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OaHMM M3 MTHTEHCHBHO Pa3BUBAIOLINXCS HAIIPABJIEHUI
COBpPEMEHHOW OMOJIOTHH SBISIETCS TO3HAHUE TPUPOIBI
BHYTPUKIJIETOYHOW CUTHAJIHM3AINH U €€ POJIH B PETyIIs-
U1 METa00IM3Ma KIETOK. Pe3ybTaThl Hccie0BaHUH
CUTHAJBbHBIX CHCTEM KJIETOK pacTeHUN CBUIET-
eJILCTBYIOT 0 TOM, uTO (ochomunuast (PJI) — 310 He
TOJIbKO CTPYKTYPHbIE KOMIIOHEHTHl MeMOpaH, HO H
MPEeNIIECTBEHHUKH BTOPUYHBIX IIOCPEIHUKOB BHYT-
PUKIIETOYHON CUTHAIM3aUUU. MHOTHE CTpeCcChl U Pt
(UTOrOPMOHOB BBI3BIBAIOT PE3KOE MOBBIILIEHUE COACP-
XKaHUS B KJIETKaX pacTeHUH (ochaTHIHONW KUCIOTHI
(®K), 4uro sBusieTcs JOKA3aTEIbLCTBOM aKTHUBAIUU
¢docdonumnasz, B yactHoctu Qochommmnazsr D (DJID,
EC 3.1.4.4). ®JID — depMeHT, IIUPOKO pacIpoCTpa-
HEHHBIH B IApCTBE PACTEHMH U KUBOTHBIX, KOTOPBIN
runponusupyet crpykrypubsie ®JI no xonunesoi ¢oc-
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¢bonuddupHOit cBs3u ¢ obpazoBanuem PK u cBobo-
HBIX (QYHKIMOHANBHBIX Tpymnn [1]. C mepBHYHBIMH
cnupramu OJID kaTanu3upyeT TAKKe peaKkUIo TPaHC-
stepudukanmu ¢ oopazoBaHueM GochaTUIIICITUPTOB
(B wactHocTH (pocarnaundyranona) [2] — coenuHe-
HUH, YCIIENIHO MCIIONIb3yEeMbIX TIPU U3yYCHHU aKTHB-
Hoctu DJID in vivo. Y Arabidopsis thaliana xkmoaupo-
BaHbl 12 TeHOB pa3nuuHbIX H30(epmentoB DPJID —
@JIDa. (3), B (2), v (3),0,e u§ (2) [3]. B renome puca
3aKoaupoBaHkl 17 reHoB atoro pepmenta — @JIDa (8),
B(2),8(3),1&(2) ud [4]. AktuBHOCTE DJID BrIEpBEIE
3apeructpupoBaHa B 1947 rogy B 3KCTpakTax KOpHeH
MOPKOBH Kak (EpMEHT, THIPOJIU3YIOMINN JCIUTHH
(bochatnmunxonun) B cMecsx @JI [5]. BocienctBuu
@®JID oOHapyXunu B KJIETKaxX >KUBOTHBIX, TPHOOB U
OakTepuii [6].

B Hacrosiiee BpeMsi BHUMAHUE YUCHBIX CKOHIICH-
TPUPOBAHO HA U3yUYEHUHU MeXxaHu3MOoB yuyactusi ®JID B
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Puc. 1. Panguoasrorpad dochonunumaos TkaHeit amapanta. Bims-
Hue BAII (10 mun) in vivo Ha cuHTe3 Qocharuanndyranona GJID:
1 — xoutpousp; 2 — 1-6yranon; 3 — BAIIl + 1-6yranon (®b — pocda-
Tuaundyranon; ®K — docharuanas kucinora; CTJI — crpykTypHBIE
bochonunuabn)

CUTHAJBHBIX KacKaJlaX KJIETOK B MPOIIECCEe PETyJIanuu
MeTaboI3Ma KIIETOK JKUBOTHBIX M pacTeHuii [7]. ®JID
WUTPaeT BaXHYIO POJIb BO MHOTHUX (PH3UOJIOTUIECKHX
mporeccax, Takux Kak MpopacTaHHe, PoCT, CTapeHue
pacTeHH W CO3peBaHMe TUIOJOB, a TAKKE B PEAKITHIX
Ha JeHCTBHE CTPECCOB B (PUTOrOpMOHOB [8, 9].

[Ipu uccrnenoBaHUU CTPYKTYpPhl TEHOB U OCJIKOB
®JID ¢ 3TiM (hepMEHTOM MTPOU3BOIAT Pa3HOOOPA3HbBIC
FEHETUYECKUE MAHUMYJSLHH, YTO SIBISIETCS BaXKHBIM
3TarioM Ha ITyTH K YCTaHOBJICHUIO €T0 POJIU U (DYHKITUH
B KJIETKaxX M paCTUTEIFHOM OpraHU3Me B IeJIoM. AHa-
JIA3 pOoCTa U pa3BUTH ACPUITUTHBIX M0 DPJID nuHwMiA
pacTeHul, a TaKe MYTAHTOB CO BCTPOCHHOU B I'€HBI
®JID T-JHK nmaet BO3MOXHOCTh OMpPEACIUTh 3HAUE-
HUe pa3InyHbIX H3opepmerToB OJID B perysiuu me-
TaboM3Ma B OTBET Ha JIEHCTBHE MHOTUX TOPMOHOB U
ctpeccoB. KoHCTpyHpoBaHUe TPAaHCTEHHBIX PacTeHUI
C OJTHOBPEMEHHBIM HOKAyTOM T'€HOB HECKOJIBKHUX H30-
dhepmenTor ®JID no3BosIeT MONyIUTH PeHOTHII, OO-
Jiee BBIPAKEHHBIN MO0 CPAaBHEHUIO C TAKOBBIM Y MYyTaH-
TOB C HOKAayTOM OTAEIBHO B3STOTO I'eHa, U OOHapy-
KUTh paHee He yCcTaHOBICHHYIO ¢yHKImio OJID.

Hcnonb3oBaHue MeTOI0B reHETHYECKOWH MHKe-
HepuH B u3y4veHuu pojau ®JID B peanusanuu O0uo-
JIOTMYeCKOro 1elcTBUA HUTOKHHMHOB U a0cum30-
BOM KMCJOTHI. BaxkHOE MECTO B MCCJIEIOBAaHUU PETry-
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JSIAA MeTaboIu3Ma KIETOK 3aHHMaeT U3y4eHHe Mo-
JIEKYJISAPHBIX MEXaHH3MOB IEpeladd TOPMOHAIBHBIX
CUTHAJIOB, B TOM YHUCJE BIUSHUE LUTOKUHUHOB [10—
15]. Ins BeIICHEHHSI BOBMOKHBIX IIyTeH AeHCTBU (H-
TOTOPMOHOB IIHMPOKO MPHUMEHSIOT CIernupuIecKie
OomoTtecTsl. B cemMsamoisIX 3THONMMPOBAHHBIX MPOPOCT-
KOB amapaHnta (Admaranthus caudatus L.) 5K30reHHO
BBEJICHHBIM LIUTOKUHUH 6-O0eH3mnamuHonypu (BAII)
00ycoBIHMBacT OBICTPOE HAKOIUICHWE KPACHOTO TIHT-
MEHTa aMapaHTHHA, Ha YeM W OCHOBaH crieruduiec-
KWii, YyBCTBUTENBHBIN W HAJCKHBIH OMOTECT Ha Jie-
rictue 3Toro uroropmona [11, 12]. Bemectsa — uH-
THOUTOPHI Tepeladll BHYTPHKJIETOYHBIX CHTHAJIOB,
CHIDKAIOIIME YpOBEHb OMOCHHTE3a aMapaHTHHA, WC-
MOJIB3YIOT ISl BBIICHEHUS! MEXaHU3MOB JICHCTBHS 1IH-
TOKHHHHOB B KJIeTKax. O0paboTKa pacTeHUN TepBHUY-
HBIMH CTIUPTaMH (B YaCTHOCTH 1-0yTaHOIOM), HHTHOH-
topamu obpazoBanusa ®K, xaramusupyemoro DJID,
MPUBOJIUT K CHIDKEHHIO YPOBHSI OMOCHHTE3a MUTMEHTA
paHbIIe, YeM OokaTopaMu TpaHckpuniuu. boxee To-
ro, TIEPBUYHBIC CHUPTHI (B OTIMYHE OT BTOPUYHBIX)
OJIOKHPYIOT HAKOIUICHHE TPAHCKPUIITOB I'eHAa MIEPBHY-
HOTO OTBeTa Ha MUTOKWHUHHI [ 11-13]. B kireTkax 6ap-
BHHKAa CTUMYIUpPYOmUi 3(QQeKT NUTOKHHWHOB Ha
TPaHCKPUIILIMIO T€HOB NEPBUYHOIO OTBETAa TaKXKE BbI-
pPaXeHHO MOJaBIIsIeTCA IEPBUYHBIME ciupTamu. OqHa-
Ko mobaBneHne ux coBMectHO ¢ DK BBI3BIBaET BOCCTa-
HOBJICHUE WHIYKUUU LUTOKUHUHAMHU TPaHCKPUIIUU
reHa I[ePBUYHOTO OTBETAa Ha MHUTOKUHUHBEL [14].
Anamuz conepxkanust @JI B KoMeONTIIISIX KYKYpPY3HI
CBHUJICTENILCTBYET O TOM, 4TO 00pabOTKa MPOPOCTKOB
BAII B Teuenne 30 MUH TpeXKpaTHO MOBBIIIAET YPOB-
HHU KoHLEeHTpauuu @K, npoayKToB peakuu ruaIpoJin-
3a, kKaranusupoBaHHod DJID, u cHUXKaeT KOIUYECTBO
cyOctpara maHHOTO QepMeHTa (QochaTHIUIITAHOA-
muna [15]. Hamu moxasano, uro ®JID npuyactHa K
CUTHaJIbHOMY KacKaJly IIAITOKHHUHOB B KJIETKaX pacre-
Huii [12, 13]. Benenue B Tkanu amapanta BAII co-
BMECTHO C 1-OyTaHOJIOM MHAYIUpPYET cuHTE3 (ocda-
tuauidyTanoia, ocymectisiemsid @JID (puc. 1). Jla-
TMBHEHIEe MCCIe0BaHus C HCIOIB30BaHUEM TPaHC-
TCHHBIX PACTCHUN TO3BOJAT BBISBUTH H30()EPMEHT
@JID, urparoniuii BaXXHyI0 poJib B CHTHaJIbHOM KacKa-
JIe IUTOKWHUHOB.

AobcmuszoBas kucnora (ABK) — ¢uroropmos, ormo-
CpeayIOIUN peaKIfio MeTad0In3Ma pacTeHUH Ha JCH-
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cTBUe BojHOTO nedurmura [16]. ®JID npuHamiIeKuT
KJIFOUEBasi POJb B MHIYKIIUN 3aMbIKAHUS yCTHHUII, 00-
ycnosneHHoro ABK. Yerbuia npu HokayTe U HOKAAy-
e @JIDo.l y Arabidopsis He 3aKpbIBalOTCS MO BIUS-
HUeM 3Toro (puroropmoHa; BBezenne K npuBoauT x
nX 3aMbIKaHuIo [16]. MIcKycCTBEHHOE YCHIICHHE DKC-
npeccun reHa @JIDo] MOBBILIAET YyBCTBUTEIBHOCTh
yereunl kK ABK [16]. ¥V HOoKkayTHpOBaHHBIX 1O TeHY
@JIDol pactenuit Arabidopsis He 00HapPYKEHO BO3-
pactanus ypoaerr ®K u pocharnaundyraHona B pe-
3ynbTaTe ruaponun3a ¢GpochaTHIUIKONNHA, CTHUMYJIHU-
poeanHoro ABK [16]. Ananu3 ©K, chopmupoBaHHBIX
noj BausHueM ABK mpu Hokayrte @DJIDol, cBuje-
TEIBCTBYET O TOM, UYTO B KJIETKaX JHCTHEB B OTBET Ha
nannelii putoropmon ®JIDal obycrnoenuBaer Obic-
TPOE IMOBBILIEHWE YPOBHEH COIEp)KaHUS Pa3iIMYHBIX
tunoB Gocharuanerx kucnort [17]. [Iporenndocdara-
3a ABI1 saBnsieTcss HEraTUBHBIM PEryJIsTOPOM TpaHC-
nykiun curaana ABK, OIIoKupyrommM 3KCIPEecCHio
YyBCTBUTEJIBHBIX K 3TOMY (DUTOTOPMOHY T'€HOB B siipe
knetok. ABK ctumynupyer cBassiBanue ABI1 ¢ maz-
MaTH4YecKOol MeMOpaHOW M YrHETeHHE aKTUBHOCTHU
atoro ¢epmenta. [locnennee obecreunBaercs OK. Y
HOKayTHPOBaHHBIX 10 Treny @PJIDo. ! pactenuit Arabi-
dopsis @K He cBszpiBaercsi ¢ mpoTenHpocdaTazoi
ABII u Tparcnokanust ABI1 x mia3MatndecKkum MeM-
OpaHaM He 00Hapy’KUBAETCs — B PE3yJIbTaTe MPOUCXO-
JTUT HAKOILJICHHUE JJAHHOTO OelKa B siApax KIeTok [16].
Taxum o6pazom, ABK crumymnupyer @JIDa 1, aktuBu-
pys TeM caMbiM 6nocuHTe3 DK, KOTOpBIE CBA3BIBAIOT-
csi 1 uHruoupyiot ABI1, uTto, B cBOIO Oouepenb, HHAY-
oUpyeT 3Kcnpeccuio reHoB orBeTa Ha ABK. OOHnapy-
KEHO, 9T0 MYyTaHT ¢hado] HeuyBcTBUTENeH K ABK B
Ipolecce aKTUBALMY 3aMbIKaHUS YCTUI U YTHETCHUS
nX OTKpbIBaHUSA. OHAKO y ABOWHOTO HOKAyTHPOBAH-
Horo mytanTa (o renam ®JID u ABI1) ¢ghadolabil
ABK He MHTHOMpYET OTKPBIBAaHUSA YCTHUIHOM IIEIH,
HO CTUMYJIMPYET €€ 3aKpblBaHHE. DTO OOBSICHSETCS
cHsTHEeM HHrHOUTOpHOTO >pdekxTa ABI1 Ha 3ambIka-
HHe ycTbull, cTumyiupoBanHoe ABK. Mcxons 13 BbI-
HIEU3JI0KEHHOT 0, IPU HOKayTe TeHoB ABII u @JIDo. !
AKTHUBUPOBAaH CHUTHAJILHBIA KACKaJ 3aKpBIBaHUS YCTh-
WIl, HO UHTHOMPOBAH MEXaHU3M YTHETEHHS UX OTKPBI-
BaHus [16, 18].

®JIDo.1 cBs3bIBaETCS € O-CyObESIUHUIICH TeTEPO-
tpumepHoro G-6enka (GPA1) [19, 20]. {ns Tpancren-

HBIX pacTeHuil Arabidopsis ¢ MyTauusMu B reHax ¢ad
o/ v gpal XxapakTepHa yCUJICHHAs IOTEPs BOJBI B JIKC-
ThSIX. 3HAUUTEIBHO 0CJIA0JICHHAS! 4y BCTBUTEILHOCTh K
neiicreuto ABK B nponieccax HHAYKIIMM 3aMBIKaHHA U
OJIOKMPOBaHUS OTKPHIBAaHHS YCTHUYHBIX IIENeH 3ape-
TUCTPUPOBaHa y JBOWHOTO MyTaHTa ¢adalgpal 1o
aHanoruu ¢ penorunom pactenuit ¢ado ! [18]. Pacre-
HUSI, B KOTOPBIX 3Kkctipeccupyetcs OJID, He ciocoOHas
K CBSI3BIBAHHIO OL-CyOBEIUHHUIBI T'E€TEPOTPUMEPHOTO
G-6enka (DJIDal s54,,), O0IEE BOCIPUMMYMBEI K yTHE-
TEHUIO OTKPBIBaHUS yCTBUYHOMN LIENIN, CTUMYJIMPOBaH-
Homy ABK, 1Mo cpaBHEHHIO ¢ paCTEHUSMH JUKOTO TH-
na. Ognako A pactennit DJIDol,,,,, XapakTepHa
HOpMaJbHasl 4yBcTBUTENBbHOCTH K ABK B mpomecce
CTUMYJISILIUM 3aMbIKaHUs yCThHI. Takue pe3yibTaTbl
YKa3bIBalOT Ha TO, YTO OcjalJeHue B3auMOJIEHCTBUS
®JIDal ¢ GPAI, npuBogsmiee k ux akrupauu [20],
00yCJIOBIMBAET YCHJICHHE peakiuu Ha aOCLU30BYIO
KHCIIOTY MPOLIecca yTHETEHHSI OTKPBIBAHMS YCTHUII, HE
BIIHSIS HA 3aMBIKaHUE YCTHUYHOH IEIH, HHIyIHPOBaH-
Hoe ABK. Y pacrenwuii c HOkayTOM reHa o.-cyObeAMHU-
el rereporpuMepHoro G-Oenka (gpal) M ABOWHBIX
MyTaHTOB @dolgpal oOHApYKEHO HCKIIOYUTEIIHEHO
CTHUMYJIMPOBaHHWE 3aMBIKaHUS YCTBUI] NPH BBEICHUU
®K. Dror dochomunua OIOKHPYET OTKpHIBAaHHE
yCThULl y hado/-pacTeHHud B OTJIMYHUE OT MYTAHTOB
gpal u ¢adolgpal [18].

Taxum 00pa3zoMm, Py OTCYTCTBUU OL-CYObEINHHUIIBI
rereporpumeproro G-6enka ®JID He cnocoOHa pea-
nm3oBath dpdext ABK Ha 610kaay 3aKpeIBaHUS YCTh-
uu. CnegosarenbHo, ®JIDo 1l u ®K B mexanusmax pe-
TYJISIIAW TAUHAMHKH YCTBUI (QYHKIHMOHHPYIOT Mepen
GPA1 u ABI1. AxtuBammsa ®JID B oTBeT Ha IeiicTBHE
ABK npuBogutr k (OpMHUPOBAHWIO BTOPHYHBIX IIO-
CPEIHMKOB CUTHaJIbHBIX KackanoB. HokayT rena @JID
o/ MpensATCTBYET HAKOMJICHUIO aKTUBHBIX (POpM KHC-
mopona (IMepoKcHIa BOAOPOaa) M OKCHAA a30Ta, 00-
ycnoBineHHoMy ABK B kieTkax ycTeul. AKTHBHOCTB
HAI®H-okcuaassl, karaausupyomnias (HopMUpOBa-
HHE TIEPOKCHIa BOAOPOaa B OTBET Ha jaeiicTeue ABK,
YTHETaeTCsl y 3TUX TPAaHCTeHHbIX pacTeHui. [lepokcua
BOJOpOJa U JOHOP OKCHJA a30Ta, BBEJICHHBIC M3BHE,
CTUMYJIHPYIOT 3aMBIKaHNE YCTHUI] KaK Y TPAHCTEHHBIX
pacTteHui, Tak U y pacTeHuit qukoro tumna [17]. O1tu pe-
3yJbTAThl CBUJETENBCTBYIOT O TOM, uTo ABK, akTHBH-
pys ®JIDal, Be3bIBacT obpazoBanue (hochaTUIHBIX
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kuciaoT. OHH, B CBOIO OuY€pellb, ONMOCPEAYIOT aKTHBA-
MO CUTHAJIBHOTO KacKaJia TeTepoTpUMEpHBIX G-0e-
KOB, YTO OJIOKUPYET OTKpBIBAaHHE YCTBHUI], a TaKXKe
yraerarotT nporeuHdocdarasy ABIl u ctumynupyror
AKKYMYJISIIIHMIO TTEPOKCHIA BOJIOPO/Ia M OKCHJIA a30Ta,
IIPUBOAA K 3aKPBIBAHHUIO YCTHUII.

OKcnpeccusi TeHETUYECKOH KOHCTPYKIIMH, CONEp-
Kallei aHTHUCMBICIOBYIO IIOCIIEOBAaTEIbHOCTh T'€Ha
@JIDPI puca, HUBEIHPYET COCTOSHHE TMOKOS CEMSH,
oOycnoBnenHoe ABK. AHanm3 3KCIpeccuu TeHOB OT-
Bera Ha ABK y 3TuX TpaHCTE€HHBIX pacTeHUI BBISBUII,
yto OJIDP] aBnseTcs CTUMYIATOPOM NEpeadr CUTHA-
na ABK. DTo nposiBisieTcs B aKTUBAIlMU SKCIPECCUU
SAPKS n SAPKI(0, a TakXe B CHI)XEHUU YPOBHEH
TPaHCKPHIITOB HHAYKTOPOB npopactanust GAmyb u o.-
aMuiia3pl. Tako MeXaHM3M, KaK MpeArnoJiaraiT, Cro-
COOCTBYeT yrHEeTEeHUIO mpopactanus cemsiH [4]. ['ub-
OepeyuIMHBI CTUMYJIMPYIOT BBIXOJ] CEMSIH U3 COCTOSIHHUS
MTOKOSI, UHBIMH CJIIOBaMH, UTPAIOT POJIb aHTaroHNCTOB
ABK B aTOM mporiecce. Pactenus puca, qedexTHbIe 1O
reny @JIDPI, XxapakTepu3yIOTCsl YCHUICHHON YyBCTBU-
TENBHOCTBIO K THOOepeiuHam [4]. ABK yrueraer ne-
JIeHWe KJIEeTOK [21] M aKTHBHPYET CTapeHHUE OPTaHOB
[14]. Y myTtanToB Arabidopsis, HOKayTHPOBAHHBIX T10
resam @JIDo.l v @JIDa.4, B OTAHYNUE OT MyTaHTOB I10
@JIDPI u @JIDS] nuBenupyercs HeraTUBHBIN 3(pPexT
ABK Ha skcnpeccuto reHa Ku. [IpogyKT 3TOro resa ur-
paeT MO3UTUBHYIO POJIb B IIPOLIECCAX BOCCTAHOBJIEHUS
u permmkanun JJHK [22]. Dkenpeccust aHTUCMBICTO-
BOU KOHCTpYKIHH DJIDo. ! TOPMO3UT CTapeHUE JIHAC-
TbeB, uHayIupoBanHoe ABK [23].

MyranTsl 10 reHam ¢gocdosunasel D B aHause
MeXaHU3MOB JeficTBUA 3TH/IeHA U ayKCHMHA Ha Me-
Ta00/IM3M KJIETOK PacTeHU. DTUICHY IPUHAIJICKUT
KJIIOUeBas poiib B PEAKIMSIX pacTeHUH Ha JAeHcTBHE
cTpeccoB [24], a Takke B MHAYKIIUH CO3PEBaHUs IJIO-
1oB [25]. B mucteax pactenuit Arabidopsis, B KOTOPBIX
9KCIIPECCUPYETCSA aHTHCMBICIOBAsi KOHCTPYKIIHA T'eHa
@JIDo. 1, 3aperucTpupoOBaHO TOPMOKCHHUE CTApECHUS
[23]. Otn myTaHTHl 00MagaroT akTUBHOCTRIO DJIDP 1
®JIDy pacrenuii nukoro tuna. [locinennuit dhakt cBu-
JETEIBCTBYET O TOM, YTO OTCYTCTBHE (PYHKIIMOHUPYIO-
mero rena @JIDo. He KOMIIEHCUPYETCA B TAHHOM CIIy-
yae HanmmuaneM OJIDB u GJIDy B xirerkax. Takum o6pa-
30M, umMeHHO ®JIDol 1 onpeaenseT peanu3sanuo qeicT-
BHS 3THJICHA Ha CTapeHue TUCTheB. C ApyTOil CTOPOHBI,
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3KCIPECCHSI aHTUCMBICIIOBOM KOHCTpYKUUU reHa @JID
o/ y moMuI0poB 00yCIIOBIMBAET 3a/I€PKKY BBIEIe-
HUSl STHJIEHAa W TOPMOXKEHHME IPOLEcca CO3PEBAHUS
107108 [26].

AYKCHHBI PEeTyJIUPYIOT pa3BUTHE COCYJIOB, TPaBU-
TPOTIHM3M KOpHEH, a TAK)Ke JIEJICHUE U POCT KJIETOK [27].
Pactenus, nedunuraeie no reny @JIDC2, MeHee dyB-
CTBUTEJNIBHBI K ayKCUHY M XapaKTepU3YIOTCsS YTHETEH-
HBIM IPaBUTPONM3MOM KOPHEH U 3aBUCHMBIM OT ayK-
CHHAa POCTOM THMIIOKOTWJIEH, TOTAa KaK HPU HCKYyC-
CTBEHHO YCHJIEHHOW 3KCIIpECCHMHM T'€Ha YKa3aHHOIO
n3opepMeHTa 3aperUCTPUPOBAH MPSIMO IPOTHUBOIIO-
JIOXKHBII (PEHOTHUII, YTO CBUAETENIBCTBYET O MO3UTUB-
Ho#i ponu @JIDL2 B peakumax MeTabonrM3Ma pacTeHUN
Ha JI€MCTBUE ayKCHMHA. YPOBEHb JKCIPECCHUU TI'EHOB
paHHEro OTBETa HAa ayKCHH U AKTUBHOCTb YyBCTBHU-
TenbHOro mpoMoTtopa DR5-GUS cHMKAIOTCS y HOKAy-
TUPOBAHHBIX WIH JePUUUTHBIX 0 DJIDC2 pacTeHui,
YCHJIMBAsACh TPU HCKYCCTBEHHOM TIOBBIIIEHHWH BKC-
npeccun @JIDC2. D1o monrBepxkaaet poip OJIDL2 B
peanM3anyy AEWCTBUS ayKCHHA B KJIETKAX PacTEHHH
[28]. TpaHcopT BHYTPUKIETOYHBIX BE3UKYJI, HAMOMI-
HEHHBIX ayKCHUHOM, OJIOKMpYeTCs y AC(UIMTHBIX IO
@JIDL2 pacteHuii, HO CTUMYIUPYETCS B CIIy4ae UCKYC-
CTBEHHOT'O YCWJIEHHUs 3Kcmpeccuu reHa @JIDC2 [28].
Benmox PIN2 yyacTByeT B MOJISIPHOM TPaHCIIOPTE ayK-
CHHA — BJISIETCSl IEPEHOCUYNKOM (PUTOrOPMOHa, a TaK-
e UMeeT OOJIbIIOE 3HAYCHUE B PETYJISLUHN IPaBUTPO-
n3Ma KopHe# [29]. Llukmudeckuii MOTOK BE3HUKYJI, CO-
nepxkamux PIN2, B kierkax Onokupyercs y nedu-
LUTHBIX 0 @JIDC2 pacTeHuid, HO YCHIIMBAeTCs B KOP-
HSX C MCKYCCTBEHHBIM YCHJIEHHEM 3KCIIPECCHM T'€Ha
naHHoro m3odepmenta. OgHAKO TEHETHYECKHE MaHH-
myssiauu ¢ @JIDC2 He BIUAIOT Ha MOJSIPHYIO JIOKAIH-
sanuio PIN2 [28]. Ilockonbky HokayT reHa @JIDC2
JIUIIb YaCTHUYHO OCJIa0JIIeT PEeaKInio KIETOK Ha ayK-
CHH (B OTJINYME OT BBIPAKEHHOM IOTEPU YyBCTBUTEIb-
HOCTH y MyTaHTOB TPaHCIAYKLIUHU CUTHANA 3TOTO (PHUTO-
ropmoHa), ®JIDE2 Mo)keT KOCBEHHO BIHATH Ha CUTHA-
JIM3ALMI0 ayKCHHA 3a CUYET PeryJIAluy €ro TPaHCIopTa
y pactenuii [28]. B anexcax xopueit ®JIDL2 urpaer
KJIIOUEBYIO POJIb KaK MOJYJATOP TPaHCHOpTa 3TOTO
¢uToropmona. TpaHcoKanus ayKCHHA yTHETaeTCA Ha
40 % y myranroB @JIDL2, Ho ycunuBaercs Ha 30 %
MIPH UCKYCCTBEHHOM IMOBBILIEHUH YPOBHS SKCIIPECCUU
rena @JIDC2 [30].
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I'enHeTnyeckune MaHuNyJAUMHU ¢ pocdoanunazon
D B uccienoBaHuAX MEXaHNU3MOB e CTBUSA OKCH-
JAaTHUBHOIO CTPecca U PaHeHHUs TKaHeill. AKKyMyJis-
LUl AKTUBHBIX (OPM KUCIIOpOJa B KJIETKaX MPOUCXO-
IUT B OTBET Ha JEICTBHE Pa3IMYHbIX OMOTHYECKUX U
abmoTnueckux cTpeccoB [31]. Dkcmpeccuss aHTHCMBIC-
noBoii koHcTpyKumK rena @JIDa.l Arabidopsis 610ku-
pyeT GOopMHpOBaHUE CYNEPOKCUIHBIX PAJUKAIIOB, 00-
ycnosineanoe HAJI®H-okcuma3oit, Torma Kak d5K30-
reHHo BBejeHHbIe DK cTuMynmupyroT 3Ty peaknuio B
JIUCThAX YKa3aHHBIX pactenuit [32]. C apyroi ctopo-
HBI, IPOTOILIACTHI U JIUCTHS PACTEHUH, HOKAyTHPOBAH-
HBIX 110 TeHy @JIDJ, XapaKTepu3yIOTCs MOBBIIIEHHON
YYBCTBUTEIBHOCTBIO K MEpPOKCHAY Bojopona. I1oBel-
menue ypoas OK u pochaTununbyranona, a Takxe
akTuBHOCTh 49 kJla MAII-knHA3 moj BIUSHUEM Iie-
POKCH/Ia BOJIOPO/Ia YyTHETAOTCS Y PACTEHUN, HOKAy TH-
poBaHHbIX 110 @JIDS. Bonee Toro, KU3HECIOCOOHOCTH
pacTeHuil B YCIOBHSIX YJIbTPa(UOIETOBOrO H3IIyde-
HUS, CTUMYIUPYIONIET0 00pa3oBaHHe MEPOKCUAA BO-
J0poJa, pPe3KO CHIDKAeTcs MpH HokayTe reHa @DJIDS
[33].

Takmm o6pazom, nzopepmentsl OJID yuacTByIOT B
peaknusx Ha JIEHCTBUE aKTUBHBIX (OPM KHUCIOPOAA:
®JIDal crumynupyer ux oOpa3oBaHHE, TOTJA Kak
®JIDS obecreynBaeT peakiuio METaboau3Ma B OTBET
Ha BJIMSTHAE YTHX BEIIECTB.

Panenune pacTeHuii Kak CTPECCOBBIN (PaKTOP BBI3BI-
BaeT y Arabidopsis ¢ 3kcrnpeccueil aHTHCMBICIOBON
KOHCTpyKImu reHa @JIDol yrHeTeHue (hOopMHpOBa-
Hus OK, acMOHOBOM KUCIIOTHI, SKCIIPECUIO T€HA JIU-
nokcurenasel LOX?2 [34].

bonee Toro, noxkansHOEe HakomieHne MK u moBwI-
mweHue aktuBHocTd PJID B KIIETKAX JUCTHEB, Pa3py-
LIEHHBIX BCJIEJICTBUE PaHEHUS, MOJTHOCTHIO dJIMMHUHHU-
pyIOTCSL Y JBOMHBIX HOKAayTHPOBAaHHBIX MYTaHTOB
DJIDo 1/DJIDS. Hokayt renoB @JIDol n DJIDS cBu-
JETENbCTBYET O CYLIECTBEHHOH pPOJM 3THX H30dep-
MeHTOB B akkymyJsinuu @K B kieTkax pacTeHuid, 00-
YCIIOBJIeHHON paHeHneM. OJHAKO 3KCIpeccus reHa
LOX2, ypoBHM 5kaCMOHOBOI KUCJIOTHI U €€ IIPEAIIecT-
BEHHUKOB, a TakXke akTUBHOCTh MAP-knHa3 He n3mMe-
HSIFOTCSL Y NBOMHBIX MyTaHTOB @D.JIDa.l/®DJIDS [35],
YTO He MOATBEPXKIAET 3HAUSHUS dTUX N30(EepPMEHTOB
IUIS BBIIICYKA3aHHBIX 3AIIUTHBIX PEeaKIUil MEeTa0OoIH3-
Ma KJIETOK pacTeHUi Ha paHEHHUE.

HN3o0dopmel pochonunaser D, yyacTBywouue B
peanu3alu CHTHAJTM3ANUHM NPH OHOTHYECKHX
crpeccax. UyBCTBUTEIBHOCTh U CTOMKOCTh PacTeHUI
K OIIpeJIeIEHHBIM MaTOreHaM 3aBHCAT OT CHOCOOHOCTH
K uX pacno3naBanuio [36]. Poxs ®JID B MexaHU3Max
B3aMMOJICMCTBUSI PACTEHUM C MAaTOreHaMH U3ydald Y
MOMUJOPOB ¢ HOKAayHOM reHa @JIDBI. Y ctaHoBieHo,
YTO B OTBET Ha JEUCTBUE 3IMCUTOPA KCUIIaHA3bl yKa-
3aHHBIN N30()EPMEHT SBISAETCS HETATUBHBIM PETYJIATO-
poM popMHpOBaHHs aKTHBHBIX (JOPM KHCIOPOAa, HO
MO3UTHUBHBIM PETryJIATOPOM DKCIpECcHH TeHa [-D-kcu-
n03uAa3sl — (PepMEHTa, YYaCTBYIOMIETO B MEPECTPOii-
Kax KJIeTOYHOW cTeHku pacteHuit [37]. OgHako B OT-
CyTCcTBHE HH(EKIH HOKAayH reHa @JIDPI puca omnpe-
JIeTIieT aKTUBALMIO 3allUTHBIX pEAKUUM pacTEeHUN —
AKKyMYJIIIMIO aKTUBHBIX (POPM KHCIOpOJa U MHIYK-
LU0 SKCIPECCHH reHoB 3amuTHoro otBeTa (PR-1, PR-
4, B-rmokaHa3, XMTUHA3, CXOIHOIO C TPaBMaTHHOM
Oenka, daktopoB TpaHckpumuu cemeiictB WRKY u
ERF). Y sTux TpaHcreHHBIX pacTeHuH 3auKCpoBaHa
rulelb KIETOK, XapakTepHas Ul peakiy THIIePYyB-
CTBHTEJEHOCTH, a TAK)Ke OMOCUHTE3 (PUTOAICKCHHOB U
TTOBHITIICHIE CTOMKOCTH K ITaToreHam — rpudam Pyricu-
laria grisea n 6aktepusim Xanthomonas oryzae [38].
Takue naHHbple cBUIETENLCTBYIOT 0 ponu OJIDBI kak
HETaTUBHOI'O PETYJIATOPA 3AIUUTHBIX PEAKIUI U CTOM-
KOCTH PACTEHUI B HOPMaJbHBIX YCIOBHAX POCTA, U IIO-
3UTUBHOTO — B YCJIOBUSX J€HCTBUSI TATOTEHOB.

AHaau3 peaknuu MeTado0JM3Ma KJIETOK HAa XO-
JIOOBO¥I cTpecc Ha NMpPHMepe TPAHCTEHHBIX IO Te-
HaM ¢ocdoaunasel D pacrennii apadbunoncuca. Y
pacTeHHH, FKCIPECCUPYIOMUX aHTHCMBICIOBYIO KOH-
cTpykuuio reHa @J[Dol, oOHapyXeHO BIBOE Ociad-
nenHoe ¢popmuposanue @K, obycioBienHoe 3amopa-
KUBAHHEM, UTO XapaKTEpHO TaKXke JJIs paclleIUIeHus
¢dochatunmnxonrna. 3ahUKCUPOBAHO OBBIIICHHUE yC-
TOHYMBOCTH K 3aMOPaKUBAHUIO Y paCTCHUH, Ne(UIIUT-
HbIx o @JIDa 1 [39].

Uzodepment DJIDS, cBsi3aHHBINH C IIa3MaTHYeC-
KUMH MeMOpaHaM#, Ha000pOT, CIIOCOOCTBYET TOBBI-
HIEHUIO CTOMKOCTH Arabidopsis K NEHCTBUIO 3aMoOpa-
xuBaHus. HokayTt rena manHoro uzodepmenta ®JID
PE3KO CHMXAeT CTOMKOCTh PacTEHHH K XOJIOAy, TOT/Aa
KaK UCKYCCTBEHHOE yCHIIEHHE dKCTIpeccut TeHa @JIDJ
MOBBIIIAET MOPO30CTOMKOCTH pacteHuit [40]. ®JIDS B
otiuuue oT ®JIDao. 1 He criocoOCTBYET MacCOBOMY pac-
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HISTUICHUIO JIMITUI0B MeMOpaH, a BhI3bIBacT (hOPMHUPO-
Baaue DK, BHIMOTHSIONMEH CUTHATHHYIO (QYHKITHIO B
aJanTanuyu MeTadoJM3Ma KJIETOK K HU3KHM TeMIlepa-
Typam. HokaytupoBanusle 1o reny @JIDS pacteHus
pacTyT U pa3BUBAIOTCS B HOPMAJIbHBIX YCIOBUSAX 0€3
BUAUMBIX n3MeHeHuit [40, 41]. C npyroii CTOPOHHI, Ta-
KHE€ TPaHCTEHHBIE pacTeHHUsi Ooyiee UyBCTBHTEJBHBI K
JEHCTBUIO OKCUIATUBHOTO cTpecca [33].

®JIDo 1 urpaet KIIr0ueBy0 pojb B IIpolecce THI-
ponusa dhocharuannrnunepona miactua, a @JIDS BbI-
MOJHsET (PYHKIUIO HETATHBHOTO PETYJIIATOpa paciuen-
JICHUS TUNUAOB TutacTud u akkymyssinuu OK B nan-
HbIX ycloBUAX [42]. DJID sBusitoTCS MOILYJISITOpaMU
9KCIIPECCHM TE€HOB aJalTallid PacTeHHH K XOJOAy.
HckyccTBeHHas 3KCNpeccusi aHTUCMBICIIOBOM KOHCT-
pykuuu @JIDo. ] TPUBOJUAT K MOBBIIMICHUIO YCTONYH-
BOCTH K 3aMOPaXMBaHUIO KaK y aKKIMMaTH3UPOBAH-
HBIX, TaK U HEAKKIMMATH3UPOBAHHBIX PACTCHUU Ara-
bidopsis. Y HeaKKIUMaTU3UPOBAHHBIX PACTCHHM, JIe-
¢uruTHHIX I0 @JID0L 1, HE BBHIABIIEHA aKTUBAIUS DKC-
MPECCUH TEHOB (PM3HOJIOTHYECKOTO OTBETA Ha HU3KHE
temriepatypbl — COR47 u COR78. OqHAaKO B YCIOBUAX
AKKJIMMATH3aIUN K JEHCTBUIO HU3KHUX TeMIIepaTyp U
0COOCHHO K 3aMOPaXHUBaHUIO y AePUIHUTHBIX 110 DJID
o/ pacTeHuil OOHapy)KeHa yCHIICHHAS IKCIIPECCHUS T'e-
HOB COR47 u COR78, a TakKe TOBBIIICHUE YPOBHS
ocMonuTOoB [43]. [Ipu 3TOM B yCIIOBUSIX HU3KUX TEMIIE-
patyp HokayT @JIDS He U3MEHEHSET HKCIPECCHU Te-
HOB COR, 00ecreunBaOmuX YCTOMIHBOCTH K 3aMOpa-
xxuBaauio. JIDS Taxxke popmupyer PK, ociadmisio-
LIYI0 MOBPEXJCHUS KIIETOK, BBHI3BAaHHBIE OKCHUIATHB-
HBIM CTPECCOM IPU HU3KUX TEMIIEpaTypax.

Poxr ®JID B MexaHW3MaX PETyJIAIAA METaOOTN3-
Ma KJIETOK PacTeHWH Ha JeHCTBHE TEIUIOBOTO IIOKA Ha
cerogHs onucaHa ciabo. [loBblmenne TemiepaTypsl
BHemIHel cpenpl 10 40 °C npuBOIUT K OBICTPOMY BO3-
pacranuto ypoHeit @K B KyJnbTypax KJIETOK Tabaka,
npopocTtkax Arabidopsis v TUCTHSIX pUca. ITO YaCTHUY-
HO 00yCIIOBIICHO akTHBanuei gpocgomnumasel D — konu-
gecTBO (hocharuauindyTaHoma pe3Ko YBEITUIHMBACTCS
Ha paHHUX ATamax JAEUCTBHUS TEIUIOBOro IIoka [44].
BrlmensnokeHHOe CBHAETENBbCTBYET O 3HAUYEHUU
@JID niis TpaHCAYKLMYU CUTHAJIA 3TOTO CTPECCa B KIIET-
kax pacteHuit. OgHako uzopepmentsl @JID, akTUBH-
pyroImuecs noj BO3AeHCTBIEM TEIIOBOTO II0Ka, OCTa-
I0TCS HEM3BECTHBIMU.
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JlunuaHas cUrHAJM3alUs NMPH OCMOTHYECKOM
cTpecce. Hokayr rena @.JIDo. I Arabidopsis ycunuBaet
YyBCTBUTEIBHOCTh PACTEHUHN K NEUCTBUIO 3acyxu. B
YCIIOBUSIX CTpecca OOHapyKEHbI M3MEHEHUS SKCIpec-
CHH Pa3InYHBIX TE€HOB, KOAUPYIOUINX (PepMEHTHI METa-
0onmm3Ma W TPAHCAYKIIMHA CHTHAJIOB (PUTOrOPMOHOB
[45]. HokayT reHa MM 3KCIpecCHs aHTHCMBICIOBOM
koHCcTpykKuuu @.JIDa.l y Arabidopsis npuBOAUT K yT-
HETCHUIO YyBCTBUTEIHLHOCTH PACTCHHH K aOCITH30BOM
KHCJIOTE, 0CNIa0JICHUIO 3aKPBIBAHUS YCTHHLL U IOBBIILIE-
HUIO YPOBHS MOTEPHU BOJBI B pe3yibTaTe TPaHCIUpPA-
nuu [15, 16, 23]. BMecTe ¢ TeM HCKYCCTBEHHO yCHIICH-
Has 3Kkcnpeccusi reHa @JIDo ] MOBBIIIAET BOCIIPUUM-
YUBOCTH pacTeHuit k nericteuio ABK [15, 16]. @JIDa 1
WTpaeT MO3UTHBHYIO PONb B HMHAYKIIMHM 3aMbBIKaHUS
YCThUYHOM 11enn B 0TBeT Ha ABK 1 B CHUKEHUH ypOB-
HSl TIOTEPH BOZBI PACTEHUSIMH 33 CUET TPAHCIUPALNH
[16, 18].

CornacHo pe3ynbTaTraM aHajn3a (peHOTHIIa HOKay-
TUPOBAHHBIX MyTaHTOB, D.JIDo. ] ABISIETCS MOIYISATO-
POM PA3IMYHBIX PEAKIMI pacTeHUl Ha eiCTBHE 3acy-
XH. ITOT U30()epMEHT UrpaeT pojb CTUMYJISATOpA 3a-
MBIKaHHUSI YCTBUI HA HAdalbHBIX 3TANax HAa3BaHHOTO
ctpecca [46]. C apyroil CTOPOHBI, HOKAYT WM HCKYC-
CTBEHHOE YCHJIEHHUE 3KcTnipeccuu reHa @JIDo.3 He Bu-
S€T Ha YPOBEHb TpaHCIHpanuu [47], 9To CBUAETENb-
CTBYET IPOTHB BO3MOKHOCTH Y4acTus 3TOro u3odep-
MeHTa OJID B peryisiuuy JUHAMUKY yCTbUYHOU 1IN
B OTBET Ha JieiicTBHe abCcM30BOM KUCIOTHL. bonee To-
ro, OMOCHHTE3 JAHHOTO (PUTOTOPMOHA HE M3MEHSIETCS
y pacTeHui, HokayTHpoBaHHbIX 0 PJIDa3 [47]. ABK
WUTPaeT poJib MO3UTHBHOTO PETyJsATOpa THAPOTPOIN3-
Ma KopHe# pactenuil. Hokayt rena @JID2 napymraer
U TpeAoTBpaIlaeT THUAPOTPONM3M KOpHEH y Arabi-
dopsis. 3acyxa U abcuM30Basi KHCIOTa, aKKyMYJISHS
KOTOpOi1 00yCJIOBIIEHA 3TUM CTPECCOM, CTUMYITUPYIOT
aKTUBHOCTH poMoTopa @.JIDL2 B KOPHEBOM YEXJIHKE
1 OJIOKMPYIOT TPaBUTPOINIU3M KopHeit [48]. B oTianune
OT MyTaHTOB 10 reHy @JIDa.l y TpaHCTEHHBIX pacTe-
Hull Arabidopsis ¢ aHTHECMBICTIOBOW KOHCTPYKITHEH
DJIDS yposens akkymyssinnn K u dpochatunnndy-
TaHOJIa B yCJIOBUSX AETHApPATallMd CHUXKAETCSI, UTO Jie-
MOHCTpUpyeT BaxkHocTh DJIDS mia dopmupoBanus
O®K npu ykazaHHOM cTpecce. OTHAKO KaK y pacTeHUl
IUKOTO TUIA, TAK U Y pacTeHuid ¢ reHoM PJIDJ B aHTH-
CMBICJIOBOM OpPHEHTAIIUHU HE 3apETUCTPHUPOBAHBI BBIPA-
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KCHHbIE H3MEHEHUsI (PEHOTHIIA U B HOPMAJIbHBIX YCIIO-
BUSIX, U nipu aeruaparanuu [41]. C qpyroi cTopoHsl,
HokayT reHa @JIDS y Arabidopsis NOBbIILIAET YyBCTBU-
TENBHOCTH PacTeHU K coneBoMy cTpeccy [49]. Cneno-
BarenbHO, @JIDol u DJIDS uUrparoT KaKIbelii CBOIO
POJIb B IpoIlecce epeaadn HHPOPMAIHH B KJIETKaX 00
YCIIOBUSIX BOJHOIO IOTEHIMaIa BHEIIHEH cpebl. CoB-
MECTHBIH %e HOKayT reHoB @JIDa. ] u @JIDJ BbI3bIBACT
CHIDKEHHME CTOMKOCTU POCTa KOPHEN K COJIEBOMY U T'H-
MIEPOCMOTHYECKOMY cTpeccaM. JIBOWHBIE MYyTaHTHI
Arabidopsis @JIDo.1/DJIDS xapakTepusyrorcs Oosee
BBIPKEHHON YyBCTBUTENBHOCTHIO K COJIEBOMY CTpec-
Cy TI0 CpaBHEHHIO C MyTaHTaMH 10 TeHaM KaXKJI0TO W3
stux n3opepmerroB OJID. Hokayr rena @J/IDo ] nin
@JIDS yacTH4YHO IOHWXKAeT ypoBeHb HakomieHus DK,
CTUMYJHPOBAaHHOTO COJEBBIM CTPECCOM, TOTAa Kak
MIPH OJTHOBPEMEHHOM HOKAayTe 0OOMX T€HOB aKKyMYy-
sy @K cocTaBiseT ML TPETh 10 CPABHEHUIO C
pactenusimu nukoro Tumna [49]. OkoHuaTensHOE (Hop-
mupoBanue pocharnamndyranona u PK odHapyxeHO
B YCJIOBHUSIX COJIEBOTO CTpECca U AETUAPATALIN Y JBOH-
HBIX MyTaHTOB [49], 4TO CBHAETEILCTBYET B IMOJB3Y
yuactus apyrux mzodepmento OJID (mpeanonoxu-
tenpHO DJID03 [47]) B peanu3anuu JeiCTBHS JaHHBIX
cTpeccoB Ha pactenus. bonee toro, nzopepment OJID
B1 Takxe MOXKET y4acTBOBATh B peaKIMAX KIETOK pac-
TEHUH Ha JeWCTBHE OCMOTHYECKOTO CTPECCA, ITOCKOIIb-
Ky U1 prca, AepULIUTHOTO 10 TeHY JaHHOTO (epMeH-
Ta, XapaKTepHa MOBbIIIEHHAs YyBCTBUTEIHHOCTH K BBI-
COKMM KOHIICHTPAITUSM coJIeH [4].

KapauHanbHO HHas poJib B PEryJIsiLiUN POCTa pac-
TEHUH B yCIOBHIX THUIIEPOCMOTHYECKOTO CTpecca MpH-
Hagiexut OJIDa3. dust Arabidopsis, HoOkayTHpOBaH-
Horo 1o @J/IDo.3, XapakTepHa yCHIIEHHAs SKCIIPECCUs
TCHOB OTBETa Ha a0CIU30BYIO KUCIIOTY U MOBBILICHHAS
YYBCTBUTEIHHOCTh K JEWCTBUIO COJIEBOTO CTpecca U
JIEeTUpaTaIuy, ToTJa Kak MCKyCCTBEHHOE BO3pacTta-
HHUE YPOBHS 3KCIIPECCHUU T'eHa Ha3BaHHOT'O H30(epMeH-
Ta YCUIMBAET CTOMKOCTh PACTEHUN K JAaHHBIM CTpEC-
cam. [Ipu HOKayTe reHa 3TOro N30¢epMEHTa POCT KOp-
HeW cuibpHee yrHeraercs noj BiusHuemM ABK B or-
JIM4MEe OT pacTeHUH AMKOTo TUMa. MICKycCTBEHHO ycH-
neHHast skcnpeccusi @JIDa3 B yCIOBHAX COJIEBOTO
CTpecca IPUBOANT K YBEIMYCHHUIO KOIUIECTBAa OOKO-
BBIX KOpHEH, YCKOPEHUIO MPOpAacTaHHA CEMSH, pocTa
HIPOPOCTKOB U KOpHEU. POCT TakUX TpaHCTEHHBIX pac-

TEHH OoJiee BHIPaXKEH M0 CPAaBHEHHUIO C JUKUM THIIOM
TP JUTUTETTLHOM cojieBoM ctpecce [47]. MckyccTBeH-
Hble U3MeHeHUs dKkcnpeccun @JIDo.3 B yCIOBUAX CO-
JIEBOT'O CTpecca U BOAHOTO Je(HUIINTA COOTBETCTBEHHO
oTpaxatorcss Ha ypoBHsAX PK u 3kcnpeccun TeHOB
(TOR u AGC2), npoayKThl KOTOPHIX SBIISIOTCS MOMY-
JIATOpaMH NPOLIECCOB POCTa B OTBET HA MOCTYIIJICHUE
MUTaTEeIbHBIX BEUIECTB U AelicTBHE cTpeccoB. VI3MeHs-
€TCs TaKXkKe cocTosiHue (HochOPIIIMPOBAHUS OCNIKa pHr-
6ocomHo# TpoTenHKnHa3bl SOK [47]. CienoBarensHO,
@JIDa.l n @JIDa.3 yuacTBYIOT B MOAYJISIMY peakiuu
pacTeHuii Ha JeHCTBIE OCMOTHYECKOTO cTpecca Oaro-
Japs paznuudbsiM MexanuzMmam: @JIDol omocpenyer
neiicTBUe aOCHU30BOM KHCIOTH HA IUHAMHKY YCTbHY-
HOM LIeNu 711 CHUKEHHSI YPOBHS MIOTEPU BOJIBI pacTe-
HusIMH, Toraa Kak @JIDo3 o0ycioBIuBaeT pocT Kop-
HEHl B OTBET Ha JICHCTBHE COJIEBOIO CTpPECCa U 3aCyXH,
YTOOBI YBEJIINYNUTH MIOBEPXHOCTH BCACHIBAHUS BOJIBI.

AHanu3 QeHOTHIIa pacTeHH TMPU HOKAyTe U WC-
KYCCTBEHHO YCWJIEHHOM 3kcnpeccuu reHa @JIDe cBH-
JerensCcTByeT 0 ToM, 4yto ®PJIDe cTUMynupyer poct
KopHe# Arabidopsis B yCIOBUSIX THIIEPOCMOTHYECKOTO
cTpecca, MHIYLUPOBAHHOIO BOJHBIM Ie(HUIMTOM U
BBICOKMMM KOHLIEHTpalUsMHU cojiel. Bmecte ¢ TeMm
@JIDe MOXET IPUHAMJIEKATh KIIFOUEBAs POJIb B MEXa-
HU3Max BOCIIPHUATHS PAaCTCHHAMH COCTOSHHS oOecrie-
YEHHOCTH MMUTATENbHBIMH BEIIECTBAMHU, B IIEPBYIO OYe-
peab, MUHEpanbHBIM a30ToM [50].

Yuyacrue ®JID B peryasiuuu pasjH4YHbIX ITa-
MoB OHTOreHe3a pacrennii. ®K, npoaykT akTuBHOC-
i OJID, sBiseTcss LEHTpaNbHBIM MOCPETHUKOM ISt
ouocuntesa poconumuaos [51]. Beicokas temnepa-
Typa ¥ BIQXXHOCTb, a TAK)Ke UTUTEIFHOE XPaHEHHE yC-
KOPSIOT BbI3peBaHue ceMsH. OIHaKO HOKAyT MU HOK-
nayH rena @JIDa.l Arabidopsis cTAMYIUpPYET UX MIPO-
pacTaHue, 6JIOKHpPYeT YMEHbIIEHHE KOJTNYeCTBa HEHa-
CBIIICHHBIX )KUPHBIX KACJIOT U CHUKAET YPOBEHB aKKY-
MYJISIIUH EPEKUCHBIX (HOPM JIMIHMIOB, MOBHIILIAS Ka-
4ecTBO ceMstH. [IpopoCTKH TakuX TpaHCTEHHBIX pacTe-
HHM OBICTpEE PACTyT M HIMEIOT OoJIee JUTMHHBIC KOPHU U
KpynHsle TucThbs. Hoknayn @JIDo.] TpUBOANT TaKkxke
K TOMY, YTO CEMEHa PaCTeHUU TEPSIOT CIIOCOOHOCTD K
BBI3PEBAHMIO [10 CPABHEHHIO C HOKAYTHPOBAHHBIMU 10
reHy JaHHOTO M30()epPMEHTa, YTO MPOSBISETCS B BO3-
pacTaHuH WX ku3HecnocobHoctu [52, 53]. C mpyroi
CTOPOHBI, HCKYCCTBEHHOE HapylIeHHe (GOPMUPOBAHHUS
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¢yskunonanpHoro Oenka MJIDS GmarompusTcTBYET
BBI3PEBAHMIO CEMSH M YBEIMUMUBAET X CIIOCOOHOCTH K
npopacrtasuo [52].

Cnabo uccnenoBana ponb OJID B perynsuu per-
POAYKTUBHOTO Tpoliecca y pacTeHuil. UcKycCTBEHHO
ycuneHHas skcrpeccus rena OJIDo ] y Arabidopsis ne
BIIHsIET HA (POPMHUPOBAHUE [IBETKOB. Y PACTEHUH C DKC-
IIpEeCCUel aHTUCMBICIOBOM KOHCTPYKIIMM 3TOrO I'€Ha
HE OOHApYXKEHbl pa3iIu4yusl B KOJMYECTBE CEMSH U
CTPYUYKOB IO CPABHEHUIO C TUKUM TUIIOM [23]. LIBeTKM
pPacTeHHH, SKCIPECCUPYIOINX aHTHCMBICIOBYIO KOH-
ctpykimio rena @JIDo I, cogepxkat mumib 10 % akTus-
Hoctd @JID nukoro tuma, 4To CBUETENLCTBYET B MO-
JIb3y CaMOJOCTATOYHOCTH AKTUBHOCTH JPYTHX H30-
¢depmentoB OJID st moanepaHus HOPMAIBHOTO
pa3BUTHS BBILIEYKA3aHHBIX PEHNPOAYKTUBHBIX Opra-
HOB. DTH DPACTCHUSI XapaKTEPH3YIOTCS aKTHBHOCTBHIO
@®JIDB u ®JIDy. OnHako OTCYTCTBUE Y HUX JOCTOBEP-
HBIX H3MEHEHMH (hopMHUpoBaHus ceMsH [23] yka3bIBa-
eT Ha HenprudyacTHOCTh PJIDal k penpoxyknnu pacre-
Huil. C Apyroil CTOPOHBI, COTJaCHO HCCIEAOBAaHUSAM
¢deHoTHIIa HOKayTHpOBaHHBIX pactenuid, DJ[Dal
y4JacTByeT B (popmupoBanuu 6a3zoBoro ypoBHs ®K B
LBETKaX, LIBETOHOXKKAX, CEMEHAX, HO HE B CTPYYKax
Arabidopsis [53]. PacTeHusi ¢ HCKyCCTBEHHO YCHJICH-
HOH 3Kcnpeccueid DJIDo3 OTANIA0TCS paHHUM Gop-
MHUPOBaHHEM IIBETKOB, CEMSH M YBEJINYECHHBIM KOJIH-
YECTBOM CTPYUYKOB HCKJIIOUUTENBHO B YCIOBHAX yMe-
PEHHOH 3aCyXH B OTJIMYUE OT PACTEHUM JUKOIO THIIA.
[IpsiMO TIPOTHBOMONOKHEIH (PEHOTHIT OOHAPYKEH TTPH
HokayTe reHa @JIDo 3. Dkcnpeccus TeHOB, KOJUPYIO-
mux (QakTopbl MHAYKUUH (POPMUPOBAHHS LBETKOB
(TSF, BFT), ycunuBaeTcs mpu UCKyCCTBEHHOM YBEJH-
YEeHUH ypoBH: dkcnpeccun @.JIDo3 B yCIOBUAX BOJI-
HOro AeduIUTa, OAHAKO YMEHBLIAETCS Y HOKAYTHUPO-
BaHHBIX M0 D.JIDo 3 pactennii. B HOpMaJIBHBIX YCIIO-
BUSIX DKCIIPECCUS UCKIIOUUTENBHO reHa 7SF cHUKaeT-
cs ipu HokayTe PJIDa.3 10 CpaBHEHUIO C PACTEHUSIMHU
nukoro tumna [47].

[Toxazano, uro ®JIDL1 mpuHUMaeT yyacTue B pe-
ryJsinud MopdoreHesa KOPHEBBIX BOJIOCKOB. Mckyc-
CTBEHHOE YCHWIJIeHHE 3Kcrpeccud reHa @DJIDCI oby-
CJIOBIIMBaET (POPMUPOBAHNE U YBEINICHUE BETBICHUS
9KTOIMYECKUX KOPHEBBIX BOJIOCKOB. DKCIPECCHUS aH-
THCMBICTIOBOW KOHCTpYKIMN DJIDC] pUBOAUT K Ha-
PYLIEHHUIO JOKATU3allMH, pOCTa U Pa3BUTHUS KOPHEBBIX
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BOJIOCKOB, HE BJIHsIS Ha UX 3akianaky. [Ipenmonaraercs,
yro ®JIDEC] perynmupyet pocT u pa3BUTHE KOPHEH, MO-
OyJIUpys MPOLEecChl TPAHCIOPTa MeMOpaH, B 4aCTHOC-
TH 3K3011TO3 [54]. [Ipyrue naHHbIE TOJIy4YEHbI IPU HO-
kayTe reHoB PJIDC. Jlokanu3zanus KOPHEBBIX BOJIOC-
KOB JIOCTOBEPHO HE M3MEHSETCS y HOKayTHPOBAaHHBIX
no reHam @JIDCI u @JIDL2 pacteHuid, Toraa Kak uc-
KIIFOUUTEIILHO CJ1a0ble M3MEHEHHS YKa3aHHOTO (heHO-
TUIa OOHApy»XeHbl Ha aleKcax KOPHEH B yCIOBUAX
HU3KOTO cojepkaHuid MuHepaisHoro Qocdopa [55].
OnHOI U3 BEepOATHBIX MPUYHMH Pa3INUUil B pe3ysbTa-
TaxX 3THX HCCIEAOBAHUN MOTYT OBITH yCIIOBHS JKCIIe-
PUMEHTOB: B IIEPBOM ClIyyae HMCIOJIb30BAIN CUCTEMY
WHIYLUpOBaHHOU penpeccuu reHa DJIDCI [54], a B
apyroM — HokayT [55]. Bo3moxHO, uTo OJioKajaa
@®JIDL1 skcmpeccreit aHTUCMBICTIOBOW KOHCTPYKITUH
COOTBETCTBYIOLIETO T'eHa HE SBIACTCS CHeln(UIHON
st @JIDE1 — npyrue uzodepmentsr GJID mMoryT npu
3TOM TaKXKE PErpeccupoBaThCS.

Bropas npuunHa OTIMYUi B pe3ybTaTax COCTOUT
B TOM, YTO JUIS 3aKJIaJIKU U POCTa KOPHEBBIX BOJIOCKOB
HEOOXOIUM OIpEACICHHBIN MOPOr YpOBHEH Oemka
@®JIDL1, Torma Kak SKCIpeccrus aHTHCMBICIIOBOW KOH-
CTPYKIMHU JaHHOTO T€Ha MOXKET JIUIIb YACTUYHO HUBE-
JIUPOBATh 3TU MapaMmeTpsl B kieTkax. Onnako OJIDL
MOTYT UMETb 3HaUEHHE /IS PETYJISAIUN POCTa KOPHEH B
OTBET Ha CTPECCOBBIC YCIOBHS BHEUIHEH cpensl. Poct
MEPBUYHBIX KOPHEH B YCIOBHSIX HU3KHUX KOHLIEHTpa-
M MUHEpanbHOTro ¢ocdopa B cpelie MHKyOaIruu y
pacrenuii Arabidopsis, OTHOBPEMEHHO HOKAyTHPO-
BaHHBIX 110 @JIDLI n DJIDL2, yrueraercs 0 CpaBHe-
HUIO C paCTEHUSIMH AUKOTO TUIIA UM C HOKAyTHPOBAH-
HBIMH 10 0JTHOMY 13 reHoB @.JIDC. [1pu 3ToM pocT 60-
KOBBIX KOPHEH YCHWJIMBAeTCA y JBOWHBIX MyTAaHTOB, a
JoKanu3anus GOpPMHUPOBAHUS KOPHEBBIX BOJIOCKOB HE
mensietcs. Hokayt @JIDL2 cHMKaeT ypoBEeHb aKKyMy-
s OK B KOpHAX B YCJIOBHUSIX HEAOCTaTKa MHUHE-
pasisHOTO (ochopa [55]. Mopdonorust mMepucTembl
KOPHE MpU HU3KOM cojiepkanuu docdopa pe3ko Ha-
pyLIaeTcs y pacTeHuil, HOKAyTMPOBAHHBIX IIO I'€HY
@JIDL2, uto oTpaxaeTcs Ha pocTe MEPBUYHBIX KOPHEH
Y KOPHEBBIX BOJIOCKOB [56].

C mpyroii CTOPOHBI, pOCT KOPHEW MPH HOKAyTe Ie-
HOB @JIDal u DJIDS Arabidopsis BOCTOBEpHO HE W3-
Mmensiercs [49], @JIDa.1 MmoxeT yuacTBOBaTh B HOpMHU-
poBanum 6azoBoro ypoBHsi @K B kopHsix Arabidopsis
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HAJ[®H-oxcuoaswi
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H-AT®as3w1
Ty6ynun

Puc. 2. dyuxuuonuposanue pochonunaspl D (PJID) B curnans-
HBIX Kackajax kieTok pactenuit: JI'TIO — quanunriaunepoanupo-
tdocoar; K3IIK — kanpuuii-3aBucumsie nporenHknHassl; KOK —
kuHa3bl pocdarunHoit kucnorer; MAIIK — MUTOreH-aKTHBHpYE-
Mble poTenHkuHassl; P — penenrop; C — ctumyn; CTRI1 — cxonHas
¢ Raf cepun/TpeonnHoBas MpoTeMHKWHA3a (HETaTUBHBIN peryiis-
Top curHanuzanuu stunena); O3IIK — docdounozurna-3aBucu-
Mble nporenHknHa3bl; PUDK — kunaza pocharnaunuHozuTOIdGOC-
¢dara; PUD — pocharunununosutonmonodocpar; PUD, — doc-
¢daruaununosuronduchochar, GU4D5K — docharuaununosu-
ton-4-¢pocdar-5-kunaza; K — pocdarnanas kucnora; ®X — poc-
¢datununxonut; G — rereporpumepHslii G-6enok

[53]. Takum o6pazom, JIDE1 u ®JIDE2 omHOBpEMEH-
HO BBIIIOJHSIOT KIKYEBYIO POJIb B PETYJSLIMM POCTa
KOpHEHN B OTBET Ha yCIIOBUSA HEOCTATKA MUHEPAIbHO-
ro docdopa.

@JIDe sBRSIETCS CTUMYJISITOPOM pocTa OOKOBBIX
KOpHel 1 HakoIuTeHus Onomacchsl y pactenuii [50]. bo-
KOBBIE KOPHH ITPHU UCKYCCTBEHHO YCHJIEHHOM JKCIIpec-
cuu rena @JIDe pacTyT ObICTpee TI0 CPaBHEHUIO C pac-
TEHUSIMU JUKOTO TUIIA, TOT/Ia KaK HokayT D.JIDg Top-
MO3UT poCT KopHeil. KonnuecTBo U pocT KIETOK Mo-
BBIIIAIOTCA TPU UCKYCCTBEHHO YCHUJIEHHOM JKCIIpec-
cuu reHa @JIDg. Tlnomanbs MOBEPXHOCTU JUCTOBOM
IJIJACTUHKH, POCT KIJIETOK JIUCTHEB, KOJUYECTBO JIHUC-
THEB U UX KJIETOK, a TAK)KE YHUCJIO CEMSIH BO3pacTaroT y
3TUX TPAHCTEHHBIX PACTEHHUH, HO CHUKAIOTCS IPU HO-
kayTte reHa @.JIDe. [IpopocTku pacTeHHU# pacTyT ObIC-
Tpee MPHU UCKYCCTBEHHO YCUJIEHHOH AKCIPECCUU reHa
DJIDg, HO MeJIEHHEE — Y HOKAYTUPOBAHHBIX 110 CPaB-
HEHUIO C PACTEHUSIMH JUKOTO THUTIA. Y POBHU COIEepKa-

Husg OK noBwIIaOTCS B IUCTIX U KOPHAX MIPH CyTep-
9KCIIPECCHU TeHa JAHHOTO N30()epPMEHTa, yMEHBIIASICh
Yy HOKayTHUPOBAaHHBIX pacTeHui [50].

Hapymenue nenoctHOCTH MeMOpaH SIBJISIETCS OA-
HOM M3 INIaBHBIX IPUYUH UHIYKIIMH IIPOLIECCOB CTape-
Hus [57]. JIMCThS pacTeHH, B KOTOPBIX IKCIIPECCUPY-
€TCsl aHTHUCMBICIIOBasi KOHCTpYKIus reHa @JIDo./, xa-
PaKTepU3yIOTCsl OCIabIeHHEM MPHU3HAKOB CTapeHUs,
00yCIIOBIICHHOTO a0CIIM30BO KMCIOTOHN 1 STHIICHOM B
oTiinyue OT pacteHudd aukoro tuna [23]. ABK u atu-
JIEH UrparoT BaXXHYIO POJb B PEaKUUIX PACTEHUU Ha
NEfiCTBHE CTPECCOB — IMOCIEAHNE YBEIMYUBAIOT OHO-
CUHTE3 3TUX (huTOropMoHOB [58, 59]. CremoBaTeNnbHO,
ocymectBisieMbid @JIDol 1 kaTabonu3M JIUMUA0B MEM-
OpaH MOKET OBITh PEe3yJIbTATOM PEAKIIUH Ha CTPECCHI, a
HE IPUIMHON MPHUPOJHOTO CTAPEHUS.

Poxps ®JID B nmpoueccax pocta U CO3peBaHUs II0-
JIOB MOXKET IMPOSIBIISITECS B PETYJSIIUU MeTaboan3ma
ux kieTok [60]. [Imoabr TOMHIOPOB, B KOTOPBIX DKC-
MIPECCUPYETCS AaHTHCMBICTIOBAas KOHCTPYKIHSA TeHa
@JIDa. 1, menbllle IO pa3MepaM B CPaBHEHUH C TaKoO-
BBIMH Y PACTEHHI JIUKOTO TUIIA, OHU JOJIBIIE XPaHsT-
cs1, Oosree TBEpIbIE W OTINYAIOTCS 3a/IeP>KaHHBIM KIJIH-
MAaKTEpPUUECKUM BBIICJICHUEM dTHIICHA [26].

Takum oOpas3omM, paznuunble nuzodpepmertsr GJID
YYacTBYIOT B PETYJIALNN POCTA M Pa3BUTHS PACTEHUH.

BeiBoabl. Pe3ynbTaThl Hccien0BaHUN MOCIEIHUX
JIET C UCTIOJIB30BAHUEM TPAHCTEHHBIX PACTCHUN 3HAUH-
TEJIHHO YIIyOuiIM MpeAcTaBiIeHHs O MEXaHU3Max pea-
JIU3alUM CUTHAJIOB B KJIETKe, HHAyIupoBaHHBIX DJID
(puc. 2). Hlupokwuii cnexktp usopepmentos DJID y
pacteHunii obecnieunBaeT (HOpPMUPOBAHHE PA3TUUHBIX
TUTIOB (hocPaTHIHUX KHUCIOT B OMpEAENICHHBIX Opra-
Hax U KJIETKaX B IMPOIIECCEe MX Pa3BUTHA NIPU ACHCTBUU
CTHMYJIOB BHEIIIHEH cpeqpl. DTO 00ecreunBaeT pa3Ho-
obpasue ¢pynkuuit ®K y pactenuii, spnstomieics BTo-
PUYHBIM [TOCPEIHUKOM CHUTHAIBHBIX KacKaJlOB, MOJTY-
JUPYIOUINM aKTHBHOCTh KJIFOUEBBIX ()EPMEHTOB B OT-
BET Ha JIEHCTBHE CTPECCOB (OCMOTHYECKOTO, X000~
BOT'0, OKCHAATHBHOTO) U (hutoropmoHoB (ABK, aykcu-
HOB, [IAITOKWHWHOB ¥ 3TUJIEHA). BMecTe ¢ TeM He3HauH-
TENbHBIN MPOTPECC TOCTUTHYT B MOHUMAaHUU B3aUMO-
nericteust @JIC u OJID, ponu muanuaTIdIEepOIKIHAS
B cunTeze OK. BaxeHn Takke aHanu3 Npupojabl B3au-
mozeiicTBus ®K ¢ MHILIEHIMH CUTHAJBHBIX CUCTEM,
yCHeX B BBIICHEHHH KOTOPOTO BO3MOXKEH C ITOMOIIBIO
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cosznanus 6uoceHcopa ans BeisiBnenus OK, coderaro-
mero B cede cnenuduyaeckuit paxtop cesa3piBanng PK
u (ayopecueHTHbIN Oenok. [Ipumenenune Takoro 6mo-
CeHCOopa MO3BOIMIO OBl MOIYYHUTh HMHPOPMALUIO O
KOMIIOHEHTaX CHT'HAJBHBIX CUCTEM JIMIUIHON TPUpO-
Ibl U UX POJIM B IPOLIECCE KOOOPAMHALIMN MHTECHCHUB-
HOCTH U HaIlpaBJICHHOCTU MeTaboyim3Ma KIIETOK, pea-
JU3AIMY TeHETHYECKUX MPOrpaMM POCTa U Pa3BUTHUS
pacTeHuit.

Pabora momnmepkana rpantamu HAH VYxkpausr
(2.1.10.32-10), I'dDPU VYkpaunsr (Ne $29.4/019) n
I'®DPU benapycu (B09K-061).
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Molecular and genetics approaches for investigation
of phospholipase D role in plant cells

Summary

The review is devoted to the analysis of publications concerning the
role of phospholipase D (PLD) in regulation of metabolism in plant
cells. Analysis of molecular and genetic studies suggest that PLD is
an important component of various hormonal and stress signaling
pathways.

Keywords: phospholipase D, phosphatidic acid, transgenic
plants.
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ModexkynspHi i reHeTHYHI iAX011 10 BUBUEHHS poui pocdoninazu

D kuniTuH pocianH

Pesrome

Oenao npucesyeno ananizy pobim y NAOWUHI 00CTIOHCEHHS POl
Gocgponinazu D ¢ pecynayii memabonizmy kiimun pociun. Ananis
pobim, 6UKOHAHUX 3 BUKOPUCIIAHHAM MOJEKYIAPHUX MA 2eHemuy-
HUX nioxodis, cgioyums Ha Kopucmv DJID ax eaxciueoeo KomMno-
HeHma CUSHANLHUX CUCMEeM HUZKU 20PMONIE | cmpecis.

Knwuosi cnosa: ¢ocgoninaza D, ¢ocpamuona rucroma,
MPAHC2eHHT POCTUHU.
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