PACTEHHUU K JIEH-
CTBUIO abuoTmueckux ctpeccopoB (Gould et al.,
2003; Song et al., 2006).

Cunraercsa, 4TO OOHUM M3 IyTel CHHTE3a
MOHOOKCH/IA a30Ta SIBIIETCA  OKUCJIUTEIIHHO-
BOCCTAaHOBUTEJIbHOE TMpEBpallleHHe apruHuHa C
yaactueM HAJZI®OH u monexynspHoro kuciopona.
[Ipennonaraercs, 4To AaHHasE peakLys] KaTalnu3u-
pyercst dhepmenToMm, mogoOoHEIM NO-cHHTa3e XKH-
BOTHBIX, JIOKAJIM30BaHHBIM B HHUTOILIa3ME€, XJIOPO-
miactax, MUTOXOHApHsX u repokcrcomax (Neill et
al., 2008; Wilson et al., 2008). B mocnemune 10
JIeT aKTHBHO HCCJIENOBAINCH BO3MOXHBIC HCTOY-
HUKH OKCHJIAa a30Ta B PACTCHUSX, IIPH 3TOM, OJIHA-
KO, Hanuuue NO-CUHTa3bl y PacTeHUUl CTaBUTCS
non comHenue (Neill et al., 2008). O6ocHOBEIBaeT-
Csl TIPEITIOI0KEHUE O CYHIECTBOBAHUH Y PACTEHUI
PasJIM4YHBIX MOHONENTHIOB C OKUCIUTEIHHO-
BOCCTAaHOBUTEIBHBIMU  JIOMEHaMHM, CIOCOOHBIX
00BbETUHSTHCS B (PePMEHTATHBHBIH KOMIUIEKC T10-
CJIe BOCHIPHSTHS KJIIETKOW COOTBETCTBYIOLIETO CHT-
Hana (Neill et al., 2008). UapiMu ciioBamMu, UACT
p€4b O CymECTBOBAHUMU B PACTCHUAX GGHKOBOI‘O
KOMITJIEKCa BO MHOTOM TIOJI00HOTO, HO HE WJICH-
TuyHOro NO-CHHTa3€ >KUBOTHBIX.

Hpyrum ¢epMeHTaTUBHBIM UCTOUHHKOM OK-
CHJa a30Ta y PACTCHUH MOXET ObITh HUTPATPEaAyK-
Ta3a, KOTopas crocoOHa MpeoOpa3oBHIBATH HUTPUT
B okcua a3zora B HAJI®OH-3aBucuMON peakIium.
3HavyeHue HUTpaTpeayKTassl Uit oopazosanus NO
ObUIO TIOKa3aHO Ha Pa3JIMYHBIX OOBEKTaxX C HC-
nojp3oBaHueM uHTHOMTOpHOTO aHanmu3a (Neill et
al., 2008; I'msapko, MutanoBa, 2011). Umerorcs
OCHOBaHHUS monarate, 4To NO MoxeT 00pa3oBbI-
BaThCS U3 HUTPUTOB C YHACTUEM HUTPATPEIYKTa3bl

B MUTOXOH/pHsX M Xxjoporuiactax (Wilson et al.,
2008).

Mexanmsmbl Tpancaykuun NO curHana B
PacTUTEIBHBIX KJIETKAaX BBISICHEHBI 1AJEKO HE MOJ-
HOCThIO. [lonararor, yTo B HHX, KaK U B KJIETKax
KUBOTHBIX, B Ka4eCTBE OJHOTO W3 CHTHAJIBHBIX
MOCPEAHUKOB MEXAY OKCHIOM a30Ta M T'€HeTHde-
ckuM anmapaTtom Beictynaet il M@ (Wilson et al.,
2008). On obpasyercst u3 'T® ¢ momomipto pac-
TBOPUMOM IMTOIIA3MAaTUYECKON T'eTepOAMMEPHON
ryaHunaruukiasel. OgHa U3 cyObeIWHHIL 3TOrO
(dbepMeHTa COJEPKUT TeM, CBSI3AHHBIH C OCTATKOM
TUCTHJMHA. AKTHBalMs T'yaHWJIATIHKIIA3bI IIPOUC-
XouT npH B3aumogeiictsun NO ¢ remoMm.
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ul'M® obnamaeT criocOOHOCTHIO aKTUBUPO-
BaTh HEKOTOPHIE MPOTEMHKHHA3BI, OTKPHIBATH Ka-
THOHHBIE KaHAIBI W PETyIupOBaTh aKTUBHOCTH
dochoauacrepas. Hakorenne ul’ M® Bwi3bIBacT
TaK)ke yBEJIMUYEHHE B KIETKaX €Ile OJHOTO CHT-
HaJgpHOTO Hocpenanka — nAJIPP, neiicTBue KOTO-
poii CBS3aHO CO CTHUMYJIMPOBAHHEM BHYTPHUKIIC-
TOYHBIX KaJbIIMEBBIX KAHAIOB M YCHJICHHEM IIO-
CTYIJICHHUS KaNbIHSA B IIUTO30IIb, YTO MPHUBOIHUT K
aKTHBAllMM  KaJbIM3aBUCHMBIX MPOTEMHKHWHA3
(Neill et al., 2008).

OgHuM W3 MEXaHM3MOB peaju3allid CHT-
HAJIBHBIX (YHKIMHA OKCHIA a30Ta MOXKET OBITh
psIMOE  €T0 B3aUMOACHCTBHE ¢ Oenmkamu. Hutpo-
3WIUPOBAHUE MOXET OBITh Kak snemMeHToM NO-
CUTHAJIMHTA, TaK U CHOCOOOM PEryJIMpOBaHUs CO-
JepXKaHus OKcuAa aszora B KIETKax. S-
HUTPO3WIMPOBAHUIO [0 THOJBHBIM TIpyIHIam
OCTAaTKOB IUCTCHMHA MOI'YT IOABEPrarbCsai MHOTHEC
oenxu (Neill et al., 2008). Taxxe BO3MOKHO HHUT-
pOBaHHE TUPO3UHOBBIX OCTATKOB IO BIIHSHHUEM
MEPOKCHHUTPUTA, 00pa3yrolerocsi npu B3aUMO-
nevictBumn okcuna asora ¢ ADK (Kpacunenko u
np., 2010).

Yuacmue cucnanvnvix nocpedmmoe 6
mpancdyxuuu COPMOHAJIbHBIX CUZHAI06

Abcyuzosasn Kucroma paccMaTpUBAeTCs Kak
CTPECCOBBIA FOPMOH, UIPAOIIMMA KIIOUYEBYIO POJIb
B YCTOMYMBOCTH PAacTEHUIl K JIEHCTBHIO HeOmaro-
NPUATHBIX a0MOTHYECKUX U OMOTHUYECKUX (PaKTo-
pos (Wilkinson, Davies, 2002; Wang, Zhang,
2008; Turos, Tamanora, 2009), Takux Kak 3acyxa
(Verslues, Bray, 2006), runokcust (Okamoto et al.,
2009), 3aconenue (Lllakuposa, 2001; Turos, Ta-
nmaHoBa, 2009), HU3KKME W BBICOKHE TEMIEpPaTyphl
(Thomashow, 1999; Thomashow et al., 2001;
@apxytanaoB, 2005), HOHBI TSHKETIBIX METaIOB
(TuroB, TamanoBa, 2009), rpuOHBIE HHEKIUH
(ITaxuposa, 2001; De Smet et al., 2006).

Bo mHOTHX paboTax MoOKa3aHO MOBBIIIEHUE
conepkanus sunorenHo ABK B pacrenusx mpu
JIECTBUM CTPECCOPOB PAa3IMYHON MPUPOJBI, B
yacTHOCTH, oOe3BokmuBanusa (Cowan et al., 1997,
Zhang et al., 1997), 3aconenuss (Moons et al.,
1997), muskux (Ryu, Li, 1994a; b; Janowiak et al.,
2002; Galiba et al., 2013) u Boicokux (Tutos, Ta-
nanoBa, 2009) Temmeparyp, TSDKENIBIX METajUIOB
(Tamanosa u ap., 1999; Galiba et al., 2013).

YcraHoBIEHA CBSI3b MEXIYy JUHAMUKOM CO-
nepxanust ABK 1 ¢popMmupoBaHreM yCTOHUHUBOCTH
pactenuii k ctpeccopam (Turos, Tananosa, 2009).
Takxke Moka3aHO IMOJIOKHUTENBHOE JAEMCTBHE 3K30-
reaHoii ABK Ha ycTOHYMBOCTH pacTeHWH K Aeil-
CTBUIO CTPECCOPOB CAaMOM pa3IW4HON NPUPOIBI
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(Leung, Giraudat, 1996; Xiong et al., 1999; [llaku-
poga, 2001).

HaubGonee mnoapoOHO WCCIIEJOBaHBI MeXa-
HU3MBI HHAYIEpoBanus HakoreHwnst ABK u mepe-
Jaud ee CUTHala B OTBET HA BOJAHBIA JIEQUIINT.
[Tpouecc BKIroUYaeT B ceOsl aKTHBALIUIO IEPBUYHBIX
ceHncopos, cuate3 ABK, B3ammomelicTBue cCHHTE-
3upoBanHON ABK co cremupuyeckuM pemenTto-
pomM, cunTe3 ABK-mHOynupyeMbix OENKOB, a Tak-
xe ycteuunble peakuuu (Neill et al., 2002). Bon-
HBIH CTpECC MPSIMO WIIH OTIOCPEICTBOBAHHO BIIHSET
Ha  MeMmOpaHOCBsi3aHHYH  Qocpommmnazy C
(Hirayama et al., 1995). Cuuraercs, 4To npu Tui-
poimze dochomumnazoii C MeMOpaHHBIX Gochoin-
muaoB  oOpasyercs wuHO3UTON-1,4,5-Tprdocdar
(®D3), KOTOpBI BHI3BIBAET OTKPHITHE KATbLUEBBIX
kaHajoB. [loBbIIIeHNEe KOHIEHTPAIIUH ITUTO30Jb-
HOTO KaJIbIIMS TIPUBOANT K YBEIMYCHHUIO aKTHBHO-
CTH TPOTEHHKUHA3, (HOCHOPHITUPYIOMNX (aKTOPHI
peryisiliud TPAHCKPHUIILIMU. ITO BBI3BIBACT, B
YaCTHOCTH, aKTUBAIIMIO DKCIPECCHU TEHOB (hep-
MeHTOB cuHTe3a ABK (B T.4., 9-yuc-anokcu-
KapOTHHOM/I-TUOKCUTeHa3bl). B To e Bpems, mo-
BUJIUMOMY, KaJbUU{ JANEKO HE €OUHCTBEHHBII
CUTHAJIBHBIN TOCPETHUK, HEOOXOMUMBIN IS WH-
nyuupoBanusi cuHte3a ABK. Tak, mokaszano, 4uTto
uHrHONTOPHI NO-CHHTa3bI MOAABIISIIN HAKOTUICHHES
ABK B knerkax muctheB, a goHop NO cmoco6-
CTBOBAJI YBEIIMUCHHUIO ee cozepxanus (Zhao et al.,
2001; Xing et al., 2004; Bajguz, 2014).

OO6pa3yromiasicsi B OTBET Ha JEHCTBUE CTpeC-
copoB ABK cBs3pIBaeTcsi CO CHEIU(PUISCKUMU
MeMOpaHHBIMU penienTopamu. [Ipupoaa GenmkoBbIx
PEIEnTOpOB, YYACTBYIOIIMX B Tepenade CUrHaia
ABK, 1o cux mop ocTtaercs IpeaIMeToM JUCKYCCHHI
(cm. 00630p: HoBukora u ap., 2009). B mHacrosmee
BpeMs OJHUMH W3 HamOoJiee BEPOSTHBIX INPETEH-
JIGHTOB Ha 3Ty poiib paccMmarpuBaroTcss GPCR-
nopoousie 0eaxku GTG1 u GNG2, BbIIEIEHHBIE U3

TUTa3MalieMMBbl KIeTok apabumoncuca (Pandey et
al., 2009).

Oddexter ABK peanmsyrorcs depe3 psz
CUTHAJIbHBIX ITOCPEAHHMKOB. IlojaydeH OOJIbIIOH
00BEM JaHHBIX, CBHUJCTECILCTBYIOIIUX O PpOIHU
kanpuust, AOK u okcuaa azora B peanu3aluu UH-
nyuupyembix ABK  (u3nonornueckux peaxiiuid,
KOTOpBIE MPUBOAAT K IMOBBIMIEHUIO YCTONIHBOCTH
pacTeHul K 3acyxe, 3aCOJICHUIO, TeMIIepaTypHbIM
ctpeccam (Agarwal et al., 2005; Kwak et al., 2006;
Petrov, Breusegem, 2012; Bartoli et al., 2013).
CBS3YIOIIUM 3BEHOM MEXKIY BEPOSTHBIMU pEILEI-
topamu ABK u curHaibHBIM KackagoM, B KOTOPOM
3aJICWCTBOBAHBI YKa3aHHBIC BBINIE ITOCPEIHUKH,
MOTYT OBITh NPOTEMHKHHA3BI M NpoTenHpocdara-
3B
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KiroueBoit mpoTeMHKNHA30M, BOBICYEHHOMN
B curHanuHT ABK y apabumoricuca, sBisieTcs mpo-
teunkuHaza OST1 (OST — Open Stomata 1). Dta
MPOTEeMHKWHA3a OTHOCUTCS K CEMEHCTBY MPOTECHH-
KHHAa3, CIIOCOOHBIX (hOCHOPHUINPOBATE OCTATKH Ce-
puHa W TpEeOHWHAa B TakK Ha3piBaeMbix C-
cyOmoMeHax, coJepiKalluxcs B MOJIEKyJaX TpaH-
ckpunt-dakropoB b-ZIP (b-ZIP — Basic-Leucine
Zipper), 94T0 HEOOXOIUMO ISl WX CBS3BIBAHUS C
nmpoMoTopoM-mutienbio (HoBukosa u ap., 2009).

Tak, npennonaraercsi, YT0 U3MEHCHHEM aK-
TuBHOCTH mporenHkuHa3zpl OST1 omocpenoBana
AKTUBAlMs KIOYEBOTO (PEPMEHTATUBHOTO HCTOY-
anka AOK — HAJI®H-okcupaser (Kwak et al.,
2006). O6 3TOM, B YaCTHOCTH, CBHIECTEIHCTBYET
HapyuieHue unayupoBanHoro ABK oGpa3oBanus
A®K y myranToB 0Stl. Poms HAJIOH-okcuaassr B
ABK-curnHanusare Takxe MNOATBEPXKICHAa C IOMO-
B0  MOJICKYJISIPHO-OMOJIOTUYECKUX — MOJIXO/IOB.
Tak, y MyTaHTOB apaOuaorcuca mo ABym opmam
HAJI®H-okcumassr  AtrbohF/AtrbohD  sddexts
ABK-MHIyIMpOBaHHOTO  3aKpBIBAaHUS  YCTBUIL
npakTuiecku He nposeisunch (Kwak et al., 2006).

BrizpiBaemoe ABK moBsIilieHHe coiep:kaHus
AO®K (mpexnae Bcero, mepokcuia BoAOpoaa) MpH-
BOIUT K OTKPBIBAHUIO IOTEHIMAT3aBHCUMBIX
kanbiueBbix kaHaioB (Cho et al., 2009). Dta pe-
akius HeoOxonuMma Jutst uaayrupyemoro ABK a¢-
¢dexTa 3akpeiBaHuS ycThUl. Ilpu yBenmuueHHH
KOHIIEHTPALIMM IIMTO30JIbHOIO KaJIBLUS MPOHCXO-
Ut oTKphiBaHue annoH/K'-kaHanoB, KoTopble
TPAHCHOPTUPYIOT KalWi Ha BHEIIHIOIO CTOPOHY
MeMOpaH 3aMbIKaIOIUX KJIETOK, YTO BBI3BIBACT 3a-
kpeiBanue yctbull (Kwak et al., 2006). B cBs3u ¢
M (pepMeHThl, obe3BpexkuBarone ADK (kara-
Ja3a, ackopOaTnepokcuasa), a Takke HEeKOTOpbIe
HU3KOMOJIEKYJISIPHbIE aHTHOKCHAAHTHI (Hampumep,
acKopOWHOBasi KHCJIOTa) pPacCMaTpPUBAIOTCS Kak
yuacTHukd ABK-curnanunra u mpouecca peryis-
nuu cocrostaus yerhun (Kwak et al., 2006). C
JPYroii CTOPOHBI acCKOPOMHOBAs KHCIOTa MOXKET
YYacTBOBAaTh B PETYIISIIUH COJICPIKAHHS MTEPOKCHIA
BOJIOpOJa B PACTHTENBHBIX TKaHAX. Tak, y pacre-
HUW KyKypy3bl NpU OCMOTHMYECKOM CTPECCE CO-
nepxxaarie ABK cHmxanoce mpenoopaboTkoi ac-
KOpPOMHOBOH KHCJIOTOH, KOTOpasi yMeHbIIaja Co-
JieprkaHue TIepoKCHIa Bojopoaa B kietkax (Terzi
et al., 2015).

Kak yxe ymomunamocs, ADPK, renepupye-
Mbele HA JI®H-okcunazoii, HeoOxomaumel st ABK-
WHIYLUPYEMOTO TOBBILICHUSI COAEPXKAHUS LIUTO-
30JIbHOTO KaJblusl B KJIETKaxX. B To ke Bpems Xo-
pOIIIO M3BECTHO, YTO aKTHUBAIUA ATOTO (epMeHTa
MPOUCXOANT C YYacTHEM Kaiblus (CM. BBIIIE).
Mo>kHO moJiarath, 4To KaibLHUi B UENU TPAHCAYK-
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uuu curHana ABK pacnonokeH Kaxk —BEBIIIE
HAI®H-okcunassl (y4acTByeT B €€ aKTHUBAIlUM),
TaK ¥ HWKE (MOSIBIIACTCS B IIUTO30JIE B PE3YIbTATE
OTKPBIBAHUS KAJIBIUEBBIX KAHAJIOB, PETYIIMPYEMbIX
runiepnosspusanueir) (Mori, Schroider, 2004,
Kwak et. al., 2006).

C npyroil CTOpPOHBI, NOJYYEHBI TaHHBIE O
toM, uTo Hapsany ¢ ADK wu xampumem mns ABK-
MHIyLIUPYEMOTO 3aKpBIBAaHHSI YCTHUI] HEOOXOIUM
okcua azota (Desikan et al., 2004; Bartoli et al.,
2013). Tak, mokazaHo, YTO Y MyTaHTOB apabuaor-
cuca Noal, oTIMYArOIUXCsl MOHMKEHHBIM COJep-
xaaneM NO, adpdexkr ABK-3aBucumoro 3akpniBa-
HUS yCThHIl ObUT craboBeipaxkeHHbIM (XU et al.,
2015). Kak yxe oTMe4anoch, OKCHJI a30Ta MOXET
NPUHUMATh y4acTHE HE TOJNBKO B TPAaHCAYKIUH
curHanoB ABK, HO U B MUHAYLIUPOBAHUU €€ CHUHTE-
3a.

OO0s3aTenbHBIMU  3BEHBSIMH B PEaTH3aLUH
BnusHEsT ABK Ha skcmpeccuio reHoB, obecriedn-
BaIOIIUX 3aLUTHBIE PEaKIUH, SIBIAETCS U3MEHEHUE
AKTUBHOCTH IPOTEMHKHHA3 (B TOM YHCJIE MUTOTEH-
aKTUBUPYeMBIX) U mpoTtenH(pocdara3. Eciu mpo-
TEMHKHMHA3bl pacCMaTpPHUBAIOTCS B KayecTBE MOJIO-
JKUTENBHBIX peryisTopoB aeiictBusa ABK, to mpo-
tenHpoc]aTazpl CUMTAIOTCS OTPUIATEITHFHBIMU pe-
TYJISITOpaMu JeicTBus 3toro ¢uroropmona (Ho-
BUKOBa U np., 2009). Ha npumepe pactenuii apa-
Oujoricuca Moka3aHo, YTO OAHA W3 HpOTeuHPOC-
¢ara3 cepuH-TpeoHHMHOBOro Tuna PP2A otpuma-
TenbHO perynupyeT nepenauy curaaga ABK. Ilo-
cie obpaborku pacternii ABK akTHBHOCTH 3TOTO
¢depmenrta ObicTpo (yxe uepe3 10 muH) CcHIKa-
J1ach, YBEJIHMYEHHUE K€ IMPOJODKUTEIHHOCTH 3KC-
MTOHUPOBAHUSA C TOPMOHOM MPHUBOJMIIO K TOBBIIIIE-
Huto copepxanuss MPHK PP2A wu aktuBHOCTH
¢depmenra (Pernas et al., 2007). AktuBanus sKc-
npeccun reda PP2A neticteuem ABK moxeT ObITh
MEXaHM3MOM BO3BpAILEHHUs KJIETOK K HCXOTHOMY
COCTOSIHUIO ¥ BOCCTAHOBJICHHS UX YyBCTBUTEIHHO-
CTH K JAHHOMY (DUTOTOPMOHY.

Wwmetorcst ceenenust o ponn MAP- (Mitogen
Activated Protein) kuHa3HOTO Kackajga B peain3a-
mun 3¢ ¢extoB ABK Ha skcnpeccuio reHoB, obec-
MIEYUBAOIINX €€ CTPECC-NPOTEKTOPHBIC 3(PPEKTHI,
B YaCTHOCTH, aKTHBAIIMIO AHTHOKCHIAHTHOW CH-
CTeMbI. Y CTaHOBIICHO, 4TO akTuBauus MAP-kuHa3
siBisieTcst cneAcTBUeM BhI3biBaeMoro ABK moBbI-
MIEHUST COeP KaHMs TIEPOKCHIa BOOPOaa B KIIET-
kax (Bergmann et al., 2004). ITpu sToM mpezmona-
raeTcsl poJib OKCHJIA a30Ta KaK IMOCPEIHHUKA TpU
uaaynupoBannn ABK MAP-kuHa3HOTO Kackanga
(cm. 0630p: Bajaguz, 2014). Taxke moaydeHbl 10-
Ka3aTenbCTBa ydacTuss wuHAyuupyemon ABK u
OTIOCPEIOBAHHOM TEPOKCHUAOM BOJOPOJA aKTHUBA-
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uuu MAP-kMHa3HOTO Kackaja B MPOLEcce 3aKphl-
BaHus ycreul (HoBukoBa u ap., 2009). Ilpu stom
ABK-uanynupoBanHass aktuBanuss MAP-kuHa3
yraerangace wuHruouropamu HAJIOH-okcnaassl
(Zhang et al., 2006).

Canuyunosas xucioma B HACTOAIIEE BPeMs
paccMaTpuBaeTCsl Kak 3HIOTCHHBIA MONMU(YHKIIN-
OHANIFHBIA OMOPEryNIATOp (PEHONBHON TPHUPOIHI,
MPUHUMAIOIIUI yJacTUEe B KIECTOYHOM CHUTHAJIMH-
r'e, POCTOBBIX Mpolieccax ¥ (OPMUPOBAHUU aJall-
THBHBIX peakiuii pactennii (Illakupora, 2001).

Herampno mccnenoBano ydactue CK B pe-
aKUMsIX pacTeHUH Ha MHOHUIUPOBAHHE MaTOTCHA-
mu. CK siBnsercst onHOW W3 KIIFOYEBBIX MOJIEKYJ,
3aJIeliCTBOBaHHBIX B (DOPMUPOBAHWU CHCTEMHOM
npuobpereHHoi ycroiumoctu (CITY) (Bactoko-
Ba, O3epeuxosckast, 2007). [Iporpecc B packpbeITUU
MEXaHMU3MOB, Jexanmx B ocHoBe CIIY, o0ycios-
JIeH YCTaHOBJICHHEM CBSA3M €€ Pa3BUTHs C HaKOII-
neunueM rpymmsl PR- (pathogenesis-related) 6enkoB
mox aeiicreueM CK. K Takum GeakaM OTHOCSTCS, B
YaCTHOCTH, XUTHUHA3bI, [MIIOKAHA3bl 1 UHTUOUTOPHI
npotea3 (TapueBckwii u np., 2010).

C npyroil CTOpOHBI, B MOCIEIHUE ICCATUTIC-
THS HaKaIlUMBarOTCa cBeneHus o0 ydactun CK B
aJlanTalnyyu PacTeHUM K JCHCTBUIO aOHOTHYECKHUX
cTpeccopoB. Tak, 3aperucTpUpOBAHO IOBBILICHUE
coaepxanusi CK B pacTeHUsiX pa3HbIX BUIOB IPHU
YMEpeHHOM JeHCTBUU BhICOKMX TemriepaTtyp (Dat
et al., 1998; Kaplan et al., 2004; Bau u ap., 2005;
Larkindale et al., 2005), 3aconenus (Sawada et al.,
2006), ozona (Ogawa et al., 2005), TsoKenbIx Me-
tainos (Rodriguez-Serrano et al., 2006). B neixom
psne paboT mokazaHbl dPQPEKTh HHIYIUPOBAHUS
YCTOMYMBOCTH PAacTeHHH K aOHOTHYECKUM CTpec-
copam sk3orerHoii CK (cm. o0630p: Komymaes,
Kaprer, 2009).

Cunre3 CK y pacTeHuii mpouCXOAUT B pe-
3yJIbTaTe MPEBPALICHUI [IUKUMOBOW KHUCIIOTBHI, 110
MeHbLIeH Mepe, AByMsI myTAsMU. OCHOBHBIM CUHTA-
ercst (heHWITPONAaHOWAHBIA, CBS3aHHBIA C TMpe-
BpaleHneM (QeHWIaJaHnHA B MPAHC-KOPUIHYIO
KHCJIOTY C y4acTHeM (eHHIaJaHnHAMMOHUIAINA3EI
(BacrokoBa, Osepenxosckas, 2007; Chen et al.,
2009; Vogt et al., 2010). Tparnc-xopudHasi KUCIOTa
npeBpamaercss B OCH30HHYIO, M3 KOTOPOH moA
neiictBueM OeH30aT-2-THIPOKCHIIAa3bl 00pasyercs
CK (Bacrokosa, O3epernkosckast, 2007; Chen et al.,
2009). AKTHBHOCTH 3TOr0 (pepMEHTa BBHISBICHA B
pacTteHusx Tabaka M pHca, OJHAKO I'€H, KOTOPBIH
€ro KOJIUpYyeT, BCe elle He HISHTU(QUIMPOBaH Y
pacrenwii (Chen et al., 2009).

YCTaHOBNEHO, YTO OAHMM W3 KIIOYEBBIX
aneMeHToB B peanuzauuu 3¢dexros CK kak cur-
HaJILHOW MoOJeKynsl siBiugercss Oemok  NPRI
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(Nonexpressor of Pathogenesis-Related Genesl)
(Pieterse, Van Loon, 2004). Ou o6pa3syeTtcsi B pac-
TUTCIIBHBIX TKAaHSAX B HE3HAYUTCIIBHBIX KOJIHNYC-
CTBax, OAHAKO IIpU I/IH(l)I/ILII/IpOBaHI/II/I IIaTOrcHaMu
nm obpabdotke sk3oreHHoit CK ero comepskanme
Bo3pactaer (Mou et al., 2003).

Cunraercs, uro Hakomtenne CK B pactu-
TENbHBIX TKaHSIX BbI3bIBaeT mepexon NPRI1 wu3
onmuromepHoit ¢opmel B MoHomep (An, Mou,
2011), kOTOpBIH CIOCOOEH MOCTYMATh B SIPO, B3a-
UMOJICHICTBOBATh C TpPAHCKPHUIT-(GaKTOpaMH Cce-
meiictBa TGA 1 akTUBHPOBATH TPAHCKPHUITLHIO T'e-
HOB, MMPUYACTHBIX K 3AIIUTHBIM PEaKIHUsIM, B 4acT-
uoctH, renoB PR-6enxoB (Lushchak, 2011). B cu-
creme in VItro mokasaHo, 4TO pa3pbiB TUCYIbGHI-
HBIX CBS3EH, MOAJEPKUBAIOIINX OJUTOMEPHOE CO-
crosare NPR1, mpoucxoaut moj BIHSHUEM BOC-
craHosutens Tuopenokcuna (Tada et al., 2008).
Ero ywactue B mepexoge NPR1 B MoHOMepHYyIO
¢dopMy TMOKa3aHO M TEHETHYECKUMH METOJIaMH.
MyrtaHTel apabuporicuca 1Mo THOpenoKcuHy (Irx-
h5), B oTimume oT pacTeHHi TUKOTO TUIA, HE 00-
paszoBbiBanii MoHOMepHYIO Gopmy NPR1 u Obutn
He CIIOCOOHBI cHHTEe3upoBaTh Oenok PR1 B oTBer
Ha 00pabotky sk3orennoit CK (Tada et al., 2008).
Xots BO3MOKHO, YTO TUOPCAOKCHH HE CAUHCTBCH-
HBIII BOCCTAaHOBUTENb, YYACTBYIOIIMA B IpeBpa-
meann NPR1 w3 omuromepnoit ¢opMel B MOHO-
MEpHYI0. YCTaHOBJIEHO, YTO TaKoe MpeBpalleHue
3aBUCHT OT PEJIOKC-CTAaTyca KJIETOK M YMEHBIIICHHUE
COZIep)KaHUS B KJIETKaX BOCCTAHOBJIEHHBIX TITyTa-
THOHAa U ackopOata mpensTcTByeT mnepemade CK-
curnaioB (Brosche, Kangasja, 2012).

B To e Bpemst uzBecTHo, uTo aercteue CK
IIPY UHIYKIUU YCTOMYUBOCTH PACTEHHUH K ITaTOre-
HaM CBSI3BIBAIOT C €€ CIMOCOOHOCTHEO HHTHOHMPO-
BaTh (pEpPMEHTHl AHTHOKCUIAHTHOW 3aIIUTHI — Ka-
Tanasy, LUTO30JBHYI0  acKopOaTIepoKCUaasy
(Chen et al., 1993; Viot et al., 2009), uto npusBo-
nut K Hakoruiennto ADK. [locnennue paccmarpu-
BalOTCA KaK Ba)XKHbIE CUTHAJIbHBIE TOCPEAHUKH TTPU
WHIYLMPOBAaHUM YCTOMYMBOCTM PACTEHUH K JeH-
CTBUIO IaTOreHoB. OJTHAKO OCTAEeTCS HESICHBIM, Kak
B3aMMOJICWCTBYIOT IYTH CHTHAJIHM3allU{, CBS3aH-
Hele ¢ NPR1 u AOK. B ocneqaee Bpems momyde-
HBI CBEZICHUS O TOM, YTO MOHOMepHU3alus (BoccTa-
HoBnenrne) NPR1 mpoucxomur nocie BbI3BIBAEMO-
ro CK «OKHCIUTEIHHOTO B3PBIBA» M CICIYIOIIETO
3a HUM YBEIHMYEHUS COJIEpKaHWUs BOCCTAHOBUTE-
nei (Peleg-Grossman et al., 2012). Takum oOpa-
30M, BO3MOkHO, 4T0 ADPK u NPR1 sBistores co-
craBisrommMu equaon cetu CK-curnanmzamun.
IIpu TOM cTpeccop MOXKET BBI3BIBATh YBEJINUYECHUE
conepxkanusi CK B KileTkax, 4ro, B CBOIO OU€pe/b,
nHaynupyet reaepanuio ADPK u oTBeTHOE HaKoII-

48

JICHHE BOCCTAaHOBUTEIICH, B YaCTHOCTH THOPEIOK-
cHMHa, crocoOHoro BoccranaBiauBaTh NPR1.

C npyroit cTOpOHBI, HEKOTOPBIMUA aBTOPaMH
A®K paccmatpuBaroTcst kak mocpenaukun NPR1-
He3aBucumoirt CK-curnanmsaruu (Bacrokosa, O3e-
perkoBckasi, 2007). Ycranosneno, uro NPR1 ne-
00X0MM JIUTSI PETYJISIIAN SKCIIPECCHH PsiJia TSHOB,
MPUYACTHBIX K CUTHAILHOM TPaHCIYKIIMU, HO HE
TCHOB OCJIKOB, HEMOCPEICTBEHHO YYACTBYIOIIUX B
3alUTHBIX PEaKIUAX, HAMPUMEp IeHa TIyTaTHOH-
S-tpancdepass (Blanco et al., 2005). T'en, xomau-
pYIOIIUH TIyTaTHOH-S-TpaHcdepasy, OTHOCAT K
TPyMIe TaK HA3bIBAEMBIX PaHO AKTUBUPYIOLIMXCS
mox BiusaUeM CK, B TO ke Bpems pr-1-reds! ot-
HOCATCSI K aKTUBHPYIOIIMMCST 3HAYUTEITHHO TO3XKE
(Uquillas et al., 2004). IMeHHO B MX DKCIPECCHU
3aneiictBoBaH 6emok NPR1.

Takum o6pa3om, B HacToslIee BpeMs ycTa-
HOBIIeHO ywactue OemkoB NPR B CK-
WHIYLHPOBAaHHON CUCTEMHOW YCTOMYMBOCTH pac-
TEHHI, XOTS UX PoJib B peanu3anun dpdexroB CK
Opyu OCUCTBUM a0MOTHYECKHX CTPECCOPOB IOKa
ocTaeTcsl COBEpIIIEHHO HenccienoBanHoi (Moreau
etal., 2012).

B mocnennee necsTwieTHe MPOBOAATCS UC-
CIIEJIOBaHMsI, HANpaBliCHHbIE Ha YyCTaHOBJICHHUE
¢depmentaTuBHBIX ucTOYHHKOB ADK, 3aneiicTBo-
BaHHBIX B peanm3anuu 3ddexroB CK. Brisenero,
910 00paboTKa KYJNBTYPHl KIETOK a(pHKaHCKOTO
npoca CK BbI3bIBaJa OKUCIIMTENIBHYIO BCIIBIIIKY,
00YCIIOBJICHHYI0O B OCHOBHOM YBEJIHYECHHEM aK-
tusHocT HAJI®H-okcumaser  (Geetha, Shetty,
2002). YcuneHue TeHEpaIMy CYIEPOKCUIHOTO
AQHMOH-paJMKajia KOJICONTWISIMH IIICHHIIBI, TIPO-
ucxozsuiee mox BaustaneM CK, yraeranocs WHru-
ouropamu HAJIOH-okcumaszel MMHUIA30I0M U O-
Hadtonom (Konynaes Ta iH., 2011).

Mexanusmbl BiusiHAST CK Ha akTUBHOCTH
HAI®H-okcnaa3el OCTaloTCS MAaJIOMCCIICA0BaH-
HbIMH. Bo3moxHo, uto CK akTuBUpyeT CcUHTE3
¢depmenta de novo (Yoshioka et al., 2001). He wc-
kimoueHo, yto BiaustHue CK Ha akTUBHOCTH WU
cunte3 HAJIOH-okcuaa3pl onocpeACTBOBAaHO H3-
MEHEHHEM KOHIICHTPAIlM{ MOHOB KaJIbIIUS B IIUTO-
3one. Kamprmuit moxker aktuBmpoBath HAJIDH-
OKCH/a3y HEMOCPEACTBEHHO WJIM K€ ITyTEM BIIUSA-
HUs Ha mpouecc (GochopuinpoBaHusi MEMOpaHO-
cBs3aHHOM cyObemuuuilpl pepmenra (Ogasawara
et al., 2008; Sagi, Fluhr, 2001). TToka3ana crmoco0-
HocTh CK BBI3BIBATH yBENHYEHHE KOHIIEHTPALUU
[IUTO30JIbHOTO KalbIMS B PACTUTENBHBIX KJIETKax
(Wang, Li, 2006). IlpaBna, 10 cux mOp HE SICHO,
Kakoi u3 3¢dexros, Be3pBacMbIx CK — yBenuue-
HUE COJIEP)KaHUS ITUTO30JIbHOTO KaJbIHs MM KO-
mndectBa ADK — sBnsercs Oonee panauM. Koc-



KOAYITAEB u op.

BEHHBIC JaHHBIC YKa3bIBAIOT Ha POJIb KaJbIMs B
uHAynupoBaHHoM geiictBueM CK oOpasoBanumn
A®K B pacTtuTenbHBIX KieTKaxX. Tak, ycuJIeHUe
TeHepalnd CyMepOKCUIHOTO aHHOH-pajuKaia Ko-
JICONITWIISIMA TIIICHUIIBI, BBI3BIBAEMOE JCHCTBHEM
sk3orenHoit CK, momaBisioch OJIOKaTOpOM II0-
TEHIMAN3aBUCUMBIX KaJbIIMEBBIX KaHAJIOB Bepa-
namuiioM (Komymaes u ap., 2010).

Kpome HAJI®H-okcuaassl, B 00pa3oBaHuM
CYTIEpOKCHJIHOTO aHUOH-paJiKana W IepOKCHIa
BOJIOpPOZa MOTYT TMPHHHUMATH y4acTHE amoIliacT-
Hble (opmbl mepokcuaaszsl (Minibayeva et al.,
2009; Mika et al., 2010). TToka3aHO MOBHIIICHHE
aKTUBHOCTH 3KCKPETHPYEMBIX W MOHHOCBS3aHHBIX
(opM TEepOKCHIA3Hl IO/ BIMSHHEM 3K30T€HHOU
CK na kyneType kierok tabaka (Kawano, Muto,
2000), W30IMPOBAHHBIX KOPHSX M KOJEONTHIISIX
mmrennnsl (Minibayeva et al., 2009; Mika et al.,
2010; Konymaes u ap., 2012), cemsaaonsax orypia
(Konynaes, Sctpe6, 2012). [IpumeyarenbHo, 4TO
MOJl BIIMSHUEM WHTHOWTOpA TEpPOKCHIA3BI CallH-
HWITHAPOKCAMOBOM ~ KHCIIOTHI  HHMBEJIHUPOBAIOCH
Be3bIBaeMoe CK ycunenne renepanuu ADK u mo-
BBIIIEHUE TEIJIOYCTONYMBOCTH KOJICONTUIICH MIIe-
aunsl (KomymaeB ta in., 2011). Bo3moxno, 49TO
YBEJIMYEHHE AKTHUBHOCTH AamoIUIaCTHOM MepOKCH-
JTa3bl B KOJICONTHIISX MIeHUIBI 1oy BivstaneM CK
CBSI3aHO C CHHTE30M JTOTO (pepMeHTa, MOCKOIBKY
JaHHBI 3((deKT MoJaBIsuICs WHTHOMTOPOM OHO-
cuHTe3a Oenka mukiorekcumuaoM (KomymaeB Ta
iH., 2011).

VYcuneHne reHepaiiy NepoKcuaa BoAopoa
pactennsaMu npu aeiicteun CK B M3BECTHOM CTe-
TIEHN MOXET OBITh CBA3aHO TaKXKe C aKTHBalUeH
cymepokcumaucmytassl  (COJI), mpeBpamaromeit
CYTIEPOKCHIHBI aHWOH-PAJIMKAl B CTa0WIBHYIO
A®K — nepokcun Bogopona. Muayuupyemoe CK
noBeimieHne aktTuBHOCTH COJl 1 CBSI3aHHOE C HUM
yBEJIMYEHHE KOHIEHTPAIMH ITEPOKCHIA BOJOPOJIA
MOKa3aHO Ha TMpHMEpe JIHCThEB apadujorcuca
(Rao et al., 1997) u oTpe3KOB KOJEONTHIIEH IIIITe-
wuibl (Komymaes, 2007). H,O,, kak ruapodmibHast
MoJieKysa, crnocobeH auddyHIMpoBaTh B LUTO-
TUTa3Me W y4YacTBOBATh B MEpeade CTPECCOBBIX
curnanos B renom (Foyer, Noctor, 2009), obecrre-
yuBas (JOPMUPOBAHUE AJIANITHBHBIX PEaKIUH, CBI-
3aHHBIX C aKTHBallMEeH pPa3iIMYHBIX 3AlIWTHBIX Te-
uoB (Liu et al., 2006). Takum 06pa3oM, aKTHBAIHS
COH, xak u A®DK-renepupyromux ¢GepMeHTOB
HAJI®H-okcunassl U mepoKcHias, MOXET OBITh
KIIIOYEBBIM TporieccoM B ¢popmupoBann ADK-
curHana y pacteanii npu aerictsun CK. I[Ipumeqa-
TenbHO, uTOo BhI3bIBacMass CK axtmBamus COJl B
KOJICONTIJISAX MIIEHHUIBI MTOAABISIACh IPU UX 00-
paboTKe BepamaMWIIOM, YTO YKa3blBaeT Ha BO3-
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MOXKHYIO POJIb KaJIBIUsS, TIOCTYMAOIMIEr0 B IUTO-
30JIb 4Yepe3 MOTCHIMAI3aBHCUMbIC KaIbIHEBhIC
KaHaJbl, B perymsainuu akTuBHOCTH (epmenta (Ko-
Jymaes u np., 2010).

OrnpeeneHHbIil BKIIAJ B HAKOIUICHUE Iie-
poxcuaa Bogopoaa npu neiicteuu CK MoxeT BHO-
CUTh OKCaJaTOKCHAa3a. YBENWYEHHE €€ aKTHUBHO-
ctu mop BinusHUEeM dSKk3orerHHoil CK mokazaHo Ha
KOJICONTHISAX U MHTAKTHBIX MPOPOCTKAX IMIIEHUIIBI
(Tpommna u ap., 2007; SActped, Komynaes, 2011).

Eme omHuM ¢epMeHTOM, Y4acTBYIOIIUM B
MeTabonm3Me MepoKcHIa BOJOPO/Ia M pealn3aiin
addexroB CK, mokeT ObITh Kataiasza. B 90-e roast
MPOILIOTO CTOJNETHsI KaTaja3sy paccMaTpUBall Kak
ocuoeuyto wmumierb aeiicteuss CK (Chen et al.,
1993). UnarnbupoBanue 3toro ¢pepMeHTa Mo Aei-
crBueM CK MOXeT MPUBOJUTH K HAKOIUICHHUIO Tie-
pOKcHIa BOJOPOAA, BBITONHSIONIETO POJb CHUT-
HaJTBHOHN MOJIEKyINBL. B TO ke BpeMs B Ooiee mo3-
HUX WCCIIEOBAHUAX OBUTH BBIABICHBI OEIKH,
uMeroIe Oonbliee MO CPaBHEHHIO C Karanasoif
cpoactBo k CK (Du, Klessig, 1997), a taxxe oT-
cyrctBrue 3(deKTa WHTHOMPOBAHWS KaTalasbl y
psina pacrenuii nmon Bausauem CK (Horvath et al.,
2002; Konymaes, fActped, 2012). B cBsa3u ¢ atum
Mexaam3M HakomieHusa A®K, cBsa3aHHEBINA ¢ H3Me-
HCHUSMU AKTUBHOCTU KaTaladbl, BpAJd JIK MOXHO
CUHNTAaTh OCHOBHBIM.

[Momumo kamprmst 1 AD®K B TpaHCAyKIIHH
curtana CK B reHeTHuecKuil anmapar MOXeT OBbITh
3aJeliCTBOBAaH OKCHJ a30Ta. Tak, MOKa3aHO IOBBI-
menue konmuectBa NO B otBet Ha neiictBue CK y
pacrennit cou (Klepper, 1991) u xeHblueHs
(Tewari, Paek, 2011). B To e Bpemsi mpu obpa-
6otke CK B KOpHSIX TOMaToB, IOBEPTHYTHIX COJIE-
BOMY CTpEecCy, OTMEYaJIOCh CHIKEHHE COJepKa-
Hus okcuaa asora (Gémes et al., 2011). B nammx
9KCIEpUMEHTax 00padoTKa MPOPOCTKOB MIIEHHLIBI
JKAK u CK BbI3BIBaJIa TPAaH3UTOPHOE YBEITUUCHUE
colepkaHusi B KOpHAX okcuaa azora (Kapmen u
ap., 2016). Dror sdekt yraerancs npenBapu-
TENbHOW 00pabOTKOH MPOPOCTKOB CKAaBEHXKEPOM
MepoKcHa BOJ0POia TUMETHITHOMOYEBUHOMN, YTO
yka3piBaeT Ha poib H,O, Kak mocpeHuKa B HHAY-
nuposanHoM CK ycunennm oOpazoBaHusi oKcuaa
asora.

Takum 00pa3oM, B TpaHCAYKLMH CHTHajia
sk3orerHoii CK B reHernyeckuii ammapar, TO-
BUIUMOMY, mpuHHMaroT ydactne A®K, wnonsl
KaJIbIIUsl M OKCHJ| a30Ta, MEXJy KOTOPBIMH CYIlle-
CTBYIOT Te€CHBIE ()YHKIIMOHAIIbHBIE CBA3H.

Kacmonosas  kucroma ¢uTOTOpMOH,
YYaCTBYIOIIMM B PEryJsiiuyd yCTOWYMBOCTH pacTe-
HUN K OMOTHYECKUM (TPEXKJE BCEro HEKPOTPO(d-
HBIM MaTOTCHAaM U HaCEKOMBIM-BPEAMTENISIM) U He-
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KOTOpBbIM abuotndeckuM crpeccopam (Wasternack,
2007; Bacrokosa, O3zepenxosckas, 2009; Santino
et al., 2013; Wasternack, Hause 2013).

JKacmoHOBasi KHCIIOTa MOXET 00pa30BBI-
BaThCS TpU JACTPAJAllM MEMOpPaHHBIX JIUITUIOB
pasubiMu yTsMdA. OIMH W3 HauOO0JIee M3YYCHHBIX
KacKaJl0B, MPHUBOAMINX K OOpPa30BaHMIO KACMO-
HOBOW KHCJIOTBI, HAUNHAETCS C OKHUCIICHHS JIUIIOK-
CUreHa30il O-JIMHOJEHOBOM KHUCIOTHI 10 13-
THIIPONIEPOKCUITMHOICHOBOH (13-THaponepoKcHok-
TamekarpueHoBoii) (Sembdner, Pathier, 1993;
Agraval et al., 2004). Ota xupHast KHCTIOTa ACTH]I-
pHUpyeTCsl aNJIeHOKCUIICUHTA30i, 00pa3ys HecTa-
ompHy0 12,13-3MO0KCHOKTaAeKaTPUEHOBYIO KHC-
JIOTY, KOTOpask MUKITH3UPYETCS aIEHOKCHIITUKIA-
30H, mpuBomAlIeH K oOpa3oBaHuIO 12-0KCO-
¢uTomuenoBoit kuciotel (12-ODJIK) — mepBomy
MIEHTAIUKINIECKOMY MPOU3BOJHOMY 3TOTO MYTH.
3areM 3TO COeAMHEHHE C TOMOIIbI0 12-0KCo-
O JIK-pemyKTasbl MpeBpallaeTcs B 12-
OKCO(DUTOCHOBYIO ((3-0kco-2-(2Z)-mieHTEHmM)-
UKJIOTICHTaH OKTaHOBYI0) KHcoTy. [locne atoro
MPOMCXOANT YKOpauMBaHUE OOKOBOH IeTH 3a cYeT
TpeX TOCIeI0BATEIbHBIX PEAKIHd [3-OKUCIEHUS C
o0pa3oBaHHEM )KaCMOHOBOU KHCIIOTEI.

Cunre3 JXAK y pacreHuil unayuupyercs
MHOTUMH CTPECCOBBIMU (pakTopamu. Haubonee
W3y4YeHHBIM () (EKTOM SIBISIETCS MHIYKIUS CHHTE-
3a KAK y pacrenuiél moj AeiiCTBUEM paHEBOTO
crpecca (Wasternack, 2007). BbisiBieHO TpaH3u-
TOPHOE YCHIJIEHHE SKCIPECCHU T€HOB IJUIIOKCHUTe-
Ha3bl, AJVICHOKCUICUHTA3bl ¥ AJJICHOKCHIIIUKIIA3bI
npu panenuu pacrenuii (Howe et al., 2000; Stenzel
et al., 2003a; b). DddexTsr aOHOTHUECKUX CTpec-
COPOB — PaHEHHUSI M MEXaHUYECKOTO pa3AparkeHUs
— MMEIOT MHOTO OOILEro ¢ peakiuel pacTeHuil Ha
neiictBue ¢urodaroB M MmaToreHoB, B KOTOPOM
npunuMaeT yuactue JKAK.

B T0 ke Bpems ere 1Ba IECATHIETUS TOMY
Hazaj], ObIJIO YCTAaHOBJIEHO YBEJIHMYEHHE COMAepKa-
Hus sHaoreHHoi JKAK B pacTeHusix sumeHs npu
abuortmyeckoM (ocmotnueckoMm) crpecce (Kramell
et al., 1995). Takke TIOKa3aHO TOBBIIIEHUE COIEP-
KaHWs (PU3NOIOTNYECKH aKTUBHBIX AMHUHOKHCIIOT-
HBIX KOHBIOIaTOB B OpraHax pacTeHUH NpH 00e3-
BockuBanuu (Ilantota Ta iH., 2009). C apyroii cto-
POHBI, Y pacTeHHi apaObHJIOTICHca HE TIPOUCXOJTUIIO
yBenuueHus coxepxanus JKAK npu 3acyxe, XoTs
MpH 3TOM TMOBBIIATOCH coxaepkanne 12-ODIK
(Savchenko et al., 2014).

V pactenuit apaOumornicrca u prca BBISBIIC-
HO yBenmmuenue konndectBa JKAK B oTBeT Ha nei-
CTBUE XO0JIOJA, TAKKE YCTAHOBJIEHA XOJIOJOMHAY-
nupyeMas 3KCIpeccHsi TeHOB, IPUYACTHBIX K CHH-
te3y JKAK — numokcurenassl, alIeHOKCHICHHTA3bI
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u ameHokcuaumkiasel (Du et al., 2013; Hu et al.,
2013). YcwieHne 3KCIpecCHH TEHOB ATHX (ep-
MEHTOB y apaOuI0ICHca MOKa3aHo | O] BIHSHH-
em coneBoro crpecca (Walia et al., 2005).

K mHacrosmeMy BpeMEHH YCTaHOBJICHEI
y4acTHUKHU TpaHcAykiuu curHana JXAK B reneru-
yeckui anmapaT KjaeTku. CuuTaercs,, 4To KIrode-
BbIM OEJIKOM, 3a/eHCTBOBaHHBIM B ’KaCMOHATHOM
curHaiuure, sBisiercst 6enok COIL (coronatine in-
sensitivel), KOTOpBIi ydacTBYeT B yAaleHHH Oell-
KOB-pemnpeccopoB TpaHCKpunT-pakropoB KAK-
curnanudra (BacrokoBa, O3seperkorckas, 2009;
Santino et al., 2013). benox COIl cuutaercs ya-
CThIO YOMKBUTHMHJIMIA3HOIO KOMIUIEKCA, OCY-
MIECTBISIONIETO  Jerpajanuio OelkoB B 26S-
nporeacoMe ¢ momolneo youksuthHa (Xie et al.,
1998). MureHsMu 3TOT0 KOMITJIEKCa CITy)KaT Oel-
ku JAZ (jasmonate-zim-domain), BBEITOIHSFOLIHE
poJIb HEraTUBHBIX PEryJsTopoB KAK-
curHanmzanuu. WX aerpaganust OTKpHIBaeT MyTb
Ul peryisiqMd C TIOMOIUBI0  TPAHCKPHIIT-
(aKTOpPOB 3KCIPECCUM TEHOB, WHAYIMPOBAHHBIX
KAK. Cpenu HuX ocoboe 3HaU€HHE UMEIOT TpaH-
ckpunt-dakropsr JINI/MYC2, mox KoHTpojem
KOTOPBIX HaxXOIATCS MHOTHE (PU3HOIOTHYECKHE
peakiuu, moje3Hble st GOPMUPOBAHUS YCTOHYIN-
BOCTH pAaCTeHWH K JeHCTBHIO a0HMOTHYECKUX
crpeccopos (Dombrecht et al., 2007; SIctpeb u ap.,
2016).

B nepenaue curnana )KAK B reHeTuueckuit
ammapaT KJICTKH HapsAay ¢ Ha3BaHHBIMH BBIIIE
crienpUIecKUMU OeJIKaMH 3a/IeHCTBOBAHBI TaKWe
YHHUBEpPCAIbHBIE BHYTPHUKJIETOYHBIE CHTHABLHBIC
MoCpenHuky, kKak Kampiuid, ADK, okcua azota
(Konymaes, Kapmen, 2010).

Tak, yCTaHOBJIEHO, YTO WHAYIHPYEMOE Me-
TWIDKacMOHaTOM Hakorienne PR-OenkoB u ¢u-
TOAJIEKCHHA y PAaCTeHUH BHHOTpajga 3aBHCENO OT
MOCTYTUICHUSI KaJbIMS Yepe3 KallbI[MeBble KaHAIIbI
iasmanemmbl (Fauriea et al., 2009). Bei3piBaemoe
METHJKAaCMOHATOM 3aKphIBAHUE YCTHUI] y apaOu-
JOTICHCA TaKKe SBISICTCS KaJbIHHA3aBUCUMBIM
npoueccoM. [lokazaHo, 4TO OH BKIIOYaeT B ceds
AKTHBALHIO KaJIbIHH-KaJIbMO Iy TMH3aBUCUMOM
NPOTEHKHWHA3bl, YTO TPHBOJUT K aKTHBAI[HMU
HAJI®H-okcumaser (Suhita et al., 2004). C yua-
ctuem ADK, renepupyempeix HAJIOH-okcnaazoit,
HPOUCXOJUT OTKPHIBAaHHE IOTEHIIMAI3aBUCUMBIX
KaJIbI[EBBIX KAaHAJOB, MOBBIIICHHE KOHIICHTPAIHH
IIUTO30JIHOTO KaJbILUs U, KaK CIIEJICTBUE, U3Me-
HEHHE HMOHHBIX IOTOKOB, NMPUBOJSIIEE K IOTEpE
Typropa 3amblkaronmmu kietkamu (Suhita et al.,
2004).

3ameTuM, 4YTO paHee ObLIa YCTaHOBJIEHA
pOIb TEPOKCHAA BOAOPOAA KaK BTOPHYHOIO IIO-
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cpenHuka Tmpu (QOPMHPOBAHUU >KACMOHAT3aBHCH-
MBIX OTBETHBIX PEaKIMil pacTeHWWA Ha JeiCTBUE
paHeBoro u Owmormueckoro crpeccoB (Orozco-
Candenas et al., 2001).

KocBeHHbIE JaHHBIE, CBHICTENBCTBYIOLIHNE O
BO3MOXHOM  KaJIbIIUHOMIOCPEIOBAHHOM  BIIHSHUH
KAK na axtuBHOCTs HAJI®H-0KCHAa3BI TIOTyUe-
Hbl ¥ Ha KOJICONTHWIAX MmmeHuIsl. OopadoTka OT-
pe3koB JKAK BbI3bIBaNa yCHUICHHE T'€HEpALUU UX
MOBEPXHOCTHIO CYNEPOKCUAHOTO aHHOH-PaIUKaa,
1 3TOT 3(PPEeKT MOMABISIICA XEIaTOPOM KaJIbITHS
OI'TA (Kapneu u np., 2014). B 1o e Bpems BbI-
3piBaeMast JKAK axtuBanus HAJIDH-okcumassl
MOJKET TPOUCXOIUTH U C ydacTtueM (ochaTtuaHon
kucinotel (Marino et al., 2012), ob6pasyroimeiics
nop aevicteueM Qocdonunaszel D. HenaBHo ycra-
HOBJICHO HAJM4YUE B KATAINTHYECKOH CyObEIUHU-
e HAJI®H-okcuaassl caiita cBsi3bIBaHHS C (oc-
(baTHIHON KUCIIOTOM, BBICTYMAIONICH B POJIU aKTH-
BaTopa (epmenta (Baxter et al., 2014). B nammux
9KCIEPUMEHTaX MOKA3aHO, YTO AHTArOHHUCT 3aBU-
cumoro ot ¢ochonumnaszel D ob6pazoBanus docda-
TUHOW KUCIOTHI OyTaHONI-1, HO HE €ro HEeaKTHB-
HBI M30Mep OyTaHOIN-2, HUBETUPOBAN BHI3bIBAC-
moe JKAK ycunenue renepaipn O, B KOJCONTH-
nax mmenunsl (Komynmaes u ap., 2013). Taxoke
OPSAMBIMH METOAAMH MOKa3aHO, YTO MU JCHCTBUH
9K30T€HHOT0 METH/DKacMOHaTa Ha kietku Capsi-
cum chinense B HUX MPOUCXOJHT TOBBIIICHUE aK-
tuBHOCTH (ocdonunazer D (Altuzar-Molina et al.,
2011).

YnoMmsiHyTO€ BBIIIE TPAH3UTOPHOE YCHIIE-
HHUE TeHepalury CyHEepOKCHAHOTO aHHOH-paJHKaja
npu neiictBun JKAK Ha KieTku KojeonTuiiei
TMIIEHNIBl TPEANIECTBOBAJIO HHIYIHPOBAHUIO HX
aHTHOKCcUIaHTHOU cucTeMsbl. [lox Biaugauem XKAK
B KOJICONITHJISIX IIIEHHUIIBI POUCXOIMIIO TTOBBILIE-
HUE aKTHBHOCTU aHTHOKCHJIAHTHBIX ()EPMEHTOB —
COJl, xartana3bl, acKOpOaTIepOKCHIA3bl, PACTBO-
PUMOM T'BasKONMEPOKCHIA3bl, a TaKXKe COAeprKa-
HUS HU3KOMOJIEKYJSPHBIX aHTHOKcHIaHTOB (Kap-
ment u 1p., 2014). Moxxao nonarars, uto ADK sB-
JAIOTCSA TMOCPEAHMKAMHM B peaju3aliy BIHSHUA
KAK Ha (¢epMeHTaTHBHYIO aHTHOKCHIAHTHYIO
cucremy. Ilpu »stom B aktuBauuun ADK-
TeHEePUPYIOLIMX (EPMEHTOB, IMO-BUAUMOMY, Kak
BTOPUYHBIE MECCEHJDKEPBI 33J€MICTBOBAHBI Kallb-
Ui 1, BO3MOXHO, docharuaHas kucnora (Komy-
naeB u ap., 2013; Baxter et al., 2014), xoropas,
KaK OTMEYaloch BHIIIE, CIIOCOOHAa aKTHBHPOBAThH
HAJI®H-okcuaazy. Tak, moa BiIusTHUEM HHTHOU-
Topa oOpazoBaHusi (ochaTHIHONH KUCIOTHI OyTa-
HOJIa-1 B KOJIGONTHIISX MIIEHULBl HUBEIHPOBAINCH
He TOJbKO Bbi3bIBaeMblie JKAK addexTsl ycunenus
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obpazoBanust ADK, HO U MOBBIIICHUE aKTUBHOCTH
CO/I u xarana3sl (Komymaes u np., 2013).

Hapsiny ¢ A®K B TpaHCAYKIIMM CUTHAJIOB
KAK, no-BuanMomMy, MOTYT OBITH 331€ICTBOBAHBI
Y aHTUOKCHJIAHTHI, B YACTHOCTH, TIyTaTHOH. TakK,
y MYTaHTOB apa0uaoncuca, JePUIMTHBIX 0 TITy-
tatnony (Cad2), oTMeyasncsi HU3KUI yPOBEHb IKC-
npeccun renoB VSP2 u PDF1.2a, koHTpoiupye-
Mmeix JKAK (Han et al., 2013). ¥V pacrenwuii apadu-
JIOTICHCA JUKOTO THUIMA 3KCIPECCUS ITHX T'CHOB
CHI)KaJlach TOJ JeiCTBHEM HMHTHOWTOpa CHHTE3a
rIIyTaTioHa OyTHOHHMHCYNb(okcuMuHa. Takxke
MOKA3aHO, YTO 3K30TCHHBIN TIIyTATUOH CTHMYIJIU-
pOBall IKCIPECCHIO KACMOHAT3aBUCHUMBIX TE€HOB
LOX3, JAZ10, VSP2 (Han et al., 2013).

Oxkcn a30Ta Kak CHTHAJIBHBIA MOCPEIHHMK
TaK)kK€ MOXKET y4YacTBOBaTh B Ipolieccax TpaHC-
nykuuu curnana JKAK. TlokazaHo moBelmieHue co-
nepxkaraus NO mocie o6padotku XKAK B mucThsix
apabumornicuca (Huang et al., 2004) u B KoOpHsIX
npopoctkoB mmenuipl (Kapnen u mp., 2016).
[IpemobpaboTka pactennii ckaBemkepom NO
PTIO nognasmsna seizeiBaeMoe JKAK obpazoBanue
JatepajbHBIX KopHe# y puca (Hsu, Kao, 2011), a
TaKXe HHAYIHPYEMble STUM (UTOTOPMOHOM aKTHU-
BalMio  (EPMEHTOB  acKopOaT-TIIyTaTHOHOBOTO
[UKJIa W TOBBIIICHUE 3aCYXOYCTOHYMBOCTH TIIIe-
Huiel (Shan et al., 2015). Bei3siBacMoe aeiicTBUEM
sk3oreHHoil JKAK uHayuupoBaHue TemIoycTOM-
YHUBOCTHU IPOPOCTKOB MIIEHUIBI yrHeTanoch PTIO
(2-phenyl-4,4,5,5-tetramethylimidazoline-1-oxyl-
3-oxide) u maTHONTOpOM NO-CHHTA3BI KUBOTHBIX
L-NAME L-(NC-nitro-L-arginine methyl ester)
(Kapment u gp., 2016), 9To Takke CBUAETEIHCTBYET
B MOJIb3Y MPEANOIOKEHUS O POJU OKCHJa a30Ta B
peanmzanuu (uzuonorndeckux 3pdexkroB KAK.
[IpumeyaTensHO, YTO WHAYLUPOBAHHOE SK30T€H-
Holi JKAK oOpa3zoBanue okcuja a3zora B KOPHSX
NPOPOCTKOB  NIIEHHIBI  okazajoch  ADK-
3aBUCHUMBIM U HOJABIISUIOCH CKaBEHXEPOM IEPOK-
cuza BoJopoaa numeTuaTHoMmoueBuHon (Kapren u
Ip., 2016).

Takum o0pazom, TpaHCAYKIHA CHUTHaIa
JKAK, mo-BuamMoMy, BKIFOYaeT B ceOsl CIOXKHOE
(YHKUMOHAIBHOE B3aMMOJEHCTBHE MEXIy HOHa-
mu  kKanplusa, ADPK u okcugom azora. Ilo-
BUIUMOMY, pe3ynbTar BiusHus KAK Ha skcmpec-
CHIO ONpE/EICHHBIX T'€HOB (opMHpYeTca C yua-
CTHEM KOMILIeKca crieruduaeckux OeNKoB U CHT-
HAJILHBIX TMOCPeNHUKOB. OJHAKO MEXaHU3MBI HX
(YHKIMOHAIBHOTO B3aUMOJEHCTBUS TIOKA OCTAIOT-
Cs1 IOYTH HE MCCIIEOBAHHBIMH.

Bbpacuunocmepouovt (BC) — xnacc ¢uro-
TOPMOHOB, NMPWHUMAIOIINX y4YacTHE B MpoIeccax
ajanTaluy pacTeHUl K cTpeccopaM pas3IMuHOMN
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OPHUPO/IBI, B T.4. K 3KCTPEMAJIbHBIM TEMIIEPATypam,
BOJHOMY cTpeccy, 3aconenuto (Khripach et al.,
2003, Fariduddin et al., 2014). Ects cBUmeTEND-
CTBa WX BJIMsAHHS Ha (YHKIMOHHPOBAHHE BCEU
TOPMOHAJILHOM CHCTEMBl pacTeHWH, YTO JaeT Oc-
HOBaHHE PAaCCMATPHBATh UX KaK TPYIIY Ba)KHEH-
IIUX CTpeccoBbIX (uroropmoHoB (Bajguz, Hayat,
2009).

K HacTosmemy BpeMeHH BBISICHEHBI INyTH
cunreza BC B pacrenumsx (Chung, Choe, 2013).
Pannane stansr oOpazoBanms bC sBisroTcs 00mIu-
MH C IyTSAMH OMOCHHTE3a APYTHMX TEPIECHOUIOB.
Crepounsl 00pasyloTcst w3 ckBajieHa. [lepBbiM
crenn(puIecKuM IPOIYKTOM, U3 KOTOPOTO CHHTE-
3upyrorca  ocraneHble BC, cuurtaercas  24-
METHJIEHXOJIECTEPOII, MIPEBPAIAIOIINICS B KaMIie-
CTEepoJ M 3aTeM B KammecTaHoi. OT KkaMIecTaHoIa
pacxonarcs nBe BeTBH OnocumHTe3a bC, "acto ox-
HOBPEMEHHO COCYIIECTBYIOIINE B PACTUTENBHBIX
KJIETKaxX: C PaHHUM U MO3IHUM OKucieHueMm B C-6
MOJIO’KEHUH. BBIABIEH M Tak Ha3bIBa€MBI KaMIle-
CTaHOJI-HE3aBUCUMBIA PaHHUN IIyTh OKHUCIIECHUS B
C-22 nonoxennu. Bee Tpu myTu npuBOAT K 00pa-
30BaHMIO KAaCTacTEPOHA, U3 KOTOPOro oOpasyercs
Opaccunonun — aktuBHas ¢(opma BC (Chung,
Choe, 2013).

Usmenenue conmeprkanus 3HA0reHHBIX BC y
pacTeHuid pH JeHCTBUH cTpecc-()akTopoB H3yda-
JIOCh TG B AMHUYHBIX paboTtax. Ha mpopoctkax
KYKypy3bl TTOKa3aHO TOBBIIIEHHE KOJMYECTBA JH-
norennbix BC (anubpaccuHonIa, TOMOOPACCUHO-
muaa U OpacCHHONHIIA) TIPY aanTalid K HUA3KOU
temneparype (Kpasen u np., 2011). B To xe Bpems
B KJIETKax xJopesuibl copepxanne bC He n3mens-
JIOCh TIPU IEUCTBUU TSDKEJIBIX METaJIOB, XOTS JK-
3oreHHble BC yMmeHbIIanu MX HEraTUBHOE [ei-
crBue (Bajguz, 2011). YcraHoBIEHO, 4TO paCTEHHS
apabugorncuca det2, MyTaHTHBIE 1O Te€HY, KOIH-
pyromemy dhepment cuate3a bC, u oTimuarommecs
TTOHIKEHHBIM 3HJIOTEHHBIM cofepxanueM bC, xa-
pakTepu3yroTcs Oolice BBICOKOH YyBCTBUTEIBHO-
CTBIO K JICHCTBHIO 3aCOJICHHS TI0 CPaBHEHHIO C
pacteHusiMu ukoro tumna (Zeng et al., 2010).

ITonoxurensHoe BiIMsHHE HK30TeHHBIX BC
Ha yCTOMYHMBOCTBH PAacTEHUH K CTpeccopaM IMoKa3a-
HO B OTPOMHOM KoiW4yecTBe pabor. B Hamem
MpebIIyIeM 0030pe 0000IIEHBI CBEICHUS O BIIH-
g BC Ha ycTOMYMBOCTH pacTEHUH pa3HBIX BH-
JIOB K THIIO- U THIIEPTEPMHUHU, OCMOTHUECKOMY H
COJIEBOMY CTpeccaM, TSDKEJBIM MeTajllaM, HaTore-
Ham (Konynaes, Baitnep, 2014).

K macrosmemy BpeMeHH YCTaHOBJICHA MPHU-
pona peneniropa BC. DTOT Genok sIBIIsSeTCS peren-
TopHOU KmMHa3ou BRII, comeprkamield TuraHaHbBIN,
TpaHCMEMOPAHHBIH W MPOTCHHKUHA3ZHBIN JTOMEHBI
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(Clouse, 2011; Chung, Choe, 2013). IIpucoemune-
are bC k BHeKIeTOUHO# oOmactr perentopa BRI
BBI3BIBACT COOBITHS aBTO- W TPaHCHOCHOPHUIHPO-
Banust BRIl u ero kopenenropa BAK1 (BRI1-
Associated-Kinasel). Dtu Oenku SABISAIOTCSA IIPO-
TEHMHKWHA3aMH JIBOWHOH CIHEIU(MUIHOCTH, KOTO-
pble Tpu TpaHcAykuuu curHana bC mMoryTt aBTO-
(dochoprupoBaThCs TO CEPUH-TPCOHHMHOBBIM U
tupo3uHoBeIM octaTkam (Oh et al., 2010). docdo-
puupoBaHHEI Oemok BKI1, xoTopswrid sBisieTcst
uHruoutopom penentopa bC, otaensiercs oT
BRI1, B pesympraTe yero obpasyercs aKTHBHBIH
rerepogumep BRI1/BAKI. Ilpu stom BKI1 mu-
TpUpPYeT B UUTOIUIa3My, I/Ie aCCOLUUPYETCS C Ila-
neponusiM Oenkom 14-3-3. Kommieke BRI/BAK1
dochopmmupyer 6enku CDG1 (Constitutive Dif-
ferential Growth 1) u BSK (BR-Signaling Kinas-
es). B cBoro ouepenp 3TH OCNKM aKTUBUPYIOT ITy-
TeM ¢ochopumupoBanus — nporenHpocdarazy
BSU1 (BRI1 suppressor 1). [Tocnequss nedhocdo-
PUIIUPYET U TEM CaMbIM MHAKTUBUPYET JIOKAIHU30-
BaHHBIN B spe OEJIKOBBIN KOMILJIEKC
BIN2/DWF12, koTopblii sSBIsieTCS MPOTEHHKHHA-
30#, BBIMONHAIONIEH (YHKIUK OTPHLATEIHHOTO
perymsaropa TPaHCKPUNT-()AKTOPOB BZR1
(Brassinazole Resisitant 1) u BES1 (BRI1-EMS-
Suppressor 1). OTu TpaHCKpHUIIT-PAaKTOPHI TIEpEX0-
J4AT B AaKTUBHOC COCTOSSHMEC KW AKTHUBUPYIOT JKC-
npeccuro nenessix reHoB (Chung, Choe, 2013).

NmeroTcss ocHOBaHUS TMoONaraTh, 4TO OJJHUM
n3 OEJKOBBIX IIOCPEIHUKOB, YYaCTBYIOUIMX B
TpaHcaykiuu curHanoB bC, sBnsercss pemokxc-
gyyBcTBUTENBHBIN Oenok NPR1, koTopblii cunTaet-
CSl OJHUM M3 KIIIOYEBBIX OEJKOB CaIMLMIATHOTO
curHasmara. Tak, nmpu o6pabotke BC Temnoycroii-
YMBOCTh pacTEHHWH apaluuorcuca IUKOTO THIA
CYIIIECTBEHHO MOBBIINIANACh, B TO BPeMsI KaK pe3u-
CTEHTHOCTh CAJIMIMJIATHEUYBCTBUTENLHOTO MY-
taHTa NPr-1 msmensnace caabo (Divi et al., 2010).

[Momumo cnenmduuecknx OETKOB B TpaHC-
nykinun curHana bC, o4eBMmHO, 3a/1eCTBOBAHBI
VHHBEpCaIbHbIE CUTHAILHBIE TIOCPEIHUKN HeOel-
KOBOM TPHPOJBI, TaKWe KaK aKTHUBHBIE (POPMBI
kuciopoaa (ADK), monookcu azora (NO), noHbI
Kanmpius. Tak, Ha pacTeHHsIX Orypua ITOKa3aHa
cnocobHocth BC ycunuBate renepaumio ADOK —
CYNEpPOKCUIHOTO AHWOH-paJuKana W IepOKCcHIa
Bomoposa (Xia et al., 2009). DtoT >¢dexT momas-
nsuicst uaruoutopom HAJIOH-okcunassl nudenu-
neanonoHnymMoM. OOpaboTka pacTeHUi orypua
24-5OBJ1 BbI3bIBaIa KOMIUIEKC peakiiuii, 00ycCIIOB-
JTUBAIOIIIX MOBBIIIICHHE Hecnenu(paecKon
YCTOMYMBOCTH K aOMOTHYECKUM CTpeccopam (Aeii-
cTBHE MapakTBata u xojozaa) (Xia et al., 2009), a
TaKke CHCTEMHOW YCTOWYMBOCTH K (y3apuo3y
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(Xia et al., 2011). Takue 3¢ pexTbl ObUTH 00YCIOB-
nensl 3aBucuMBIM 0T ADK ycunennem skcrpec-
CHH LIEJIOTO Psiia 3aIIUTHBIX T'€HOB, KOAUPYIOIINX
AHTHOKCHJIAaHTHBIE (epMEHTHI, (peHUIanaHNHAM-
Mouwminaly, PR-6exxu u np. Bee ykazannsie du-
suosnoruueckue 3¢dexrsr bC yraerammcs obpa-
OoTkoii pacTteHuit ckaBemkepom ADK aume-
TUTHOMOYEBUHON wnm wuHruouropom HAJIDH-
okcumasel mudenmwtmHHOAOHNYMOM (Xia et al.,
2011).

OddexT MOBBHIIEHHS TEIIOyCTONYNBOCTH
KJIETOK KOJICONTHJICH MIIEHUIIBI [TO]] BIUSHUEM 24 -
OBJI u 24-snukacracTepoHa TakkKe ObUI 3aBHCHU-
MbIM 0T A®K, MOCKONBbKY CONMpPOBOXKIAJICS TpaH-
3UTOPHBIM YCHUJICHHEM OOpa30BaHUs CYNEPOKCHI-
HOT'O aHWOH-paJIKaja M TEepPOKCHAa BOJOPOAA M
yrHeTajcs ACWCTBHEM aHTUOKCHIAHTa HOHOJIA H
uarnoutopa HAJIOH-okcuaassr nmugazona (Ko-
nymnaeB u ap., 2014). B cBA3u ¢ 3TUM MOXHO Npo-
BECTH Mapajiey MEXIy MeXaHH3MaMH peayn3a-
uu dddexkroB bC u apyrux crpeccoBbx ¢GuTO-
ropmonoB — ABK, CK u JXKAK (cwM. Beime). B no-
CIIeJIHHE TOABI MIEPOKCH] BOJIOPOJa paccMaTpuBa-
eTcsl KaK «UEHTPAJbHBIM y3el» B CHUIHAJIMHIE
cTpeccoBbIX (hutoropmonoB (Bajguz, Hayat, 2009;
Petrov, Breusegem, 2012).

EcTh ocHOBaHuUS mojaraTh, 4YTO CYIIECTBYET
cBs3b Moy AD®K u MAP-kuHa3HBIM KackazoM
KaK CHTHAIILHBIMU CETSIMH, U 00€ ATH CETH 3allei-
cTBoBaHbl B peanmzanuu 3¢ ¢extoB bC. Tak, BC
WHAYIUPOBAJI HAKOIMJIEHHE TPAaHCKPUNTOB M TIO-
BoimeHue akTtuBHOocTH HAJIDH-okcupasel B IH-
cThAX KyKypy3bl. I[lokazano, utro ADK, renepupy-
embie HAJI®H-okcuma3oii, ObLId HEOOXOIUMBI
KaK CHUTHaJl A WHIYyIHPOBAaHHS aHTHOKCHIAHT-
HeIXx (epmenToB. [locnennuii 3ddext Oraokupo-
Basicsi uHrnOuTOopoM HAJI®H-okcunaser audenn-
nennomounymom (Zhang et al., 2010). B aroit xe
pabore mokaszano, uto mox aeiicrBueMm bC ycumn-
BaJINICh aKTUBHOCTh W HAKOIUICHHE TPaHCKPHUIITOB
MAP-kuna3sl (ZmMPKS5), a moBelieHne akTuB-
HOCTH aHTHOKCHUIAHTHBIX (PEPMEHTOB, BBHI3bIBAE-
moe BC, yraeranocs unruouropamun MAP-kuHas.
Kpome Toro, ycraHoBII€HO, YTO TOBBINIEHHE aK-
tuBHOCTH ZMMPKS HE0o6x0omuMo Tl yCHIIEHHOM
reHepaiun  AOK HAJI®H-okcuaazoit aucTheB
KyKypy3bl B TEUEHHUE IPOAOIKUTENBHOIO BpEMe-
HU, HO He BHavasie oO6pabotku pactenuit bC. Cne-
JIaH BBIBOJ, YTO MEPBOHAYAJIBLHOE HAKOIUICHUE Iie-
poKcHia BOJOpOJia B amnoracre, Bei3biBaeMoe bC,
akTuBHpyeT cuHTe3 ZmMPKS, kotopas, B cBOIO
ouepellb, BHICTYMAET B Ka4eCTBE PETYJATOpa JKC-
npeccun reHoB HAJI®H-okcumaser (Zhang et al.,
2010).
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Eme ogHuM mocpeqHMKOM, 3aeiCTBOBaH-
HBEIM B peanu3anuy (HU3HOIOTHISCKUX 3D (HEeKToB
BC, mo-Bugmmomy, siBisiercs okcun azora. O6pa-
0oTka pactrenuii orypua 24-OBJ1 Be3bIBaNa TpaH-
3uTOpHOE ToBbIMeHHe conepxkanuss NO JHCThIX
(Cui et al., 2011). Dror adpdekr, BepoATHO, OBLI
cBsizaH ¢ aktuBauueil kak NO-cuHTa3bl, Tak H
HUTparpenykrassl. [Ipu stom crumynupyemoe BC
YCHUIIEHHE TeHepallii OKCH/A a30Ta MPOUCXOIHIIO
npu nocpennuuectse ADK, NMOCKOJIBKY yCTpaHs-
JIOCh aHTHOKCHIAHTOM M uHruOuTopom HAJIDH-
okcuaassl. Okcnp a3oTa ObUT 33/I€CTBOBAH B Tie-
pemade curHanoB bC, WHAyIUPYIOMHUX yCHUICHHE
HKCIPECCHU T€HOB aHTHOKCUAAHTHBIX ()EPMEHTOB,
W pa3BUTHE YCTOMYMBOCTH PACTEHHH K XOJIOIOBO-
My u oKuciuTeapHOoMy ctpeccam (Cui et al., 2011).

Brniontae BeposiTHO, uTo MHOTHE 3P PexTs bC
peanus3yroTcsl ¢ ydacTueMm Kajblus. Tak, emie B
koHIe 90-X roJ0oB MPONUIOro CTOJETUSI OBUIO TO-
Ka3aHO YCWJIEHHE ITOCTYIUIEHUS MOHOB Ca®* B uu-
TO30JIb PACTUTEIBbHBIX KIETOK 4Yepe3 KaIbLUEBBIC
KaHaJbl T1a3ManemMmel o BnusaueMm bC (Mnbko-
Bell U JIp., 1999). Xopo1io u3BeCTHO, YTO KaJIBIIHIA
3a1€CTBOBAH B TPAHCAYKIUU B T€HETUYECKUN all-
napaT pacTUTENBHOM KJIETKHM IOAABIISIOILETO
6OJ'II)HII/IHCTB21 HN3Yy4YCHHBIX TOPMOHAJIBHBIX u
crpeccoBbix curaaios (Mori, Schroider, 2004).

Hamu Obu1O MOKa3aHO, YTO WHAYIIUPOBAH-
Hoe BC u 3aBucumoe or HAJI®H-okcunassl ycu-
JIEHHE TEeHEepaluu CYMEePOKCHIHOTO pajuKala
KJIETKAaMH KOJICONTHJICH TMOJAaBISUIOCh XEIaTOpOM
«sHemHero» kKanpnusg Ol TA w  wHTHOMTOpPOM
AJ1®-prbo3mnuKIa3sl HAUKOTHHAMHUIOM, KOTO-
PBIH IPENATCTBYET NOCTYIUICHUIO KATBIIUS B IIUTO-
30J1b Y€pe3 BHYTPHUKJICTOUHBIC KAIBIMEBHIC KaHa-
1e1, gyBcTBUTENbHBIE K TA/IOP (Komynaes u np.,
2014). IIpu stom DI'TA v HUKOTHHAMUJI B 3HAYH-
TEJIHHON CTENeHN HUBEIHPOBAIU BbI3bIBaeMble bC
MOBBIIIICHHE aKTHBHOCTH aHTHOKCHIAHTHBIX (ep-
MEHTOB W pa3BUTHE TEIUIOYCTOMYUBOCTH KOJIe-
ONTUJIEH MIIEHUIbl. BriojsiHe BEpoOsATHO, 4YTO B
TpauncAaykmuu curHainoB bC 3aneiicTBoBaHa u
¢dochonumaza C. O6paboTKa KOJIECONTHIICH WHIHU-
ouTopoM 3TOTO (hepMEHTAa HEOMHUIIMHOM CHHMAJIa
Bb3bIBacMble bC 3 deKThl ycuieHus: TeHepanuu
CYNEPOKCUIHOTO aHUOH-paJiKania WU aKTUBAIUU
COJ u karanasel (KomymaeB u ap., 2015). Bos-
MOXHO, 4YTO TIoa KOHTposieM d¢ocdonumnaszsl C,
y4acTBYIOIIel B 00pa30BaHNM JUAIWIITIIHIIEPOIA U
N®;, HaxonuTcs MOCTYIUIEHHE KalbLUs B LIUTO-
30J1b M3 BHENIHUX W BHYTPUKIICTOYHBIX KOMITApPT-
MEHTOB, OT KOTOPOTO 3aBHUCHUT AaKTHUBAIIHI
HAJI®H-okcunassr (Marino et al., 2012) u dop-
mupoBanue A®K-curnana. Takum obGpazom, ecTh
OCHOBaHUS TIOJIaraTh, YTO JJIS TPAHCAYKIIMH CHUT-
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DakTOpHI peryasinumn
TPAHCKPHUIIIUHU

| I'enom
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AKTHBaIUA 3aIUTHBIX CHCTEM:
noBbpIieHne AQ aKTHBHOCTH,
HHAYKIMS 3aKPbIBAHUS YCTHUII

U ap.

CurHa/ibHble OCPeJHUKH B TPAHCAYKIUUU CHUI-
HAJIOB CTPECCOBLIX (PUTOrOPMOHOB B IeHeTHYe-
CKHH anmapar.

ABK — abcrmzoBas kucinora; AO — aHTHOKCHIAH-
tHBIH; BC — Gpaccunocreponsr; XKAK — xacmo-
HoBas kuciiota; CK — canuiuioBas KUCIOTA.

Hana bC, uHIyIUpyIoMero aHTHOKCUIAHTHYIO CH-
CTEMy KOJICONTHJICH TIICHUIIBI W Pa3BUTHE UX
TEIUIOYCTOMYMBOCTH, MIMEET 3HAYEHWE ITOCTYILIe-
HHME B IIMTO30JIb KaJIbIM KAaK U3 alloIlIacTa, Tak U
W3 BHYTPUKICTOYHBIX KOMIIAPTMEHTOB Hepes
KaJblIMeBbIC KaHaibl, 3aBUCHMbie OT HAJ[DP m
UD,.

3axknrouenue

Apnamntaniisi pacTeHHH K CTpeccopaMm pas-
JUYHOU MPUPOABI CONMPOBOXKAACTCA, MO KpailHeil
Mepe, TPAaH3UTOPHBIM TOBBIIIEHHUEM COJIEPKAHUS B
HUX crpeccoBbix guroropmoHoB: ABK, CK, JKAK
u BC. B HekoTopbIx paboTax BBISBIEHA CBS3b
MEXIY OUHAMHUKOW COIEpKaHUS 3THX (UTOrop-
MOHOB M Pa3BUTHEM YCTOMYUBOCTH PACTEHUH IPU
YMEPEHHOM JEHCTBHHU CTpecC-(PaKTOPOB.

VYyacTre 3THX (PUTOrOPMOHOB B aKTHUBAIIUU
3alUTHBIX pEeakUUi TMOATBEPKAAETCS HEMAaIbIM
KOJINUECTBOM paboT MO HHIYLUPOBAHUIO HeEcIie-
MUPUUECKOH YCTOMYMBOCTH PACTEHHH K CTPECCO-
paM M UX KOHKPETHBIX 3alIUTHBIX CHCTEM (Hampu-
Mep, aHTHOKCUAAHTHOM CUCTEMBI, YCTBUYHBIX pPe-
akrmii) sx3orenHbiMu ABK, CK, JXAK u BC.
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Bonpoc o peuenimu CUTHAIOB yKa3aHHBIX
(UTOrOpMOHOB BO MHOI'OM OCTA€TCA OTKPBITHIM,
XOTSl JOCTaTOYHO YETKO IIOKa3aHO ydYacTHE Ipo-
neccoB  dochopunuposanus/nedochopunupona-
HUS KJICTOYHBIX OCIKOB B peanu3anuu (Qu3noio-
ruueckux 3pdexroB ABK, CK, XXAK u BC. Taxxke
B HACTOSIIEe BpeMsl HE BBI3bIBAET COMHEHHS yda-
crue noHoB kanbumsa, ADK m okcuaa a3ora B
TPAaHCAYKLMM B T€HETUYECKUH armapaT CUTHAJIOB
KIIIOYEBBIX CTPECCOBBIX (PUTOrOpMOHOB. B TO xe
BpeMsl 0 CHX IMOp HE SICHAa MOCJIeJ0BaTEILHOCTD
PAcIIONIOKEHNS 3TUX NOCPEIHUKOB B CUTHAIBHBIX
[ensX M MEXaHW3MblI, obOecrednBaromme n3oupa-
TeNBHOCTH Mepefaun curHanos. Ilpu stom Ca’’,
NO u H,0,, no-BuauMoMy, MOKHO CUUTATh yHU-
BEpCaJIbHBIMU KOMIIOHEHTaMHU CHUTHAJMHra CTpec-
COBBIX (DUTOTOPMOHOB COBEPILICHHO pa3HOW MNpH-
ponst — ABK, CK, )KAK u bC (pucynoxk). [1o Bceit
BEPOSITHOCTH, KalbIUil 3a€HCTBOBAaH HAa Pa3HbBIX
y4acTKax CUTHaNbHbIX Leneld. Tak, Bo MHOTUX pa-
0oTax mokasaHa ero pojib B akruBaiuu HAJIDH-
OKCHJIa3bl — OCHOBHOT'O (DePMEHTATUBHOI'O MCTOY-
Huka curHanbHbIXx ADK. Tlociaennue MHAyOUpyOT
KaK HAaKOIUICHHMC OPYIr"uX CHUIHAJIbHBIX MOCPEIHU-
koB, Hanpumep, NO, Tak 1 KOHKpETHBIE 3aIIUTHEIC
peaxnuu, HampuMep, 3aKpbIBAHUE yCTBHUILI, AKTHBA-
IO aHTHOKCHIAHTHBIX (epMEHTOB. B To ke Bpe-
MsI TaKHMC PCaKIHU SABJIAIOTCA KaJ’II)III/II\/'I?:aBI/ICI/IMI:J-
MH.

Erte onHuM (hakTHUECKU OTKPBITHIM BOIPO-
COM OCTaeTCsi BOMPOC O TOM, KaK «CTHIKYHOTCSD»
MIPOIIECCHl PELICIIIUA TOPMOHATLHBIX CUTHAJIOB C
aKTHBAITUEH CUTHAJIBHBIX KACKAJIOB, BKIIOUAIOIUX
B ce0s kanbpiuii, ADK u okcua azora. MoxkHO 10-
Jlarath, 9YTO B TAKUX CTHIKOBKAX UTPAIOT POJIb MPO-
1ecchl  (pochoprmIpoBaHusl OCIIKOB pa3IMYHBIMU
npoTtenHkuHazamu, B T.49. MAP-kunazamu. OnHako
Takue 3P PEeKTh JOCTATOYHO ITOJHO OIMCAHBI ITOKa
toinpko g ABK. Kak ormeuanoch, ogHuM u3
BRKHBIX KOMIIOHCHTOB CHUTHAJMHra 3TOro (hUTO-
ropmona sBisiercsi HAJI®OH-okcunasza, koropas
MOJXKET PETyJIHPOBaThCS B PACTEHUAX ITyTeM (oc-
¢dopunupoBanus. B cBoro ouepenr reHepUpyeMbIe
¢ ysactuem HAJI®H-okcunass, COJl n npyrux
¢depmentoB ADK moryt BIMSATH Ha COCTOSHUE
OTIPENIETICHHBIX KaJbIIMEBEIX KaHAJIOB, aKTHBHPO-
Bath HakoruieHne NO u Ipyrue curHajibHbIC peak-
117078

OddexTsl oKkcuma a3ora KaK CHUTHAIBHOH
MOJIEKYJIbI TAK)KE PEAIU3YIOTCSI B OCHOBHOM C y4a-
CTHEM KaJIbLIUSl ¥, BO3MOXKHO, MEPOKCHIA BOJOPO-
na. Takum oOpa3om, MO-BHIMMOMY, TOCJTE BOC-
NpUATHS CUTHAJIA TOTO WJIM HWHOIO CTPECCOBOIO
(UTOTOPMOHA MTPOUCXOUT AKTUBAIMS CHTHAJIHHO-
ro y3ia, BKirodawmero B cebs kampiuii, ADK u
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okcup azota. C ydyacTueM 3TOro y3ja NPOUCXOAUT
WHAYIUPOBAHIE 3alIUTHBIX cUCTeM. 30mparens-
HOCTb CHUTHAJIOB (DOPMHPYEMBIX STHM Y3JIOM, Be-
POSITHO, TOCTUTACTCS Kak U depeHIIUPOBAHHBIMU
adpexTaMu KaKI0ro CHTHAIBHOTO ITOCPEIHUKA (B
3aBUCUMOCTH OT KOHLEHTpAlUH, JOKaIU3aluu,
MPOJIOJKATEIFHOCTA TOBBIIICHUS COACPKAHUS U
p.), TaK ¥ TOSIBIICHUEM JPYTUX CUTHAJIBHBIX TO-
CpemHUKOB. be3zycrmoBHO, OM00HBIE YMO3PUTENb-
HBIE CXEMBI MOKa 0a3WpyIOTCSA Ha HEAOCTATOYHOM
00BeMe IKCIIEPUMEHTAIILHBIX JIAHHBIX U KIYT CBO-
€ro MOATBEPKIACHUS. BIIONIHE €CTECTBEHHO, YTO
peamm3anys 3GGHEeKToB KaXIOoro CTPECCOBOro (-
TOrOPMOHA MPOUCXOJIUT HE TOJBKO C Y4acTHEM
CUTHAJIBHBIX IMMOCPEIHUKOB, HO U BO B3aUMOJCH-
CTBUU C JIPYTUMH CTPECCOBBIMH U «OOBIIHBIMIDY
¢utoropmonamu. OJHAKO ATOT 4YPE3BBIYANHO
CJIOJKHBIM BOIIPOC, KOTOPBIA B HACTOSIIEE BpPEMs
WHTEHCUBHO HCCIEAYETCS, BBIXOIUT 3a PaMKH Te-
MaTHKH HACTOSIIET0 0030pa.

Ilybnukayus codepaxcum pe3yrbmamvl UCCAEO0-
8aHuUll, NPOBEOEHHbIX Npu noodepxcke epauma Iocy-

0apcmeeHH020 PoHOa (PYHOAMEHMATbHBIX UCCLe008d-
HUll no KOHKYpcHoMmy npoekmy @64/23-2015.
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SIGNAL MEDIATORS IN REALIZATION
OF PHYSIOLOGICAL EFFECTS OF STRESS PHYTOHORMONES

Yu. E. Kolupaev, Yu. V. Karpets, T. O. Yastreb, A. A. Lugovaya

V.V. Dokuchaev Kharkiv National Agrarian University
(Kharkiv, Ukraine)
E-mail: yukolupaev@mail.ru

The brief information on the role of abscisic, salicylic, jasmonic acids and brassinosteroids in the
adaptation of plants to the influence of stresses-factors are presented. The basic attention is given the
participation of signal mediators (calcium ions, reactive oxygen species, nitric oxide) and also pro-
tein kinases and protein phosphatases in the transduction of hormonal signals in genetic apparatus of
plant cell. The concrete adaptive physiological reactions, induced by stress phytohormones with par-
ticipation of indicated signal mediators, are considered.

Key words: abscisic acid, salicylic acid, jasmonic acid, brassinosteroids, calcium, reactive oxygen
species, nitric oxide, signals transduction, adaptive reactions

CUT'HAJIBHI TIOCEPE/JTHUKH
Y PEAJIBAII ®1310JIOTTYHUX EDEKTIB
CTPECOBHUX ®ITOI'OPMOHIB

10. €. Konynaes, 10. B. Kaprienip, T. O. fctpe6, I'. A. JIyrosa

Xapxiscokuil HayionanvHull azpapruti ynieepcumem im. B.B. Jloxyuacea
(Xaprxis, Ykpaina)
E-mail: yukolupaev@mail.ru

HaBeneHo KOpoTKi BiZOMOCTI TIPO poJib abCIIM30BO1, CATIIIIIOBOT, )KACMOHOBOI KUCJIOT i OpacuHOC-
TEpOidiB B afanTallii pocyivH a0 Aii ctpec-pakTopiB. OCHOBHY yBary NpHAIJICHO y4acTi CHTHAIBHUX
MTOCEePETHIKIB (10HIB KaJBI[if0, aKTUBHUX ()OpPM KHCHIO, OKCHIY a30Ty), a TaKOX IPOTEIHKiHAa3 i
npoteindocdaTas B TpaHCAYKIII TOPMOHAILHAX CUTHAIIB B TEHETHYHUHN amapaT pOCIWHHOI KITiTH-
HU. PO3IIIsIHYyTO KOHKpETHI aanTHBHI (i310J0TiYHI peakii, iHyKOoBaHi CTPECOBUMH (iTOrOpMOHa-
MH 32 y4acTIO 3a3HaUYCHHX CUTHAJIBHUX OCEPETHUKIB.

Karouosi cjioBa: Cl6CL[M306a Kucjioma, caﬂiuuﬂoga Kucioma, AHCACMOHOBA Kucjioma,

bpacunocmepoiou,  Kanbyil,  AKMuHi  OpMU  KUCHIO,0KCUO  dA30MY,
MPAHCOYKYIsl CUSHANIG, A0ANMUBHI pearyii
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