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CIIUCOK COKPAIIIEHUN
ABK — AbGcim3oBas Kuciora
AHY — o-HadgTHIIyKCYCHAsA KHCIOTA
A®K — AxtuBHbIE (HOPMBI KUCIIOPOIa
BAII — 6-6eH3maMuHOy pyH
BOXX — BricokorhPexTuBHAS KUIKOCTHASL XpoMaTorpadus
JAHK — Jle30xcupuOOHYKIEUHOBAsT KUCJIOTa
kJIHK — xommmmenrapnas JJHK
MPHK — matpuunas puboHyKIE€HHOBAsI KUCIIOTA
HAJ1® — HukotnHaMugaIeHUHAUHYKICOTHAPOCHAT
OT-TILIP — o6paTHO-TpaHCKPUMIIIMOHHAS MTOJTUMEpa3Has 1eMHas PeaKius
[II1P — monuMepa3Has LenHas peakuus
[IIIP PB — nonmuMmepa3Has nenHas peakuus B peaibHOM BPEMEHH
PHK — PubonyxkienHoBasi KUcioTa
Pybucko — pudymno3o 1,5- 6uchocdarkapOokcunaza/okcurenasa
YO — ynerpaduoner
ACL — 4-xymapat CoA-nurasza
5A — 5-Azanutnaua
C4H — nuaramaT-4-ruapokcuiasa
CiA — kopu4Has KHCJI0Ta
CA — xymapoBasi KHCIOTa
CaA — xodelinas KucioTa
Cf — nedorakcum
CHS — xankoncuHTa3a
COA — ko3H3uUM-A
Km — xaHamMuIiH
LB — cpena Jlypua-bepranu
nptll — seomuruu pocdorpencdepasa
PAL — ¢hennnananuy aMMuaKk-iurasa

STS — crubbeHcuHTa3a
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BBEJAEHHUE

KnuMatnueckne yciioBHsI, BBI3BIBAIOIINE a0MOTHUYECKUE CTPECCHI, SBIISIOTCS
OJIHUMU u3 OCHOBHBIX (bakTOopoB CHUKEHHUS MPOYKTUBHOCTH
CEeNILCKOXO3sMCTBeHHBIX  KynbTyp  (Grayson, 2013). ComiacHo — OT4YeTy
[Ipo/1I0BOILCTBEHHON M CEIBCKOXO3SMCTBEHHONW opranu3auun OObeIUHEHHBIX
Hanwit, 3a 2007 r. Toapko 3.5% miiomanan Cymu B MUPE OCTAJIIOCh HE3aTPOHYTHIM
HETaTUBHBIMM  BO3ACHCTBHSIMU  BHemHeW cpeabl. K mpeoOnagaromum
a0MOTUYECKUM CTpeccaM OTHOCSITCS 3acyXa, HU3Kas WU BBICOKAs TemIeparypa,
COJICHOCTh M 3aKHCJIICHHE T[0YB, WHTEHCHUBHBIA CBET, NePUIUT BO3AyXa U
HEJ0CTaTOK MUTATeNbHBIX BemiecTB (Bailey-Serres et al., 2008). dedumur Boas!
ObLT mpUuuHOMN 3acyxu 64% TUIOMIAAM CYIIM B MHUpPE, HABOJHEHUS, MPUYMHON
aHokcuu — 13% miomaau cyiu, 3acojieHHOCTh — 6%, aepunut MunepaaoB — 9%,
3akucieHue mo4B — 15%, Huskue temmeparypbl — 57% (Cramer et al., 2011).

N3 5.2 Mummapaa  TeKTapoB  CEIbCKOXO3SIMCTBEHHBIX  YTOJUU,
BO3JICTBIBAEMBIX Ha 3aCYNUIMBBIX ydacTKax 3emud, 3.6 MIIIHapaa MOpakKeHbBI
spo3uel, nerpanaineii u 3aconeneM nous (Riadh et al., 2010). ITaryOHoe BiusHEE
3aCOJICHHSI Ha PpACTEHHUs CBA3aHO C OPOIICHHEM TIOYB, IJIOMIaJAb KOTOPOIO
JOCTUTaeT MmouyTh 34  MWUIMOHOB  TE€KTapoB. OueHuth  MaciuTaObl
CEJIbCKOXO3SIICTBEHHBIX TMOTEPh M3-32 aOMOTHYECKUX CTPECCOB, a HWMEHHO
CHIDKEHHE YPOKaWHOCTH CENbCKOXO3SIUCTBEHHBIX KYJIBTYP U 370pPOBbSl TOYB
JIOCTATOYHO CJIOKHO. OUeBUAHO, UTO a0UOTUYECKUE CTPECCHI BIUSIIOT Ha OOJIBIIINE
IJIOIIAIA 3€MEJIb M 3HAUYUTEJNbHO CHUYKAIOT KAYECTBEHHbIE M KOJIUYECTBEHHBIC
nokazarenu ypoxkas (Cramer et al., 2011). [TooTomy u3y4deHHE MOJEKYJISPHO-
TCHETHYECKUX  MEXaHW3MOB  (OPMHpPOBAHUSA YCTOMUMBOCTH  PACTEHHH K
BO3JICHCTBUIO HEOJArONMpUsATHBIX (DaKTOPOB OKPYXKAIOIIEH Cpefbl aKTyalbHO Ha
CET'OTHAIIHUMN JIEHb.

Pacrtenus, B CBOIO odepenb, BbIPAOOTANM MOJEKYISPHBIE MEXaHU3MBI,
MO3BOJIAIONINE CHPABJSITECA C HEOJAronpUsTHBIMU YCIOBUSIMH OKpY’Karouien

Cp€abl, TAKUC KaK I[H(i)CpCHHI/IaHBHaSI OKCIIPECCUA 3alllUTHBIX I'CHOB U OMOCHHTE3



6

BTOPUYHBIX META0OJUTOB, TaKMX KakK MOJUQPEHOJbI, K KOTOPbIM OTHOCSTCS
(1aBOHOJIBI, aHTOLIMAHBI U CTHJIBOEHBI. Y PAcTeHHil CTHJIBOEHBI JACHCTBYIOT Kak
($uTOANEKCUHBI, TO €CTh KaK 3alllUTHBbIC CPEACTBA OT Pa3IMYHBIX OMOTHYECKUX
ctpeccoB. CTUIbOEHBI pacTeHU — 3TO (PEHOJIbHBIE COEAMHEHHS, KOTOpbIE IO
CBOCH MPUPOE SBISIOTCS BTOPUYHBIMU META0OIMTaMU, 00JadaroIie CUIbHBIMU
OHOJOTUYECKU aKTUBHBIMU CBOMCTBaMU: KapIUOMPOTEKPTOPHOIA,
aHTUOAKTEPUAIBHON M MPOTHBOOITYXO0JIEBOM. B mpupoae cTuiabOeHbl BCTPEUArOTCs

y HECKOJIBKMX CEMEWCTB pacTeHUil, TakuX Kak BUHOTpaaoBeie (Vitaceae), 6000BbIe

(Fabaceae), rpeunmnsie (Polygonaceae), cocrosbie (Pinaceae) u ap. CtuiabOeHbI

UTPAIOT BXHYIO POJIb B YCTOMYMBOCTH PACTEHHH K HEKOTOPHIM OMOTUYECKUM U

aOMOTHYECKUM CTPECCOBBIM (PaKkTOpaM, B TOM YUCIE K YIbTPa(UOIIETY.

B Teuenue mociegHMX IECATWIETUH OIPOMHOE KOJMYECTBO HCCIEIOBaHHMA
ObUTO HampaBlICHO Ha BBIACICHHUE, OMPEICICHHUE CTPYKTYpbl M OHMOJIOTHYECKOU
aKTUBHOCTH  CTWIbOEHOB. TeM He MeHee, MOAPOOHBIE  MOJIEKYJISIPHO-
OMOJIOTMYECKHE TYTH PETYJIMPOBaHUS OMOCHHTE3a CTUIBLOEHOB H3Yy4yeHbI c1ado,
TaK YTO TOWUCK COOTBETCTBYIONIMX (EPMEHTOB, TEHOB, a TaKXe BIHUSIHHUE
a0MOTHMYECKUX M OMOTHYECKHUX CTPECCOBBIX (aKTOPOB HAa MOJICKYJISPHO-
OMOIOTHYECKHe MEXaHU3Mbl OMOCHHTE3a CTHILOCHOB MMEIOT OOJIBIIIOE 3HAUYCHUE
JUTSL IOHUMAaHUSI peryJisiliui MeTab0au3Ma CTHIIbOEHOB.

eab 1 3a1a4u UCCIeIOBAHUS

[lens paboThl — aHaAIMU3 Yy4YyacTHs CTUIBLOEH CHHTa3 U CTWIHOCHOB B
(GOpMUPOBAHUN YCTOWYUBOCTH PAacTEHUI K aOMOTHUYECKUM CTpeccaM M CO3/laHue
aJIbTEPHATUBHBIX HCTOYHUKOB CTHIIHOCHOB.
3apaum:

1. W3yuwth BIUsSHHE BHEMIHEH 00paOOTKM pacTeHuii enm Picea jezoensis u
BuHOrpaga Vitis amurensis npeamecTBeHHUKaMU CTHIILOCHOB Ha OMOCHHTE3
CTIIILOCHOB 1 YCTOWYUBOCTH K yibTpaduomnety (YD),

2. HccnenoBarh BIMSIHUE CBEPXIKCIPECCHU T€HOB CTUILOEH cuHTa3 (STS) u3
el ¥ BUHOTPAJla Ha COAIepKaHNe CTHIILOCHOB B KYJIbTYpe KJIETOK BUHOTPAaa

V. amurensis u pactenusix Arabidopsis thaliana;
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[Tpoananu3upoBaTh yCTOWYMBOCTH STS-TpaHcreHHbIX pactenuii A, thaliana
aOMOTUYECKHM CTpeccaM;

N3yuuth BrusiHUE TIpsiMOi 00paboTku pactenuit A. thaliana ctunsbenamu u
UX IIPEALIECTBEHHUKAMU Ha YCTOMYMBOCTh paCTEHUM K Y D.

OcCHOBHBIE M0JI0OKEHUSI, BBIHOCHMbIE HA 3AIUTY

[Tpu o6padotke YD-C pactenuit P. jezoensis u V. amurensis u po6aBieHUH
npeanecTBeHHUKOB (napa-kymapoBoit (CA) u kodeitHoit (CaA) KuCioT)
HaOJI0JaeTCsl YBETMUYECHHUE OOIIET0 CO/EepKaHus CTHIILOSHOB 10 CPABHEHUIO C
HeoOpaboTtaHHpIMH pacTeHussMU. OOpaborka CA CHWKaeT KOJUYECTBO
MOBpEXACHUH JIMCTheB mociae Y®D-C-obmydyeHus dyepeHkoB P. jezoensis u
V.amurensis, 4To yka3bIBacT Ha BaAXHYIO pPOJb CTHIBOCHOB B OTBETE
pacteHuii Ha Y O.

Caepxakcnpeccust reHoB PjSTS1, PjSTS2 u PjSTS3 B KynbTypax KIETOK
V. amurensiS IT0CTOBEPHO yBeJIHYHBAET OOIIee COMACPKAHUE M TPOIYKIIUIO
CTHJILOCHOB, M, B YAaCTHOCTH, MmpAHC-PE3BEPATPOIia MO CPAaBHEHUIO C
KOHTPOJIbHOM JIMHUEH, YTO CBUAECTEIHCTBYET O BOBJICUEHHOCTH 3THX T'€HOB B
OMOCUHTE3 UMEHHO mpaHc-pe3BepaTpoIia.

HauGonbmee oOmee coaepkaHne CTUIbOCHOB HaOmomaercs B VaSTS1-
TPAHCTEHHBIX pacTeHUsX A. thaliana. Pactenus A. thaliana,
cBepxakcnpeccupytontue reH VaSTS1, mpoaynupyioT 1Ba CTHIIBOCHA, mpaHc-
NUIEU W mpaHc-pe3BepaTpoll, B TO Bpems kak VaSTS7-TpaHCreHHbIE
pacTeHusl MPOAYLHUPYIOT TOJBKO mMpaHc-pe3BepaTpos, 3TO O3HAYAET, YTO
BBIOOp TpaHCTEHa WIrpaeT KIIOYEBYIO pOJIb B OMOCHMHTE3€ CTUIHLOCHOB Y
TPAHCT€HHBIX PACTEHUM.

Ceepxoakcrnpeccusi reHoB VaSTS1 u VaSTS7 He BamsieT HA yCTOWYMBOCTH
pactenwuii A. thaliana k 3acyxe, cosieBoMy, BBICOKO- U HU3KOTEMIIEPATyPHOMY
CTpeccaM, HO YBEJIMYMBAET YCTOMYMBOCTH JMCTheB K Y®-B m -C, uro
YKa3bIBa€T Ha BOBJICYEHHOCTh DTUX T'€HOB B 3alIUTHBIA OTBET PACTCHHUH Ha

Y.



8

5. Oo6Opabotka pacrenuii A.thaliana crunpOeHamMu ¥ MX MpeANICCTBEHHUKAMU
(CA m KOpUYHOH KHUCIIOTOW) CHUKAET YPOBEHb MOBPEKICHUN PACTEHUN MPHU
oOnyuennn Y@, HauOOJBIIUM 3allUTHBIM JCHCTBHEM OO0JamaeT mMpaHc-
pe3Beparpos. Takum o0pa3oMm, CTWIBOCHBI W WX MPEIIIECTBEHHUKH
BBITMIOJHSIOT 3alIUTHYIO (QYHKIUIO TTpH Bo3neicTBuu YD Ha pacTeHusl.
Hay4ynasi HOBU3HA M IPaKTU4YeCKasi 3HAYUMOCTb.

BrnepBble ObUIO TMOKa3aHO, YTO CBEPXIKCIPECCUS T€HOB CTWIIBOEH CHHTA3
JIOCTOBEPHO YBEJIMYMBAET O0OIEE COACPKAHWE W NPOAYKLUUIO CTHIBOCHOB B
KyJbType KIETOK BUHOTPaJa, YBEIMIMBACT YCTOMYMBOCTh pacTeHuit A. thaliana k
yIbTpaduOICTOBOMY H3IYYCHHUIO 3a cueT OuocuHTe3a cTuiibOeHoB. I[lokazano
3alIUTHOE JEHCTBUE mparnc-pe3BepaTpoia MPOTUB yabTpaduosiera npu oopadoTke
nuctheB  pactenuit  A. thaliana. TlomyueHHble pe3ynbTaThl  MOTYT  OBITh
MCITOJIb30BaHbl JJI1 CO3JaHUSl METOJIUK 3aIUThl BaKHBIX CEIbCKOXO3SIICTBEHHBIX
KyJIBTYp OT MOBBILIEHHOTO YJIbTPA(QHUOIETOBOIO HM3IY4YEHMs, a TAKKE CO3/aHHUs
TEHETUYECKUX KOHCTPYKUHUA M METOJOJOTUYECKUX MOJIXOJI0B KOMMEPUYECKUMU
KOMITAHUSIMU IS  YCTOMYMBOCTH PAcCTEHUH K yhabTpaduonery W OUOCHUHTE3a
CTWJILOGHOB B HHUX. Takxke pe3ynbTaThl JUCCEPTALMOHHOM paboThl MOKHO
UCIIOJIB30BaTh JIA TPOBEJAEHUS TEOPETUYECKUX W NPAKTUYECKUX 3aHITHU B
BBICIIINX o0pa3oBaTesbHbIX YUPEKICHUAX Ha OMOJIOTrMYECKUX 17}
CEJIbCKOXO3SIICTBEHHBIX (DaKyJIbTETax.

AnpoOauus padoThbl U MyOJIUKALMH.

Pesynbrarel paboOThl MpenCTaBICHbl Ha HAyYHOM KOH(EPEHLUUH C
MEXIYHAPOJHbIM yyacTHeM «CHUrHaiIbHbIE CUCTEMBI PACTEHUN: OT pELEnTopa 10
OTBETHOW peakiuu opraHuzma», 21-24 utons 2016 r., r. Cankr-IlerepOypr; Ha
Bcepoccuiickoit  koH(pepeHIMn «IKCIEpUMEHTalbHAs OWOJIOTUS  PACTCHUI:
byHIaMeHTalIbHbIE M TPUKIIAIHbIE acnekTobD», 18-24 centsops 2017 r., Kpbiwm,
r. Cynak; Ha Bcepoccuiickoit kKOHGEpPEHIIMH € MEXKIYHapOIHBIM Yy4YacTUEM «
MexaHu3Mbl YCTOMYMBOCTH PACTEHUM W MUKPOOPTaHU3MOB K HEOJArONPHUSTHBIM

ycinoBusim cpenbiy», 10-15 urons 2018 r., r. Upkyrck; Ha KondepeHuu-koHKypce



9

Mononbix yuenbix ®OHIL «buopaznoobpazus» JIBO PAH 13-15 Hos0ps 2018 r.;
18-19 nosi6ps 2019 1.; 17-18 HOAOps1 2020 r., T. BaguBocTok

Marepuanbl auccepranuu u3nokeHsl B 10 myOnmkanusx, w3 HuX [/ B
J)KypHajnax u3 crucka BAK.

CrTpykrypa 1 00beM padoThbl.

Jluccepranusi COCTOMT U3 BBEACHUS, 4 IJ1aB, BBIBOAOB U CIIMCKA JIUTEPATYPHI.
PabGora wm3noxena wa 111 crpanumax, wunocTpupoBana 16 pucynkamu u
conepkuT 7 Tabmun. CIUCOK TUTepaTyphl HACUUTHIBACT 232 HAUMEHOBAHHS.

baaromapaocru.

ABTOp HCKpeHHE OJaroapuT HaydyHoro pykoBoauTteins K.0.H. Kucenéra K.B.
3a BCECTOPOHHIOIO TOMOIb M MOAJEPKKY Ha BCeX JTamax paboTbl. ABTOp
npusHareneH K.0.H. J[yopoBunoit A.C. u k.6.H. AneitHoBoit O.A. 3a momoIs B
NOJIYy4YEHUH TPAHCTCHHBIX PACTEHUM, IOJArOTOBKE IUCCEpPTAllMM U paboTe ¢
KyJIbTypaMHU  KJIETOK pacTeHuid. Takke aBTOp  BbIpakaeT  INIyOOKYIO
npusHatenbHocTh CynpyHy A.P. 3a mposenenne BOXXX anamm3oB, u BceM
coTpyaHukam jgaboparopuu Ouorexnomorun PHI[ «buopasnoodpazus» JIBO
PAH 3a nomnmepxky Ha Bcex dTamax paboTel. JlaHHas paboTa BBINOJHEHA MpU
¢uHaHcoBOM moaaepxkke rpaHTOB Poccuiickoro ¢onga dyHIaMeHTaIbHBIX
uccienoBanuii (Nel9-04-00063, 19-316-90004) u Poccuiickoro HayuyHoro Qona
(Ne14-14-00366).

I'JTIABA 1. OB30P JIMTEPATYPbI
1.1. AGuOTHYeCKHE CTPecChl U 3AlIUTHBIN OTBET pacTeHui

Crpecc — 3TO COCTOSIHUE MOBBIIIEHHOTO0 HAMPSKEHUS OpraHu3Ma B OTBET Ha
neiicTBie HEeONIaronpusTHRIX (AKTOPOB, K KOTOPHIM OTHOCUTCSI HEIOCTATOK WJIH
U30BITOK BOJIbI, HM3KHE M BBICOKHE TEMIIEpaTyphl, HEJOCTATOK KHUCIOPOAa,
3acoJIEHUE, HOHU3UPYIOILEE U3IIyYeHHE, TATOTeHbI U JP.

CaMbIMH  pacnpOCTpaHEHHBIMH  HEOJArompusATHBIMH  (DakTOpamMu ISt
pacTeHUM SBIAIOTCS BOJHBIM JAEPUIUT, 3KCTPEMAlIbHO BBICOKME M HHU3KHE

TEeMIIepaTyphl, U30BITOK BOJABI U COJEH B MOYBE, AEPUIUT KUCIOpoAa (TUIOKCHS),
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BBICOKAsE WJIM HH3Kasg OCBEUIEHHOCTb, MPUCYTCTBUE B arMmocdepe BpeAHBIX
BeIIeCTB, yibTpaduoiieToBas (YD) paauaiis, HOHbI TSHKEIBIX METaJIOB.

TakuMm o0Opa3om, cTpecc y pacTeHHS — 3TO WHTETPAIBHBIN (T.€. CYMMapHBIH)
OTBET PACTUTEILHOIO OPraHM3Ma Ha MOBPEXKIAOLIEE NEHCTBUE, HAIIPABICHHBIN Ha
€r0 BEDKMBAHUE 332 CUET MOOUIU3AINH U (DOPMUPOBAHHMS 3AITUTHBIX CUCTEM.

1.1.1. Bausinue noBBILLIEHHOH TeMIlepaTypPhbl HA pacTeHusl

BricokoTemnepaTypHbIid CTPECC — ATO CEPbE3HBIN IKOJOTMYECKUIl (akTop,
OTPaHUYMBAIOIIUNA POCT, META0OJM3M U MPOAYKTUBHOCTH pacteHuil. Poct u
pa3BUTHE PACTEHHM TECHO CBS3aHBl C MHOTOYMCIECHHBIMH OHOXUMUYECKUMHU
peakIusiMHi, YyBCTBUTEIBHBIMHU K  TeMmieparype. Peakuuss pacteHuii Ha
MOBBIIIEHUE TEMIEpPaTypbl BapbUPYETCS B 3aBUCUMOCTM OT THIA PACTEHUs,
CTEIEHH U MPOAOJIKUTEIHOCTA BO3JECHCTBHS.

Baxnast ponp TemmepaTrypbl BO B3aMMOOTHOIICHMSIX OpPraHu3Ma U CPEeJibl
NPOSIBJISIETCST HAa BCEX YPOBHSAX €ro CTPYKTYpHOW U  (DYHKIIMOHAIBHOMN
opraHuzanuy. TemmnepaTypHble CABUTH BbI3BIBAIOT HU3MEHEHUE CTPYKTYPHI
OMOMOJIMMEPOB, CJIEAOBATEIBLHO, M CKOPOCTEM OHMOXMMHUYECKUX peakiuid u
dbusnonornyeckux mporeccoB. OT TeMmmeparypbl, B KOHEYHOM CYETE, 3aBUCHUT
BBDKMBAEMOCTh OpTaHU3Ma B IIEJIOM.

Pacrenus o0anaroT psgoM MEXaHU3MOB QIaNTAlMA U aKKJIMMATU3AIMKA JIJIS
TOro, 4YTOOBI CHpPaBUTHCS C TMOBEHICHHBIMU TeMmmeparypamu. Kpome Toro,
aKTUBUPYIOTCS OCHOBHBIE MEXAHU3Mbl YCTOMUMBOCTH, B KOTOPBIX YYacCTBYIOT
OCNKM TIEPEHOCYUKH MOHOB, OCMOMPOTEKTOPHI, AHTHUOKCHIAHTBHI W JpYyrue
(baKkTOphl, Y4acTBYIOIIME B CUTHAJBHBIX KacKaJax W KOHTPOJIE TPAHCKPHUIILIHH,
9TOOBI ~ KOMIICHCHUPOBATh  BBI3BAHHBIE  CTPECCOM  OMOXMMHYECKHE U
¢usnonornueckue wu3Mmenenus (Hasanuzzaman et al., 2013). BepkuBanwue
pacTeHU B YCJIOBHUSX BBICOKOTEMIIEPATYPHOIO CTpEcCa 3aBUCUT OT CIIOCOOHOCTH
BOCIIPUHUMATh CTUMYJI MOBBIIICHHOW TeMIEpaTypbl, FTEHEPUPOBATh U MEPEAABAThH
CUTHaJ, a TaK >Ke€ WHUIMUPOBATH COOTBETCTBYIOIIME (PUIHOJOTHUECKUE U

OMOXMMHYECKHE H3MECHEHUS. 9Kcnpecc1/151 IrcHOoB, HHAYLHMPOBAaHHAdA BbICOKHMMU



11

Temrneparypamu, u nudQepeHIuanbHbii CHHTE3 BTOPUYHBIX META00INTOB TaKKe
CYIIECTBEHHO YBEINYUBAKOT YCTOMYMBOCTD PACTEHNUN K CTPECCY.

TenmoBoll cTpecc 4YacTo YrHETaeT poCT, pa3BUTHE, (PUIUOTIOTUYECKUE
IPOIECChl M ypOXKAWHOCTh pacTeHuid. OMHO W3 OCHOBHBIX TIOCJEICTBHIA
BBICOKOTEMIIEPATYPHOTO CTpecca — 3TO M30BITOYHAS TEHEpalys aKTUBHBIX (opM
kuciopona (ADK), 3To B CBOIO odepeab MPUBOIUT K JPYroMy CTpeccy —
okuciuTenpbHOMY (Hasanuzzaman et al., 2013).

Pactenue B HEOONBIION CTENEHU CIIOCOOHO MEPEHOCUTh TEIIOBOM CTpecc 3a
cueT (PU3MYECKUX M3MEHEHUN OpraHu3Ma, M 3a4acTylo MEPEHOCHUT CTPECC IMyTeM
CO3/IaHUsl CHUTHAJIOB MJii M3MEHEHHusi meradonu3ma. Bce pacteHus mo-pazHomy
U3MEHSIOT CBOM METa00JIM3M B OTBET Ha TEIJIOBOE BO3ACHCTBUE, B YACTHOCTH, OHU
MPOU3BOMSAT PaA3IMYHBIE COBMECTHMBIE PACTBOPEHHBIE BEIIECTBA — OCMOJIMTHI,
KOTOpPBIE CIIOCOOHBI OpPraHW30BHIBATH OCIKM W  KICTOYHBIE CTPYKTYPHI,
MOJJIEP)KUBATh TYPrOp KJIETOK 32 CYET OCMOTHYECKOW PETryIHpPOBKU U U3MEHSTh
AHTHOKCUJAHTHYIO CHCTEMY [JII BOCCTAHOBJICHHS KJIETOYHOTO OKHCIUTEIHHO-
BOCCTaHOBUTEIbHOTO Oayanca u romeocraza (Valliyodan et al., 2006). Ha
MOJIEKYJIIPHOM YpPOBHE TEIUIOBOM CTPECC BBI3BIBAET WM3MEHEHUS B IKCIPECCUU
ICHOB, YYAaCTBYIOIIMX B TPSIMOW 3alllMTe OT BBICOKOTEMIIEPATYPHOTO cTpecca
(Chinnusamy et al., 2007). K HuM OTHOCSTCS T€HBI, OTBCTCTBEHHBIC 3a
DKCIPECCUIO OCMONIPOTEKTOPOB, JOETOKCU(DULIUPYIOITUX (bepMeHTOB,
TpaHCIOpTepoB U peryisaropHbix OenkoB (Krasensky et al., 2012). B ycnoBusix
TEIUIOBOTO  CcTpecca, MoAudUKaAIUd (PU3HOJOTHUYECKUX W OHOXMMHUYECKHUX
MPOIIECCOB ITyTEM WM3MCHCHUS DKCIPECCHH TEHOB IIOCTEIIEHHO TPUBOIUT K
Pa3BUTHIO TEPMHUYECKOM YCTOWYMBOCTH B (opMe aKKIMMATU3alUd WIW, B
uaeajsbHOM ciydae, amantarmu (Moreno et al.,, 2011). B mocieanee Bpems,
DK30T€HHBIC TMPUMEHEHHWE OCMOIIPOTEKTOPOB, (PUTOTOPMOHOB,  Pa3IUUHBIX
CUTHAJIHBIX MOJIEKYJ, MHUKPODJIEMEHTOB, a TaKXe THUTATeIIbHBIX BEIIECTB
OKazasioch A(M(EKTUBHBIM JUII  CHWKCHUS  HMHIYITUPOBAHHOTO  BBICOKMMH

TeMIepaTypaMu noBpexaenuii pacrenuii (Waraich et al., 2012).
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TenoBoii cTpecc OKa3bIBaeT HEraTUBHOE BIMSHUE HA PA3IMYHBIE KYJIbTYpPbI
BO BpEMsI IIPOPACTaHUS CEMSH, HE CMOTPS pa3IMYHbIC JUAMa30HbI TEMIEPATyp IS
pa3HBIX  BUJOB  CEIIbCKOXO3SHUCTBEHHBIX  KynbTyp  (Johkan et  al,
2011). IToHmxeHHAsT BCXOXKECTh, aHOMAJIbHBIC MPOPOCTKH, YMCHBIICHHE JINHBI
KOpEIIKa, 3aMEIJICHHE POCTa PACTSHKEHHEM — 3TO OCHOBHBIE XapaKTEPUCTUKU
BO3/IeiicTBHS TermioBoro ctpecca (Piramila et al., 2012).

Bricokasi TemriepaTypa BBI3BIBAET TIOTEPIO COJCPIKAHUS BOJBI B KJIETKAX, M3-
3a yero ymeHblmaercs ux pasmep (Rodriguez et al., 2005). Mopdoiorudeckue
HOBPEXACHUS TEIJIOBOTO CTPECca MPOSBISIOTCS B TEIUIOBBIX U COJIHEUHBIX 0KOrax
JUCTHEB, BETBEH U cTeOJIel, B pAaHHEM CTApEHUM U ONaJaHUU JIUCThEB, HEKPO3E,
3aJIep’KKE pocTa MOOETrOB M KOpPHEH, 00eCIBEUMBAHUM W TOBPEKACHUU IUIOJIOB
(Rodriguez et al., 2005). Beicokue Temmeparypbl MOT'YT U3MEHUTH JTUTEIBLHOCTh
pa3IMYHBIX STAlOB BETeTAllMM PACTEHUs, TaKWX KakK OyTOHH3aIus, IBETEHUE U
IUIOZIOHOIIIEHHUE, 32 CUET COKpallleHus nepuoja *u3Hu. [loBbieHne TemmnepaTypsl
Ha 1-2 °C m0OpuUBOOUT K COKpAIICHUIO CPOKOB (OPMHUpPOBAaHUS 3€pHA U
OTPHIIATEIIFHO CKa3bIBaeTCcs Ha ypokae 3epHOBBIX KynbTyp (Nahar et al.,
2010). Ilpu skcTpeManabHOM TEIUIOBOM CTpecce 3amporpaMMHpPOBaHHas THOCIb
KJIETOK B OIpPEACTICHHBIX TKAHIX MOXXET MPOUCXOJUTh B TEUEHHE HECKOJBKHX
MUHYT WIN JaXXe CeKyHJ W3-3a JCHATypallud WINA arperanuu OeIKOB, OJHAKO, C
JIpYyrol CTOpOHBI, TpPU YMEPEHHOM TEIUIOBOM BO3JEHCTBUM B TEUYECHHE
JUTUTEIIFHOTO TEPUOJa MPOUCXOIUT TOCTENeHHass THOenb TKaHEeH pacTeHus; 06a
TUIIA BBICOKOTEMIIEPATypHOTO CTpecca MOTYT MPHUBECTH K OINAJaHHUIO JIMCTHEB,
IOpEephIBAaHUIO LIBETEHUS U (QOPMHUPOBAHUS IUIOAOB WIM Jake THOEeIH BCEro
pactenus (Rodriguez et al., 2005).

Poct u pa3BuTHE pacTeHHs CHIBHO CAEPKHUBACTCS OT H3MEHEHUS
temnepatypbl. (Porter et al., 1998). Temmneparypbl Bbimie 35°C, 3HAYUTEIBLHO
CHW)XKAIOT aKTUBHOCTh puoOyno3o 1,5- OuchocdarkapOokcuiazpl/OKCUTreHa3bl
(Pybucko), Tem cambiM orpannumBas ¢orocuntes (Crafts-Brandner et al., 2000).
Bricuime pacteHusi, MoaBeprasich BO3IEUCTBUIO U30BITOYHOrO Teria Ha 5°C Bblle

UX ONTUMAIBHBIX YCJIOBHU BBIpAIUBAHUS, JEMOHCTPUPYIOT XapaKTEepHBIA HAOOP


http://onlinelibrary.wiley.com/doi/10.1111/j.1365-3040.2007.01727.x/full#b190
http://onlinelibrary.wiley.com/doi/10.1111/j.1365-3040.2007.01727.x/full#b64
http://onlinelibrary.wiley.com/doi/10.1111/j.1365-3040.2007.01727.x/full#b64
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KJIETOYHBIX M METa0OIMYECKUX pEeaKlui, HEOOXOAMMBIA Ui BBDKUBAHUS B
YCIIOBHUSIX BBICOKHUX Temmeparyp. ITH 3Gh(EKTh BKIIOYAIOT CHIKEHHUE CHHTE3a
OCJIKOB TEPBUYHOTO META0OM3Ma W YCKOPEHHE TPAHCKPUIIIINK W TPAHCISAIIAN
oenkoB TerutoBoro moka (Bray et al.,, 2000), mpou3BoacTBo (UTOrOPMOHOB U
antrokcuaanToB (Maestri et al., 2002), u u3MeHeHUsT B OpraHU3alyy KJICTOYHBIX
CTPYKTYp, B TOM YHCII€ OpraHeiul, IuTockeneTa u Gyukuuii memopansl (Weis et
al., 1988). TerutoBoii cTpecc BO BpeMsi BETeTaTHBHOT'O POCTA BBI3bIBACT H3MEHCHHS
B TOPMOHAJILHOM T'OMEOCTA3e.

[ToBrbIIICHHBIE TEMIIEPATYPHI MOTYT COKPATHUTh JeSTETbHOCTh
aHTHOKCHIAHTHBIX (epmenTtoB (Gong etal., 1997). Beicokas Temmneparypa
BBI3BIBAET M3MEHEHUS B MeMOpaHe 3a CYeT yBEJIWYeHHUs TeKydecTH memOpaH. B
PaCTHTENBHBIX KJIETKaX MEMOpaHa Ba)KHA B TaKUX Iporeccax Kak (POTOCHHTE3 W
nbIxanue. B xyoporiactax Temno CHKaeT (HOTOXUMUYECKYHO A(PHEKTUBHOCTH
dotocuctemsbl II, Hambosee TEPMOUYBCTBUTEIBHOIO KOMIIOHEHTa B IIpoliecce
dorocunteza (Al-Khatib et al., 1999). TemmoBoii cTpecc TPHUBOAUT K
HEMPaBUILHOW KOMIIAKTH3aIllid BHOBH CHHTE3MPOBAHHBIX OETKOB, a TaKKe K
neHarypaiuu cymiectyrommx oenkos (Ellis, 1990).

B ycnoBusx BBICOKHX TeMIEpaTyp PAacTCHHS ACMOHCTPUPYIOT DPa3IMYHbBIC
MEXaHU3Mbl BBIKHUBAHUS, KOTOPBIE BKIIOUYAIOT JOJITOCPOUYHBIE IBOJIIOIIMOHHBIEC U
MOP(OJIOTHUYECKHE adanTalii U KPAaTKOCPOYHBIC MEXaHU3MbI aKKIMMaTu3anun. K
HUM OTHOCST M3MEHEHUE OPHCHTAIMH JUCTHEB, TPAHCITUPAIIMOHHOE OXJIAKICHUE
WM U3MEHEHHE JIMMHUIHOTO COCTaBa MEMOpPaH, 3aKPhITUE YCTHUIl U YMEHBIIICHUE
MOTEPU BOJIbI, YBEIWYEHHE IJIOTHOCTH YCTBHHIl, a TaK)Ke YBEIWUYCHHUE paguyca
KCHJIEMHBIX cocyoB (Srivastava et al., 2012).

Pactenusi, pactymue B jKapKoM KJIMMaTe, U30eTarT TEIIOBOTO CTpecca 3a
CYET YMEHBIICHUS TOTJIOMICHUS COJTHEYHOTO H3JIYYCHHS. ITa CIOCOOHOCTH
BBIPKAETCS B HAJIMYMKA MEJIKUX BOJOCKOB, OOpa3yloIIUWX TOJICTHIA CIIOM Ha
MTOBEPXHOCTH JINCTA, & TAKKE KYTHUKYJbI M 3alIUTHOTO BOCKOBOTO TOKPBITHSA. Y
TaKMX pACTEHWH JIUCTOBBIC TUIACTUHKH YacTO OTBOPAYMBAIOTCS OT CBETa W

OPUECHTUPYIOTCSl MApAJJIEIBbHO COJHEYHBIM JiydaM (maparenuorponu3Mm). Takxke


http://onlinelibrary.wiley.com/doi/10.1111/j.1365-3040.2007.01727.x/full#b46
http://onlinelibrary.wiley.com/doi/10.1111/j.1365-3040.2007.01727.x/full#b147
http://onlinelibrary.wiley.com/doi/10.1111/j.1365-3040.2007.01727.x/full#b95
http://onlinelibrary.wiley.com/doi/10.1111/j.1365-3040.2007.01727.x/full#b10
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pacTeHMsi M30€rarT COJHEYHOTO W3IY4YEHMs] IIyTEM CKpPYYMBAaHHUS JIMCTOBBIX
IJJACTUHOK. HM3-3a TECHOM CBSI3M MEXIy 3aCyXOM M BBICOKOTEMIIEPATYPHBIM
CTpECCOM, BO3JIEHCTBUE KAXKIOTO CTpeccopa Ha BhIPALIMBAEMBIE B MOJIE€ PACTEHHUS
MO’KET OBITh TPYJHO PA3IMUUMO, U aJanTanus K 3aCylUIMBON Cpele MOXKET ObITh
3¢ (EeKTUBHON TONBKO B TOM CIIydae, €Clid OHa BEAET K YCTOMYMBOCTH K 000UM
ctpeccam cpasy (Fitter et al., 2002).

TepMOCTOMKOCTh OOBIYHO ONpENENseTcs, KaK CIOCOOHOCTh pacTEHUs
BBDKHMBATh U JaBaTh YpOXail MpU BBICOKUX TemrepaTypax. biu3koponcTBeHHBIE
BUJIbl PACTEHUH, U Jlake pa3Hble OpraHbl U TKAHW OJHOTO U TOTO K€ pacTeHus,
MOTYT 3HAUUTEIBHO Pa3IMyaThbCA B 3alIUTHBIX PEAKLIMIX Ha TEIJIOBOM cTpecc
(Rodriguez et al., 2005).

B ciydae BHE3amHOIO TEMJIOBOIO CTpecca, BO3ZHUKAIONIAS KpPaTKOCPOYHAs
peakius, KoTopas BKJIIOYAaeT U3MEHEHHE OPUEHTALMU JINCTA, TPAHCIUPALMOHHOE
OXJAXKICHUE M WM3MEHEHMs JIMIKMIHOTO cocTaBa MeMOpaH, Oosiee BakHa IS

BBDKHBaHHMS, 9YeM Jojrocpounas peakmus (Rodriguez et al., 2005).
1.1.2. Brusinue NOHM:KEHHOM TeMIepaTypbl Ha pacTeHust

Kaxnoe pacreHre uMMeEeT CBOW ONTUMYM TeMIEpaTypbl IUisi HOPMaIbHOTO
pocta U pa3BuTHs. [ 0gHOrO pacTeHUs: 3TOT ONTUMYM SIBISIETCS HOPMOM, IS
JIpYyroro — 3To crpecc. MHOrMe pacTeHus, IPOU3PACTAIOIINE B TEIJIOM KIIMMATe,
MPU KOHTAKTE C HU3KUMU TeMIIepaTypaMu MOTYT MOTMOHYTh. Takue pacTeHUs Kak
Kykypy3a (Zea mays L., Merr), cos (Glycine max L.), xiomok (Gossypium
hirsutum L.), tomar (Lycopersicon esculentum Mill.) u 6anan (Musa sp. L.)
YyBCTBUTEIBHBI K Temmeparype Hmwke 10-15°C (Lynch, 1990). Cummnromsr
cTpecca MOSBIAIOTCS mociie 48-72 4. BO3ACUCTBUS MOHWKEHHBIX TeMIEpaTyp,
OJIHAKO ATOT NEPUOJ BPEMEHHM 3aBUCUT OT BHJA pACTEHUS, a TaKXKe OT
WHIUBUYyAIbHOM  YYBCTBUTEIBHOCTH PpACTEHHUS K  XOJOJOBOMY  CTpeccy.
Paznmuunbie (GeHOTHNMHYECKHME CUMOTOMBI B OTBET Ha OXJIAXKICHHWE BKIIOYAIOT
CHU)KEHUE CKOPOCTH POCTa, YBSAJIaHHUE, XJIOPO3 (MOKEJIITEHUE JIMCTHEB) M HEKPO3

(otmupanue TKaHW) JHCThEB. OXJIAXKICHHE TaKXKE CEPbE3HO 3aTPYAHSCT
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penpoaykuuio pacterui (Jiang et al., 2002). Huskas temmeparypa OKpy»Karomieit
Cpelbl — ATO CTPECC HE TOJBKO BIMSIONIMA Ha POCT M Pa3BUTHE PACTCHUS, HO U
CYIIECTBEHHO OTPAHWYHMBAIOIINN TeorpaguuecKoe pacipoCTpaHEHUE PACTCHUN
(Mickelbart et al., 2015).

[MocnencTBus TI00ATLHOTO M3MEHEHUS KJIMMAaTa, TaKUe Kak 0ojiee MsTKue
3UMBI U 0OJiee BHICOKHE KOJICOaHHs TeMIlepaTyphl BECHOH B CEBEPHBIX IIUPOTAX,
CHJILHO BIUSIOT HAa BBDKMBAHWE PACTEHUHA H3-32 TO3MHUX XOJIOAOB. XOJOIHAS
AKKJIMMATH3aLKs, MOBBIIAIOIIAS MOPO30CTOMKOCTh PACTEHUM IPU BO3ACHCTBUU
HU3KUX, HO HE3aMep3alolluX TeMIIEpaTyp, YBEIUYMBACT 3UMHIOI0 BBIKHBAEMOCTb
(Levitt et al., 1980). bosbIIMHCTBO pacTeHHIA, TPOU3PACTAIONINX B YMEPECHHOM U
OopeanbHOM  KJIMMaTe, TMPOXOIAT TOAOBOM LMK  aKKIUMAaTU3allUd U
NIe3aKKIMMATH3aliy ISl TIOBBIIIEHUS! YCTOWYMBOCTH K MOPO3aM OCECHBIO |
CHIbKeHHUs ycroiunBoctu BecHou (Vyse et al., 2019).

CunbHO KoOJIEONIOUIMECS TEeMIEepaTyphl MPHUBOAST K YacThIM  ITUKJIAM
3aMOpaXKHBAHU-OTTAMBAHMUS, BBI3BIBAsI IOBPEKICHHSI MEMOpaH M3-3a X CKATHUS U
pacumpennss (Uemura et al., 2006), uro B cBOIO ouepeab BIUSACT Ha
NPOAYKTUBHOCTh PACTEHUH W MPHUBOAUT K HKOHOMHUYECKAM TMOTEPSM JUIs
cenbckoro xossiicrBa (Warmund et al., 2008).

[TockonbKy TKaHU TOBPEXKIAIOTCS KAk B pe3yJbTare 00E3BOKMBAHHS,
BBI3BAHHOTO 3aMOpPAXKMBAHUEM, TaK M peruapaTtaiuu Bo Bpems orranBanus (Levitt
et al., 1980), TepMHUH «yCTOMYUBOCTH K CTPECCY 3aMOPaKUBAHUI-OTTAUBAHUS
ObUT OmpeneNeH Ui ONHCAHUS CIMOCOOHOCTH PACTeHUSI BBDKUBATH B ITHKIIC
3aMOpaXKMBAHUSA-OTTAMBAHUS M BOCCTAHABJIMBATHCA  OT  HEJCTAJbHBIX
noBpexxkaeHuii  mocie orrauBanus (Chen et al., 2013). [ToBpexaenue ot
3aMOpaXMBAHUS-OTTAMBAHUS B OCHOBHOM BBI3BaHO 00pPa30BaHUEM BHEKJIETOYHOTO
JbJla, TPOBOIMPYIONIUM 3aMOPaKHUBaHHE-00€3BOKUBAHUE, 4YTO TMPUBOJIUT K
necrabmmusanun - mMemOpan  (Uemura et al., 2006). Xotss mia3marndeckas
MeMOpaHa CUMTaeTcsi OCHOBHBIM MecToM moBpexaeHus (Takahashi et al., 2013),
BO BpEMs 3aMOpPaXKMBAaHUS IIMPOKO IOJBEPraloTCs MOBPEKICHHUSIM OOOIOYKH

XJIOPOIIaCTOB M THUJIAKOHWIHBIX MeM6paH, 4TO IHIPHUBOIUT K CHHIKCHHIO
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dorocunTeTnueckoit aktuBHocTH pactenuii (Ehlert et al., 2008). Kpome Toro,
HEKOTOpBhIe  (PEPMEHTBI ~ CTPOMBI ~ XJIOPOILIACTOB, TakWe Kak PyOwmcko,
WHAKTUBUPYIOTCS BO Bpemst 3amopakuBanus (Thalhammer et al., 2014).

OCMOJIHUTBI, TaKWe KaK caxap WM MPOJIMH, CTaOWIM3HPYIOT MEMOpaHbI BO
BpeMs 3aMOPaKMBaHWs, HAKAIUTUBAIOTCA B KIETKAaX pPACTEHUH BO BpeMs
AKKJIMMATU3allMd K XOJIOAY W YMEHBINAIOTCS BO BpEMs Je3aKKIMMATH3AIMU
(Pagter et al., 2017). OcMOIMTBl HMMEIOT OOJBIIOE 3HAYCHHWE B IPOIECCAX
3aMOpPaKUBAaHUS-OTTauBAaHUS M BOCCTAHOBIICHUS IOCIIe oTTamBaHus. Kpome Toro,
OCMOJIUTBI YBEJIMYUBAIOT OCMOTHYECKHUN TOTCHIMAT KIETOK, CTaOMIM3UPYIOT
Oenxku Bo Bpems 3amopaxkuBanums (Hincha et al.,, 2012) u cBsaspBaior ADK
(Tarkowski et al., 2015).

HuskoreMriepaTypHbIii  cTpecc TMOApa3IeiseTcsl Ha XOJOJIOBOW CTpecC
(<20 °C) u crpecc 3amopaxuBanus (<0 °C), B 3aBUCUMOCTH OT TEMIEPATypPhl
OKpyXarmteld cpeapl. Tponmueckne ©  CyOTpPONMUYECKHE pPAacTeHUS 0c000
YYBCTBUTCIbHBI K IEPCOXTAKICHUIO M HECIIOCOOHBI  aJalnTHPOBATHCA K
xoioay. OmHaKO pacTeHus, OOUTAMIIME B YMEPEHHBIX IMUPOTAX, OO0JIAAAIOT
CIIOCOOHOCTBIO TMEPCHOCUTh OTPHUIIATEIBHBIE TEMIIEPATyphl IOCIE IEepHoJa
BO3JICHCTBUS HHM3KO-TIOJIOKHUTEIIBHBIX TEMIIEPATyp, A3TOT IPOIECC HA3bIBACTCS
akkauMmarusaiueit k xomoay (Chinnusamy et al., 2007). Pactenus ymepeHHOTO
KJIMMAaTa yCTOMYUBBI K CE30HHBIM U3MEHEHUSIM TEMIIEPATyPhl M MOTYT IIEPEHOCHUTD
X0JI0l B TEUCHHE PaHHEH BECHBI M 3UMBI. MHOTHE Ba)KHbIE KYJBTYDbI, TAKHE KaK
pHC, KyKypy3a, cosi, KapTodeib, XJIOMOK M TOMAaT, YyBCTBUTCIIbHBI K XOJIOAY H
HECIIOCOOHBI K aKkiauMmaTh3anuu. HekoTopble KyJIbTypbl, TaKHe KaK OBeC,
YCTOWYUBBI K XOJIOAY, HO YYBCTBUTEIbHBI K 3aMEP3aHUIO, a SUMEHb, MIICHUIA U
POXb XOPOIIIO aJaNTUPOBAINCH M K OTpUIIATeIbHBIM TeMmepaTypam (Zhang et al.,
2011). Ognako HEKOTOpBIC pacTeHMs, Takue Kak pe3yxopujka Tamus (Arabidopsis
thaliana L.), osumas mmenura (Triticum aestivumL.) u sumens (Hordeum
vulgare L.) 0e3 akkiauMaTH3alM¥ K XOJOAy HE TEPEHOCIT He3aMep3aroline
temneparypbl (Zhao et al., 2015). Kaxxgoe pacTeHrne MMEeT pa3Hbie MEXaHHU3MBI

YCTOfI‘lHBOCTH B Pa3HBIC IICPHUOJABI XOJOAOBOI'O CTPCCCA, TAKHC KAaK CHHTC3 U
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HAKOIJIEHUE BELIECTB, 00J1aal0MX OCMOTIPOTEKTOPHBIMU CBOMCTBAMU — caxapa,
AMUHOKHCIIOTHI, O€JIKHU, CTEPOUIBI U T.1I.

B ycnoBusiX HU3KOTEMIIEPaTypHOTO CTpecca pacTeHHSIM HEO0OXOAUMO
NOJJIEP)KUBATh META0O0JIU3M KJIETOK, B YAaCTHOCTH, CTaOMIM3aLUI0 KJIETOYHBIX
MeMOpaH, a Tak Xe CTPYKTypy O€IKoB ¢ (pepMEHTaTHMBHOW aKTHBHOCTHIO, IS
BBDKHBAHMS B HEOJArompUsATHBIX YCIOBUAX OKpyxkaromieit cpensr (Chen et al.,
2018). Jlumumer MeMOpaH, COJEpXKAallie HACBHIICHHBIC J>KUPHBIC KHCIOTHI,
3aTBEP/ACBAIOT NpU OoJiee BBHICOKHX TEMIEpaTypax MO CPaBHEHUIO C JIHUMHIAMHU,
COZICp KaIIIMK HEHACBIIIICHHBIC XUpHBIe KUCIOThI (Steponkus et al., 1979). Ipu
OYeHb HHM3KHX TEMIIepaTypax B aroIjiacTe MOXXET o0pa3oBBIBATHCA Ji€N, YTO
BBI3BIBAET MEXAaHMYECKYI0 HArpy3Ky Ha KJIETOYHYIO CTEHKY, 1 MeMOpaHa MOXET
pasopBarbcs. B pesynpraTe npoucxoauT 00e3BOKMBAHUE M3-32 MHOTOUHCICHHBIX
noBpexaeanii  MemOpanbl  (Uemura et al., 1997). Ilostomy ctpecc or
NEPEeOoXJaXKICHNUS Ha KJIETOYHOM YpPOBHE YacTO COMNPOBOXKIAETCS CTPECCOM OT
00€3BOKUBaHUS.

CaMasi mHMpPOKO pactpOCTpaHEHHAs! CTPAaTerusi paCTeHHM, UCIIONIb3yeMas MpH
HU3KUX TEMIIepaTypax — 9TO aKKJIMMATHU3AIUs K XOJOay, IPU KOTOPOH B KIIETKAaX
pacTeHuii MPOMCXOAUT AKTUBHOE HAKOIUICHWE KPHO3AIIUTHBIX MOJHUICTITHIOB
(manpumep, COR15a) u ocMomuToB (Hampumep, pacTBOPUMBIX CaxapoB U
NpoJMHA). ATaTUPOBAHHBIE K XOJIOMYy PpAcTeHHMsI BCET/Ia 3amacaioT OoJblle
caxapoB (D-riuko3sl, D-rinko30-6-pocdara, aMuI03bl, Kpaxmajia U MajbTO3bI) B
cBoMX moa3eMHubIX TKaHsax (Londo et al., 2018).

OpHako HE TOJNBKO CHCTEMaTHYeCKOe TOJIOKEHHWE pACTeHHH U
AKKJIMMATH3aIMsl UTPAIOT BAKHYIO POJIb B YCTOMYMBOCTH PACTEHUHN K CTpeccam, HO
U IUPKAJHBIC Yachl BIMSIOT Ha aJanTalldio PacTEHUM K XOJIOJJOBOMY CTpeccy.
W3BecTHO, YTO pacTeHUsI MOTYT BOCTIPUHUMATh HECKOJIBKO MapaMeTPOB CBETOBBIX
CUTHAJIOB, TaKMX KaK Ka4ecTBO CBeTa (JUIMHA BOJHBI W WHTEHCHUBHOCTH
00Jy4eHus ), KOJTUYECTBO U MPOJOJIKUTENBHOCTD ((POoTONEpHO ] AEHB/HOUb) U TaKe
HamnpaBieHue cBeTa. [IpogomKUTeNnsHOCTh CYyTOYHOTO (OTOMEPHOa U yMEpEeHHas

TEMIICPATypa HUIKC HYJIA 3HAYWUTCIIBHO BJIMWAIOT Ha HPOLCCC BBICBIXAHUS COCHBI
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oObIkHOBeHHOH Pinus sylvéstris L. (Beck et al., 2008), uyto B cBOlO ouepennb
CIIOCOOCTBYET 3alllUTe PACTCHUN OT OO0pa3oBaHUsA KPUCTALUIMYECKOTO JIbJIa B
KJIETKaX, ¥ KaK CJICJICTBUE YCTOWYHUBOCTH K XOJIOIaM.

[TogoOHO cBETy, TOPMOHBI TaKe€ HUIpaloT POJb B MPOIECCE aKTUBAIUH
TPAHCKPHITIIMOHHBIX (aKTOPOB, OTBEUAIOMIMX Ha xoJiomoBoi crpecc (Yang et al.,
2018). OcHoBHBIE TOPMOHBI, TakHe Kak aOcru3oBas kuciaora (ABK),
ruO0epenHpl, OpacCHHOCTEPOUIbI, JKACMOHATBI, AyKCHUHBI, I[TMTOKUHUHBI,
MEJIATOHHH U TTOJIMAMHHBI, BIUSIOT HA IyTH TIEPEIavu X0JI0I0BOTO CUTHAIA.

XO0JIOA0YyCTOMYMBOCTh PACTEHUNW — CIOXKHBIM mnpouecc. Huskue wnum
AKCTPEMaIbHO HHU3KHE TEMIIEpaTypbl MOTYT BBI3BaTh 0Opa30BaHWE JIbJa B TKAHIX
pacTeHui, YTO BBI3BIBACT KIETOUHYIO jerujapatainuio. C Ipyroil CTOpOHBI, Yy
pacTeHUN CyIIECTBYIOT 3alllUTHbIE MEXaHU3Mbl, KOTOpbIE MPEIOTBPAIIAIOT
oOpazoBanue Jbaa. Kak 11000i CIIOXKHBIA TPOIECC, MEXaHW3M 3allUThl OT
XOJIOJIOBOTO CTpecca y PACTeHH KOHTPOJIUPYETCS HE TOJbKO T€HaMH U3 IyTH
nepeaadyd  XOoJIOAOBOTO CHTHAla, HO W JpYrUMHU (akTopaMu, TaKUMHU Kak

(UTOTOPMOHBI, ITUPKATHBIC YaChl U CBET.
1.1.3. 3anuTHBIA OTBET pacTeHUii HA 3aCyXy

3meHenue kiauMara MpeACTaBIsIEeT CO0O0Ml Cepbe3Hyl yrpo3y s
OOJBIIMHCTBA CEJIbCKOXO3IMCTBEHHBIX KYJIBTYD, BBHIPAIIMBAEMBIX B TPOMUYECKUX
U CcyOTpONMYECKUX peruoHax BOo BceM Mupe. CTpecc u3-3a 3aCyXd — OJIHO U3
MOCJIEACTBUM U3MEHEHHUsI KIIMMaTa, KOTOpPOe OTPUIIATEIHLHO CKa3bIBAETCSl HA POCTE
U YpPOKAMHOCTU CEIhCKOXO3SUCTBEHHBIX KyJNbTyp. Panee ObLIO MpemsioxkeHO
MHOKECTBO UMHUTAIMOHHBIX MOJIeNIeH sl MPOTHO3UPOBAHUS U3MEHEHUS KJIMMaTa
M BO3HUKHOBEHHMsS 3acyxu B Oymymem. B HacTosimee BpemMs BaxHO
MOJIEPHU3HPOBATh OCHOBHBIE CEIbCKOXO3SIMCTBEHHBIE KYJIbTYpPbl PACTCHHM, IJIs
aJlanTalliy K 3acyXe, KoTopasi B OyaylieM MOXXET CHU3UTh YPOKalWHOCTh PaCTCHUMN
(Sallam et al., 2019).

Ctpecc u3-3a 3aCyXWl MOXHO OIPEACIUTh MPOCTO KaK HEXBATKY BOJIBI,

KOoTOpasd BBI3BIBACT HCTaTUBHBIC MOp(l)OJ'IOFI/I‘IeCKI/Ie, 6I/IOXI/IMI/IIIGCKI/I€,
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(U3MONIOrMYECKNE U MOJIEKYJIIpHbIE M3MEHEHMs. 3acyXa MOKET BO3HUKATh Ha
qr000W CTaguu pocTa W 3aBUCUT OT MecTHBIX ycioBui. Korma pacrenus
MOJIBEPTalOTCsl 3acyXe, OHM HW3MEHSAIOTCS (DM3HOJIOTHYECKH, YTOOBI BBIIEPKAThH
atot ctpecc (Vinocur et al., 2005). YcroiiunBble K 3acyXe pacTCHHUs CTaparoTCs
COXPAaHUTh COJEpKaHUE BOJABI, YBEJIMYUTh CTaOWJIBHOCTH MeEMOpaH U
(OTOCUHTETUYECKYI0 AaKTUBHOCTb, HAKONUTh PAacTBOPUMBIE caxapa, IHpOJIUH,
aAMUHOKHCIIOTHI, a TaKkKe aKTUBU3HPOBATh (bepMeHTaTUBHYIO u
He(EpPMEHTATUBHYIO aHTHOKCUAaHTHYI0 akTHBHOCTH (Abid et al., 2016). Panee
ObUIM BBIABIICHBl PA3JIMYHbIC (PU3UOJOTMUYECKHME U OMOXMMHYECKHE PEaKLIHUU B
oTBeT Ha 3acyxy. CymlecTByeT MHOTO BaXHBIX (DU3HMOJOTHYECKHX OTBETOB
pacTeHMi, KOTOpblE€ CMSr4arOT HEeOJarompusTHOE BO3ICHCTBHE 3acyxu Ha
pacTeHusl.

Jedbuuur BoAbl B MeMOpaHax HapyllaeT CTPYKTYpY OWIMIIMIHOIO CJOS,
nepeMeleHne MeMOpaHHBIX O€JNKOB, YTO MPHUBOJUT K MOTEPH LETOCTHOCTU
MeMOpaHbl, HapylIlaeTcsi MOHHBIA OajaHC M TepseTcs aKTUBHOCTb (DEPMEHTOB
MeMmpaH. Takxe MOBpEeXIeHUSI B MEMOpaHe MPUBOIAT K TOMY, YTO OCIIKH OpraHel
U LWTO30JI1 TEpPAIOT CBOK AaKTUBHOCTh WM JaXe€ MOTYT TOJHOCTBIO
neHatypupoBaTh. [pyrue Qusmonmorndyeckue BO3ACUCTBUSA 3aCyXH Ha PAaCTCHUS
BKJIFOYAIOT COKpAIlEHWE BEreTaTUBHOTO pPOCTa, B YAaCTHOCTU POCTa MOOEroB.
CHmxaeTcss aKTUBHOCTh KHHA3, MPOMCXOAUT MEJICHHOE JNEJICHHE KJIETOK, TEM
cambIM mofaBisiercs poct (Schuppler et al., 1998). Poct nucTheB, Kak mpaBuiio,
OoJsiee YyBCTBUTENIEH K 3acyXe, 4YeM pocT KopHel. Hanpumep, y XJomnka npu 3acyxe
YCKOPSIETCSl TIPOIIECC CTapeHUs W MPOUCXOAHWT paHHEE OMaJaHHue JUCThEB. JTOT
MPOLIECC TAKKE U3BECTEH KaK PeryJIMpoBKa JIMCTOBOM MoBepxHOCTU. UTO Kacaercs
KOPHS, TO €ro POCT MOXET YBEJIMUYUTHCSA, YTOOBI M3BJE€Ub OOJIbIIE BOJBI U3
IIyOOKUX CJIOE€B MTOYBHI.

dorocuHTe3 — THaBHBIM (AKTOP YPOKAWHOCTH M POCTa PACTECHUH.
CrnemoBaTeNbHO, €r0 POJb B TOHUMAaHWUU (PU3NOIIOTUYECKOW OCHOBBI PEaKIUU
pacTeHMii Ha 3acyxXy HMeEeT peliaroliee 3HaueHue. Pa3Humna B coiepKaHUH

(I)OTOCI/IHTCTI/I‘-ICCKI/Ix IIUMIMCHTOB  ABJIICTCA  KIIIOYCBBIM  IIOKA3aTCJICM I
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OIIPEICIICHUs] CTENeHW (POTOCHHTE3a y PACTECHHM, BBIPAIICHHBIX B YCIOBHSX
BojoAcHUIMTa. XOPOIIO U3BECTHO, YTO 3acyXa CHH)KAET CKOPOCTh (POTOCHHTE3a
snmakoB (Dawood et al., 2019). OcHOBHbIC KOMIIOHEHTBI, OTPAaHUYHUBAIOIIHC
CKOpocTh (oTocuHTe3a 3T0 — orpanndycHue auddysun CO, u3-3a paHHETO
3aKpBITHSI YCTBUII B OTBET HA BBI3BAHHYIO 3aCyXOW IOTEpIO Typropa, IMmoTeps
AKTUBHOCTH (DOTOCHHTETUYCCKUX (EPMEHTOB, CHIDKEHHE (DOTOXMMUYCCKON
spdekTuBHOCTH QorocucteMbl I, a Tak e pa3Iu4YHble OHOXMMHYECKHE
KOMIIOHEHTHI, CBsI3aHHBIC ¢ 0Opa3zoBaHueM Tpuo3odocdara (Pandey et al., 2015).
MeTtabonnyeckne HapymieHUusT (OTOCHHTETUYCCKOW aKTUBHOCTH MOTYT OBITh
CBS3aHBI C JHCOATAHCOM MEXAYy 3aXBaTOM CBETa W €ro HCIOJIb30BAHUEM,
CHIDKCHHEM aKTHBHOCTH PyOWCKO, HapylieHHWEM IeIOCTHOCTH XJIOPOILIACTHBIX
memOpan (Amirjani et al., 2013), merpagamnmeli CTPYKTYpbl XJOPOIUIACTOB W
(GbOTOCMHTETUUYECKOTO ammnapara, (HOTOOKUCICHHEM XJIopoduiia, MOJaBICHUEM
OMOCHHTe3a XJIOPO(HIUIa ¥ TOBBIIICHUEM aKTHBHOCTH XJjopoduiiasel (Kabiri et
al., 2014). Opnako BbI3BaHHBIC 3aCyXOH HapylleHHs (OTOCHHTE3a H3-3a
MeTaOOIMYECKUX HM3MCHCHHMI O0oJiee CIIOKHBI, YeM YCThHYHBIC OTpaHUYCHUS,
KOTOpPBhIC B OCHOBHOM BO3HUKAIOT W3-3a CHW)KCHHS CHUHTE3a (POTOCHHTETUYCCKHX
nurmeHToB (Rama et al., 2014). IIpooaumocts CO; ycThull 1 Me30(duIIa 4acTo
cHIKaeTcs B oTBeT Ha 3acyxy (Centritto et al., 2009). 3akpbiTHe yCThHIL
OFPaHUYMBACT TPAHCIHMPAIMOHHYIO TOTEPI0 BOJBI M IOMOTaeT PacCTCHHSIM
COXPAHATh BOJHBIM OallaHC B YCIOBHUAX 3aCyXH. TeM He MeHee, 3aKPhITHE YCThHII,
B CBOIO oOuepeab, IMNPUBOAUT K CHWKeHHIO jaoctynHocth CO, mns
(OTOCHHTETHYECKOTO MeTaboaM3Ma yriepoja, CHHXKAeT YHCTYI0 CKOPOCThb
accummsaiua CO, B TPEIATCTBYET CIIOCOOHOCTH PAacTEHUH HAKAILTMBATH CYXYIO
maccy (Chaves et al., 2013). Xmopodwmn wurpaer pemariy poib B
IPOM3BOJCTBE DHEPIMH PACTCHUSMH, II03TOMY YYBCTBHTEJIbHBIC PACTCHHUS
CTpaJaroT OT HEIOCTaTKa SHEPTUH, HEOOXOAMMOM I HOPMAJIBHOTO POCTA.
YpoBeHb MOBPEKIACHUH OT 3aCyXH 3aBHUCHUT OT NPOAODKUTEIBHOCTH U
UHTCHCUBHOCTH BojojchuimTa. Kak ¥ B peakuusx Ha Apyrue aOHOTHYECKHE

CTPCCChbI, BO BpPCMA I[e(l)I/II_[I/ITa BOJAbI B KIICTKAX PACTCHHUS HAKAIIIIMBAIOTCA
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paznuunabie ADK, 4TO TMPHUBOIUT K OKHCIUTEIBHBIM TOBPEXKICHUSM KIETOK U
TkaHe# pacteHuil. ADK ™Moryt OBITH NpPEACTaBICHBI B BHUAEC CHHIJIETHOTO
kuciopona (*O,), cymepokcumroro pagukana (O,), mepokena Bogopona (H,0,) 1
rugapokcwibHoro pagukana (OHY). IlpucyrctBue A®K BbI3bIBaeT HM3MEHEHHE
OKHCIIUTEIbHO-BOCCTAHOBUTEIIPHOTO TMOTEHIIMANa KIETKH, YTO TMPUBOAUT K
OKHCIICHUIO (POTOCHHTETUYCCKUX MUTMEHTOB, MEMOpPAHHBIX JIMIHIOB, OCIKOB H
HYKJIGMHOBBIX KHCJIOT, TEM CaMbIM BbI3bIBasi TMOENb KJIETOK, 3aMEIJisAs POCT U
yposkaitHOCTh pactenuit (Havlin, 1999). [IpousBoactBo ADK nuHEHHO 3aBUCUT OT
TSKECTH BOJOAE(ULINTA, KOTOPBIA BBI3BAJ NEPEKHUCHOE OKUCICHHE MeMOpaH,
OpraHeul U aKTUBAIMIO WIM WHAKTHUBALMIO (DEPMEHTOB W pacmaj] HyKJICHHOBBIX
kucinot (Outoukarte et al., 2019). IloBblmieHue coaepKaHus MaJOHOBOTO
muansaeruga  (MJIA) cuurTaercs TMOAXOISMIIMM — MapKepoM  TOBPEKICHUS
memOpansbl. [Ipensimyme uccneaoBanus MoKa3aid, YTO CHUKEHHE CTaOMIbHOCTH
MeMOpaH OTpakaeT CTENEeHb MEPEKUCHOTO OKUCIICHHUS JIUMUI0B, BhIzBaHHOTO ADK
(Sharma et al.,, 2017). Hampumep, Huskue ypoBHH MJIA ObUIM CBSI3aHBI C
YCTOMYMBOCTHIO TIICHUIBI K 3acyxe (Zhang et al., 2011). Ciemyer oTMETHTH, YTO
MOBBINICHHA aKTUBHOCTH (epmenta mumnokcureHassl (LOX) orBeuaer 3a
OKHCIIEHUE TTOJIMHEHACHIIIEHHBIX XKUPHBIX KHUCIOT M, TAKUM 00pa3oM, yCHUIMBAET
MEPEKNCHOE OKHUCIICHHUE JIUMUIOB B CTPECCOBBIX ycioBusx (Sanchez-Rodriguez et
al., 2010). ITpu 3acyxe npoucxoauT qudhepeHIATLHOEC HAKOIICHUE aKTHBHOCTH
LOX mo cpaBHenuio ¢ pacrenusmMu 6e3 crpecca (Alam et al., 2013). Ycunennoe
nepeKkrucHoe okucieHue aunuaoB M A®DK HapymaroT (QyHKIIUU KIETOYHBIX
MeMOpaH, YTO MPUBOAUT K MOTEPE CIOCOOHOCTH MEMOpaH KOHTPOJHUPOBATH
CKOPOCTb JBWKEHUSI MOHOB. bombIas yredka MeTaboJMTOB WJIM MOHOB MPUBOIUT
K OoJiee 3HAYMTENILHBIM MOBpeXxaeHUsAM MemOpanbl (Corpas et al., 2007). Kpome
Toro, oopazoBanne ADK BEI3bIBaCT OKUCICHHE aMUHOKHCIIOT U MOXKET Pa3pyIIUTh
CTpyKTypy Oenka mpu 3acyxe. Hapymienue cuHTe3a OEIKOB COMPOBOKIACTCS
CHIDKEHHEM pOCTa PAaCTEHUH M YpPOXKAHHOCTH B YCIOBHUSX BOJHOTO CTpECCa, YTO
CBSI3aHO C YMEHBIIICHHEM KOJHMYECTBA MOJMCOMAIBHBIX KOMIUIEKCOB B TKAHSX C

NOHIKEHHBIM cojaepkanneM Bojawl (Kabiri et al., 2014). benku, sxcnpeccus
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KOTOPBIX YBEIMYMBACTCSI B OTBET Ha 3aCyXy, BHOCAT OHOXHMHUYECKHE U
CTPYKTYpHBIE HM3MEHEHUS, KOTOpbhI€ IO3BOJISIOT PACTEHUSM CIPABISATHCS CO
crpeccom (Al-jebory et al., 2012).

B cBoro ouepenb B OTBET Ha BhIpaOOTKY orpoMHoro koimdectBa ADK, Bo
BpeMsl 3aCyXHU MPOUCXOANUT BBIPAaOOTKA aHTUOKCUAAHTHBIX (DEPMEHTOB, TAKUX Kak
karaigaza (CAT), cynmepokcugaucmyTaza (SOD), mnepokcumaza (POD),
ackopOatnepokcumaza (APX), wmoHoneruapoackopbarpenykraza (MDHAR),
neruapoackopOarpenykraza  (DHAR) w  rayratmonpenykraza  (GPX).
AHTHOKCHUJIaHTHas CHCTEMa SIBJSIETCS XOPOIIO UW3BECTHBIM  aJIalTUBHBIM
MEXaHU3MOM PacTeHHUIl B OTBETE HA BOJOACPHUIIUTHBINA CTpPECC.

Apantands  pacTeHHMM K geduuuMty  BOJBI  MOApA3AeNseTcsl  Hal
IpEeIOTBpAlICHUE 3aCyXH, NMPEAOTBpallleHue 00E€3BOKMBAHMUS U YCTOMYMBOCTH K
00€3BOXMBAHUIO, WM UX coueTaHue. HakomneHne OCMOIUTOB SIBISIETCS OJHUM U3
MEXaHU3MOB 3aCyXOYCTOMYMBOCTH, KOTOPBIN TIO3BOJIAET KIETKAM YIPaBIATh
pacmpesieieHueM BOABl U CTPYKTYPHOW IEJIOCTHOCTBIO MEMOpaHbl AJisi TOTO,
9TOOBI 00ECIIEYNTh YCTOMYMBOCTD K 3acyXe U KIeTouHoU aerunparanun (Loutfy et
al.,, 2012). OcmoTHYeCKOE pEryJUpOBaHHE y pPACTECHHH OOBIYHO CBSA3aHO C
BBICBOOOKIEHUEM M3 3a1IaCOB OCMOJIUTOB.

PacreHuss mimeHUIIBI HAKAIUIMBAIOT HECKOJBKO  HEOPraHWYECKUX U
OpPraHUYECKUX PACTBOPEHHBIX B IMTO30JI€ BEIIECTB, YTOOBI YMEHBIIUTH CBOM
OCMOTHYECKHMI TOTEHIMAN s mojanepxkanus typropa kierok (Loutfy et al.,
2012). Tlpm 3acyxe pacTeHHs TMPOM3BOIAT W HAKAIUIMBAIOT COBMECTHMbBIC
pPacTBOpPEHHBIE BEIECTBA, TAKWE KAaK YTIEBOJBI, TIOJUOIBI M aMUHOKHUCIOTHI, AJIS
o0JIer4yeHHsi OCMOTHYECKOro OajaHca, a Tak)Ke MOIVIOIICHUS U YACpXKaHHUs BOIbI
(Hussain et al.,, 2018). VYrneBoasl BBINOIHIIOT MHOXECTBO (YHKIMHA 10
OCMO3aIINTE, OCMOTUYECKON PETYIUPOBKE, XPAHCHHUIO YIIIEpPOa, JETOKCHKAIHH
AO®K, 3amuTe 1eI0CTHOCTH MEMOpaH, OHU 00ECTIEYMBAIOT 3aIIUTY MAKPOMOJIEKYT
u crpykryp JAHK, a taxxke crabunuzamuio dhepMmeHtoB / 6enkoB. [Ipu cuibHOM

00€3BOKMBAHUN KJIETKH, YTJIEBOJIbI CTAHOBSTCS Ba)XXKHOM 3aMEHOM BOJBI, JaXe B



23

OOJbIICH CTeNeHW, YeM MPOJIMH, OOecredurBasi THUAPATHYIO OO0OJOUYKY BOKPYT
oenxoB (Bowne et al., 2012).

[TpucyTcTBHE MpONMHA ABISETCS OTHUM U3 OOIIMX MPU3HAKOB OOJBIIUHCTBA
3epHOBBIX KyJIbTYyp B ycnoBusax 3acyxu (Gurumurthy et al., 2019). Ilponun
OCMOTHYECKH AaKTHUBEH, KOHTPOJHPYET XpaHEHHE IMOJIE3HOTO a30Ta M UIpaeT
BOXKHYIO POJIb B CTAOMJILHOCTH MeMOpaHbl. Kak MolieKyna-peryistop nepeaadu
CUTHAJOB, TIPOJIMH  3aMyCKaeT MHOXXECTBO  MEXaHU3MOB, ITOMOTAIOIINX
anantupoBatbea K 3acyxe (Marcinska et al., 2013). Ctpecc 3acyxu peryaupyer
BHYTPUKJIETOYHBI OCMOTHYECKUN MOTEHIMAN, KOHTposuupyeT pH nuromnazMel u
CTaOMIM3UPYET CTPYKTYPY KJICTOUHON MeMOpaHbI MIIEHHIIBI IPU CTPECCE 3aCyXH
(Huseynova et al., 2016).

[TpousBoactBo ABK Mo’keT BAuATh Ha ajanTalMio K 3acyxe, Kak 3a cueT
NpeIoTBpalieHus] 00E3BOKMBAHMA, TaK W 3a CYET YCTOMYMBOCTH K
obe3BoxkuBanuto (Thompson et al., 2007). ABK sBisercss Hanbojiee Ba)KHBIM
TOPMOHOM, VYYacTBYIOUIUM B PETYJSIHMA YCTOMYMBOCTH K aOMOTHUYECKUM
cTpeccaM, TaKUM Kak 3acyxa, COJICHOCTb, XOJIOJ, kapa u mopanenus (Lata et al.,
2011). ABK pmaBHO mpu3HaHa OCHOBHBIM XHMHYECKHM CHTHAJIOM CTpecca OT
KopHel g0 moOeroB (Schachtman et al., 2018), BbI3bIBAIOIMM HWHTHOWPOBAHHE
pa3pacTaHusi JIUCThEB M KPATKOCPOUHBIX PEAKIMM, TAaKMX KaK 3aKpPBITHE YCTBHHIIL.
ABK ydacTtByer B peryisiiud CUCTEMHBIX OTBETOB Ha aOMOTUYECKHH CTpecc A0
TOTO, KaK TOABSTCS Kakue-INOO 3aMETHbIE M3MEHEHHsI B KOJUYECTBE BOABI WU
cTaTyce MUTaTeIbHBIX BEIIeCTB B UCThAX (Suzuki et al., 2013). Bosee Toro, ObL10
oOHapy>keHo, uTo B nuieHuie AbK neiicTByeT kak CTUMYJSITOp pocTa KOPHEM, 4To
UMEET 3HAYUTENIbHYI0 KOPPEJSIHIO ¢ YPOXKaiHOCThIO B ycloBusiX 3acyxu (Xu et
al., 2013). OcmotHueckuii cTpecc MPHUBOIUT K CHUHTE3y WM KaTaOOJIU3My psa
JIPYTHX PETyJIATOPOB pPOCTa, TAaKUX KaK ayKCUHBI, IUTOKUHHWHBI, OJTUJICH,
rub0epeIUTiHbI, OPaCCUHOCTEPOUIBI, JKACMOHOBAs KUCIOTa W Apyrue (akTophl
(manpumep, a3zor, pH), KOTOpble y4acTBYIOT B peryisuuu (U3HOJIOTHYECKHUX
IPOIECCOB, Onarofaps WX JMACWCTBHIO B KAaueCTBE CHUTHAJIBHBIX MOJIEKYNI B

curHabHBIX ceTsax (Lamaoui et al., 2018). ABK koHTponupyeT pocT pacTeHuH,
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yBEJIMYMBas POCT KOPHEW M JUCTheB BO Bpems dedunurta Boabl (Reddy et al.,
2004). ABK perymupyer cojepskaHue BOJBI B TKaHSAX IOCPEICTBOM YCTHUYIHBIX
KOJIEOAHUN U WHAYLUUPYET HKCIPECCHI0 T€HOB, KOAUPYIOMIMX OCNKH, KOTOpbIE
KOHTPOJIMPYIOT TOJIEPAHTHOCTH K KJIeTOUHOU aeruapartanuu (Zhu, 2002).

M3BecTHO, YTO 3acyXa MPUBOAMUT K CHIDKCHUIO MOTJIOMIEHUS U TIEPEMEIICHHS
MaKpodJIeMeHTOB (a30T, hochop U Kauil) B paCTCHUSX, MPEANTOIOKUTEILHO U3-3a
YMEHbIIIEHUsI 00beMa KOpPHEH, U HEPACTBOPEHHOTO COCTOSIHUSI MAaKpOIJIEMEHTOB B
cyxux moyBax. [ledunut Boabl, OOBIYHO COMPOBOXKAAETCS HU3KUM COJIEpPKaHUEM
a30Ta, 4TO BIMAET Ha (QuiyopecHeHIHI0 Xjiopodpuia U (HOTOCUHTETUUYECKUE
MPOIECCHI, TPUBOIUT K CHUYKCHHUIO CKOPOCTH POCTa PACTCHUI, pAHHEMY CTapEHUIO
U COKpAIICHUIO YPOXKAHHOCTH CEIbCKOX03sIiCTBeHHBIX KyabTyp (Mobasser et al.,
2014). Tlo mepe yMeHBIIEHUSI COJEPKaHUSI BOJBI B TIOUBE PAJANYC 3AMOJTHEHHBIX
BOJIOM TIOP YMEHBIIACTCS, W3BWJIMCTOCTh YBEIMYMBACTCA, a IOJBHKHOCTD
dochopa ymennmaercs (Faye et al., 2006). Kpome Ttoro, 3acyxa CHHXKAeT
AKTUBHBI TPAHCIIOPT M MPOHHIAEMOCTh MeMOpan katnonos (K, Ca™ u Mg*),
YTO MPUBOJUT K CHIDKCHHIO MOTJIONICHUS 3TUX KaTHOHOB KopHsimu (Farooq et al.,
2012).

IIpu BomosedUIMTE CHIDKACTCS KOHIEHTpauus HoHOB Ca>’ B HaI3eMHOIM
YaCTH PACTEHHH, MMOCKOJIBKY YMEHBINACTCS TPaHCIIUPAIIMOHHBIN oToK (Sardans et
al., 2008). 3acyxa MoOxeT BbI3BaTh JSPUIMT HEKOTOPHIX MUTATEIBHBIX
MHKpO3JIeMeHTOoB, HampuMep Mn?*, Fe** u Mo (Hu et al., 2005), Tak kak 5Tu
MUTATEIbHBIE MHKPODJEMEHTHI SIBISIOTCS JOCTYHMHBIMH B YCIOBUSIX XOPOIIIO
YBIOKHEHHOW TOYBBI, W3-32 WX MpeoOpa3oBaHWs B pacTBOPUMBIE U
BOCCTaHOBIICHHBIC (opMbl aisi ycBoeHust pactenusmu (Havlin, 1999). Takum
oOpa3oM, JeQUUUT TMUTATENbHBIX BEIIECTB  SBISIETCS  COIMYTCTBYIOLIUM
MOCTIEAACTBHEM OT 3acyxu. [loaTomy, moaaep’aHue JOCTaTOYHOTO YPOBHS MaKpo-
U MHUKPOHYTPHEHTOB JJIsi HOPMAJIBLHOTO (PYHKIIMOHUPOBAHMS KIETOK pPaCTEHUU
SBIISIETCS. BAXHBIM YCJIOBHEM JUISI YCTOWYHMBBIX COPTOB TPU HEAOCTATOYHOM

OPOILLIEHUU CEJIbCKOXO35MCTBEHHBIX YIOIUM.



25
1.1.4. Bausinue c0JIeBOI0 CTpecca Ha pacTeHus

3aCOJIEHUIO MOYBbI MOJABEPKEHBI MUJUIMOHBI TEKTapOB 3€MJIM BO BCEM MUDE,
YTO €KETOHO SIBIISICTCS MPUIMHOMN MOTepu MULTHApaoB jnoiuiapoB (Shabala et al.,
2008). Bricokas coneHOCTb 3aTparuBaer 6osee 6% oOliel iomaau Cyuu B MUpe.
bonpmias wvacTe IUIONIAAM  3aCOJEHHBIX TMOYB BO3HHUKJIA B  pPE3yJbTare
€CTECTBEHHBIX IPUYMH, TaKMX KaK JIMBHU, YHOCHMasi BETPOM COJb M3 OKEaHa,
I[yHaMH ¥ BBIBETPUBAHHE TOPHBIX MOpojA. [loMUMO €CTECTBEHHBIX MPUYMH,
3aCOJIEHME TIOYBBI TaK K€ CBSA3aHO C YEJIOBEYECKOM JESITENIbHOCTBIO — C
PacCUYMCTKOM 3eMelNb MyTeM YIaJeHHs TiyOOKOW KOpPHEBOM PACTUTENbHOCTH, UTO
NPUBOJUT K HAKOIUICHHIO OOJBIIET0 KOJMYECTBA BOJABI M, KaK CIIEJCTBUE,
MOBBIIIEHUIO YPOBHSL COJIEHBIX TPYHTOBBIX BOA. Jlpyras mnpuuuHa cBsi3aHa C
METOJAMU OpOUIEHUs, TAaKUMH KaK. HCIOJIb30BaHUE BOABI C BBICOKOU
KOHIEHTPALIMEN COJIM, TJIOXOW APEHAXKHOW CUCTEMOM, Pa3IMBOM COJICHOM BOJbI
BOJIM3U MPUOPEKHBIX TEPPUTOPUM U aKKyMYJSAIHMHM COJIM HAa CyXHX MoYBax. B
Hacrosmee Bpems cuutaercs, dro 20% BceX OpOLIAEMBIX 3€MEJb 3ACOJICHBI.
YuurtsiBasg, 4TO OpOIIAEMBbIE 3E€MJIM MPOU3BOMASAT, MO KpallHEW Mepe, B JIBa pasa
OombIlle  yposkas, 4YeM HEOpOIaeMble 3€MJIM, U HAa HHUX MPUXOIUTCS TPETh
MHPOBOTO IPOU3BOJICTBA MIPOYKTOB MUTaHUs, 3TO MOBBIIIAET
3aMHTEPECOBAHHOCTh K 3aCOJICHUIO KaK K Cepbe3HOU mpobiieMe AJisl ypoxKaitHOCTH
CeIILCKOXO03sUCTBEHHBIX KynbTyp (Munns et al., 2008).

Bbicokas 3acOI€HHOCTh MOYBBI — 3TO COCTOSIHHE, XapaKTepU3YIOIIEecs
BBICOKOM KOHIIEHTpAIlel pacTBOpUMBIX cojieit, B kotopeix NaCl sBisercs
HamOoJiee pacTBOPUMOM UM  IIMPOKO PACIPOCTPAHEHHOM coibio. [louBbI
KJIACCU(PUIMPYIOTCS KaK 3aCOJICHHbIE, €CIM JJEKTpPUYECKas IMPOBOJUMOCTD
coctaBisteT 4 1Cm/M (= 40 mM NaCl) wnu Beimie. [Ipu Takoi KOHIIEHTPAIIUH COTH
B IOYBE POCT U Yypoxkad OOJBIIMHCTBA CEIbCKOXO3UCTBEHHBIX KYJbTYP
3HAUUTEIBLHO CHIDKAIOTCS. PHC, Kak W OOJBIIMHCTBO CEIIbCKOXO3SMCTBEHHBIX
KYJbTYp, IBIIsI€TCA IIUKO(UTOM (pacTeHHe, pacTylllee Ha HE3aCOJICHHBIX NTOYBaX U

MPECHBIX BOJAOEMAX) U MMOITOMY MOXKET NEPEHOCUTDH TOJIBKO OTHOCUTEIBHO HU3KHE
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KOHLIeHTpaiuu coiu. Cpean 3€pHOBBIX KYJIbTYp pPHC SIBJISETCS Haubosee
YYBCTBUTEIBHBIM K COJIM, TPOSIBJISIL CUMIITOMBI COJIEBOTO CTpecca W CHIDKas
YPOXKAWHOCTH JTaXKe TPU AJIEKTprIecKoi mpoBoaumoctu Hike 4.0 1Cm/m (Munns
et al, 2008). IToporoBoe 3HaYeHHE COJACHOCTH i puca cocraBisieT 3.0 1Cm/M ¢
12% cHmxeHHeM ypokalHOCTH Ha Kaxnablii ACm/M mocne storo mopora (Gao et
al., 2007).

Bricokasi 3acofieHHOCTh BJMSIET Ha pPAacTEHUS B JBYX pa3iMYHbIX (ha3ax.
[lepBas ¢aza — 3T0 ocMoTHYecKuil Y3PPEKT, KOTOPHIKA HE 3aBUCUT OT HAKOTICHUS
cojeil B mobere. PactBopeHHbIE B MOYBEHHOM PAaCcTBOPE COJM CHHXKAIOT BOJIHBIM
MOTEHIIMAN MOYBBI. DTO 3aTPYAHSIET MOCTYIUIEHHE BOJBI M3 KOPHEH W BBI3BIBAET
neunut Boasl (Roy et al., 2014). Curnan o neduiure Boabl OBICTPO (B TCUCHHE
HECKOJIbKMX MMHYT) MepefaeTcss OT KOpHEH K MoOeraM U BbI3bIBAET CHH)KEHHUE
BHYTPHKJIETOYHOTO Typropa u jaenenus kietok (Munns et al., 2008). 3tot curnan
Takke crnocoocTByeT 6nocunTe3y ABK, 4To nmpuBoauT K 60Jjiee HU3KOM yCThbUYHOU
npoBogumoct (Roy et al., 2014). Huskast ycTbu4yHasi IPOBOJIUMOCTh BBI3BIBACT
YMEHBIIIEHNE AaCCUMUJISIIUN yTepoAa, HAKOIUIEHUS OWoMacchl W CHI)KCHHE
ypoxkaitHocTH. BTopas dasza 3acosieHus SBISETCS HOHHO-CHEIU(DHUECKON; OHa
CBSI3aHA C HAKOIUIEHHMEM TOKCHYHBIX KOHIEHTpauii nonos Hatpus (Na") u / um
xmopuaa (Cl), ocoOeHHO B CTapbIX JUCTHSX, BbI3bIBas HEKPO3 TKAHEH W paHHEE
crapenue auctees (Roy et al., 2014). Jlna GompuHCTBa BUa0B pacTeHuii Na'
JOCTUTAeT TOKCUYHOW KoHIleHTpauuu panbine, yem Cl (Tester et al., 2003). U
OCMOTHUYECKHE, U HOHHbIE H(G(PEKTH HAPyIIAIOT a’pOOHBIM METaboIU3M W
BBI3BIBAIOT HakKoIUIeHWEe KoHueHTpauii A®K, mnpeBblmaronmx CcrnocoOHOCTh
pacTeHus K JETOKCHUKAllMM, 4TO, B CBOIO OYe€pellb, OTPHUIIATEIbHO BJIMSIET Ha
KJICTOYHBIE CTPYKTYPBI M MeTabosn3M pactutensHoi kiaetku (Chaves et al., 2009).

WNonnpiii aucbananc — 310 3(PQeKT, BHI3BIBAEMBIN COJIEBBIM CTPECCOM BO
Bpems BTopoii daszsl (Munns et al., 2008). Kamuii (K") sBnsieTcss HEOTbeMIEMBIM
MaKpO3JIEMEHTOM PACTUTEIHHON KIETKH, OH UTPAET Ba)KHBIC (PYHKIINU, CBSI3aHHBIC
C akTuBaIlend (epMEeHTOB, OCMOTHYECKON peryJisiiiueld U reHepanuen Typropa, a

TaKk >K€ peryJupoBaHMEM MEMOpaHHOTO TOTEHIMaa W ToMeocTtazom pH
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mutorasmel  (Barragan et al., 2012). M3-3a cxomactBa (DHU3HMKO-XUMHYECKHX
cBoiicte Mexay Na* m K * (MoHHOro pajamyca M SHepruy IMApPATALUM HOHA)
HATPUN KOHKYPUPYET C KaJueM JUIsl OCHOBHBIX CAWTOB CBS3BIBAHUS B KITFOYEBBIX
MeTabONMMUeCKUX TpoIleccax B IHTOIUIa3ME, TaKUX Kak (epMEHTaTUBHbBIE
peakuuu, cuHTe3 Genka u pabora pubocom (Marschner, 1995). Na* monasnser
(GepMEHTaTUBHYI0O  aKTHUBHOCTh  MHOTHMX  (EPMEHTOB,  KOTOPBIM  JIsI
(yukumonuposanus Heobxoaum K'.  Tlockombky 6Gomee 50  pasiuyHbIX
IUTONIA3MATHIECKHX (PepPMEHTOB aKTUBUPYIOTCS MMeHHO noHamu K, Hapymienne
romeoctasza K' mpuBOIHUT K cepbe3HBIM HApYLIEHUSIM METa00IU3Ma, KaK B TKAHAX
KOpHSI, Tak W B TkaHax Jwucra (Marschner, 1995). Bwuio BbIcKa3aHO
MPEANOJI0KEeHNUEe, YTO Il BBIKMBAHUS PACTEHUU B YCJIOBHUSIX COJIEBOIO CTpecca
TpebyeTcs BBICOKOE COOTHOIIeHHe muurTo3oiabHoro K'/Na® B murommasme
pacTuTensHON KieTku. CHuxeHne KoHueHTpauuu Na' B moGerax Ipu colneBoM
cTpecce KOppeaupyeT ¢ yCTOMYMBOCTBIO K COJIEBOMY cTpeccy y puca (Lutts et al.,
1996) u xykypy3bl Z. mays (Tester et al., 2003).

OueHb HHM3KUMH MeMOpaHHBIM TOTEHIMAT KJIETOK KopHs  (Oojee
OTPHULIATENBHBIA BHYTPH) CIOCOOCTBYeT maccuBHOMY TepeHocy Na' B KieTkw,
O0COOCHHO KOTJa KOHIIEHTpAallMs HaTpus B TOYBEHHOM PAacTBOPE YBEIMYMBACTCS.
Hanpotus, ortok Na’, T.e. ero ypaneHue u3 KJIeTKM, He SBJIAETCS NMACCUBHBIM U
TpeOyer 3arpar sHepruu (Maathuis et al., 2014). Taccusnoe nornomenue Na*
KJIETKaMH KOPHSI TIPY BBICOKOW 3aCOJICHHOCTH MOYBHI B OCHOBHOM OIIOCPEIOBAHO
CEMEHCTBOM HECENICKTUBHBIX KaTWOHHBIX KaHanoB (Kronzucker et al., 2011).
Hatpuii Takxe OKa3bplBaeT CHIIBHOE HMHTHOMpYIOIIEe ACWCTBHE Ha TMOTJIOIICHHE
noHos K’ KieTkamu, BeposTHO, 3a cueT MHTHOMpoBaHUs TpaHcrmoprepos K'
(Fuchs et al., 2005), mpucyTCTByIOIIMX B IIa3MaTHYECKOW MeMOpaHEe KJICTOK
kopHs. Kpome Toro, nemonspu3zaiusi MeMOpaHbl, BbI3BaHHAST OOJIBIIIUM MPUTOKOM
nutosonsHoro Na’, mpuBoauT k yBemuuenuio oTtoka K, KOTOpBIH BO3MOMkKEH
yepes akTUBMpyeMsble Aenonsapusanueii K -xanans (Adams et al., 2014)

B knerkax pacreHun ca** JNEUCTBYET KAaK BTOPUYHBIA MECCEHIKED,

CBH3BIBaIOIHHﬁ HIHpOKI/Iﬁ CIICKTP BHCKJICTOYHBLIX CTUMYJIOB C pPa3IMdYHbBIMU
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BHyTpuKIeTouHbiMu oTBeTamu (Conde et al., 2011). CoseBoii cTpecc BbI3bIBAET
GBICTPOE M BPEMEHHOE YBEIMUYEHHe CBOOOMHOrO IUTO30IbHOrO Ca’’, KOTOpPHIA
JEKOAUPYETCS CEHCOpPaMHU Ca”™, TakuMu Kak kanmpMmoynuH (CaM). [uto3onpHbIe
matankn Ca’*, B CBOIO oOdepenb, 3alyCKAlOT MHOXKECTBO IyTeH Iepenadun
CHUTHAJOB, YYacCTBYIOIIMX B PEryJSIIUM aKTUBHOCTH HMOHHBIX KaHAJOB,
(dbepMeHTaTUBHON AKTUBHOCTU M TPAHCKPHUIIUU TE€HOB, YTO B KOHEYHOM HTOTE
NPUBOJUT K HOHHOMY roMeoctasy (Adams et al., 2014).

ConeBoit cTpecc 4acTo BIUSET Ha Cpely OOMTaHUS PACTEHUN U MHOTHE BUIbI
BBIPAOOTAIM pPa3IUYHbIE MEXAHU3MbI, YTOOBI CIPaBUTHCA C HHUM. MeXxaHU3MBbI
COJICYCTOMYMBOCTH MOXXHO pa3lelnTh Ha TPU OCHOBHBIC Kareropuw. [lepBbrit
MEXaHU3M — 3TO YCTOWYUBOCTh K OCMOTHYECKOMY CTpECCY, KOTOpasi peryiupyercs
CHTHAJIaMHU Ha OOJIBIIIOM PACCTOSHUM, CHIDKaeT poct nmooderos (Roy et al., 2014) u
BKIIIOYAaeT OWOCHHTE3 W  HAKOIUIEHHE OCMOJIMTOB  JUIsI  TMOJAJEp:KaHUs
ocMoTHYeckoro Oamanca u moromeHus Bozwl (Peleg et al., 2011). Bropoii
MEXaHH3M — 3TO HMCK/IIOYEHHME HOHOB, IIPU KOTOPOM IIepeHOCYMKH HOoHOB Na'
CHIDKAIOT WX HAaKOIUICHME B KOPHSIX M JIMCThAX. OJTa CHUCTeMa paboTaer,
KOHTpONUpys nocTymiaedne Na* B KCueMy M ero TPaHCHOpPTa U3 KCHIIEMBI JIO
dboTocuHTETHUYECKUX TKaHeW nmobera. HakoHen, TpeTuil MEXaHU3M — 3TO TKaHeBas
YCTOMYMBOCTh, TIPU KOTOPOW BBICOKAsT KOHIIEHTpAIUsi COJIM OOHapy>KUBAETCS B
macThax, Ho Na' HeliTpamusyercs Ha KJIETOYHOM M BHYTPHUKIETOYHOM YPOBHE
(0cobeHHO B BaKyonM), yMeHbIIas BpeaHoe BosjeiictBue Na“ B 1uTo301€ M
CTUMYJIUpPYS ToriolneHue Boasl B kietky (Munns et al., 2008). B GonbuinHcTBE
CllydaeB YCTOMYMBOCTh PACTEHHH K COJIEBOMY CTPECCy 3aBUCHUT OT Tpex

MEXaHU3MOB BMeCTe, a He OT Kakaoro B uactHocTH (Pires et al., 2015).
1.1.5. Bausinue yabTpadguos1eTOBOro U3JIy4eHUsSI HA PACTEeHUS

Bce xuBbie opranuzMbl Onocdepsl 3eMiu MOABEPraoTcs Bo3AeUcTBUI0 YD
U3JIy4YEHHsI, UHTEHCUBHOCTh KOTOPOro 3aBHCHT OT yria CoJIHIA M TOJIIHWHBI
ctpatochepHoro o030HOBOro cios. Cwia Y® wuznydeHus: 3aBUCUT TJIaBHBIM

o0pa3oM OT MIUPOTHI, MO3TOMY HAWOOJBIIME 3HAYEHUS MPUXOIATCA IS
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ApPKTUYECKUE U aHTAPKTUYECKHE PErHOHbl. PacTeHns — 3TO POTOCHHTE3UPYIOUTUE
OpraHU3Mbl, JKA3HEAEITEIBHOCTh KOTOPBIX 3aBUCUT OT COJIHEYHOTO CBETA.
CeeroBast sHepruss ConHIa U cOcOOHOCTH (OTOABTOTPOPOB (PUKCUPOBATH ITY
HHEPTUI0 C TTOMOUIBIO0 XJIOpOodHUIIa CIOCOOCTBOBAIM PA3BUTHUIO KU3HU Ha 3eMiie.
[ToMuMO TOTO, YTO CBET SIBJISETCS MCTOYHUKOM JHEPTUU, OH CIYKUT BaKHBIM
CUTHAJIOM [JIsl pacCTEHUM, YTOOBI MPUCIOCOOUTHCS K OKPYKAIOIIUM yCiIoBHsIM. B
IPUPOAE COJHEYHOE H3IYYEHHE COCTOMT U3 BJIEKTPOMArHUTHOIO H3IIyYEHUS
pa3IMYHOM JJIMHBI M B LeJoM nojpasaensercs Ha YO (<400 ©Hwm),
dotocunternuecku akTuBHOE (~400—700 HM) W nanmpHEEe KpacHOE H3ITydCHUE
(~700-780 wum). IlpumepHo 7-9% BCEro COJHEYHOIO H3IYUYCHHUS, KOTOPOEC
JIOCTUTaeT MOBEPXHOCTH 3eMiH, npuxomautcs Ha Y®D-amanazon (~200-400 Hwm)
(Frohnmeyer et al., 2003).

Y@ uznyyeHue B MIUPOKOM CMBICIE KIacCU(UUUPYETCS MO IJIUHE BOJIHBI HA
YO-C um3nyyenue (200-280 HM), KOTOpoe sBIsieTCS HauOOJIee OIMACHBIM, HO
(bU3MONOTHYECKN HE3HAYUTENbHBIM, TOCKOJBKY 3TH AJUHBI BOJH MOJHOCTHIO
norjomarTcs  atMocdepoit; Y®-B  wmsnyuenme (280-320 HM), KOTOpOE
bunbTpyeTcs uepe3 crpaTocepHbI 030HOBBIN CIION U MTO3TOMY JIMIIIb HEOOIbIIAs
YacTh JIOCTUTAET MOBEpXHOCTH 3emMin; U Y D-A uznyuenue (320—400 M), KoTopoe
HE MOXET TMOIJIOIAThCS O30HOBBIM CJIOEM M IOJHOCTBIO TNEpeaeTcss Ha
noBepxHOCTh 3emnu. Cpenm stux Tpex TUnoB Y@ wusnyuenus YOP-B umeer
MEPBOCTEIICHHOE 3HAUYCHHUE, HECMOTPS Ha ero Hebobinyto 400 (1.5% ot obuiero
Y ®-u3nydenus), u3-3a €ro CEpbe3HOr0 MOBPEKAAIOIIETO BO3AECUCTBUS HAa POCT U
pa3BuTue pacteHuid. YD-A uznydeHue coctarisieT 6.3% OT oluiero u3iydeHus,
SIBIIICTCS. MCHEE BPEIHBIM, YeM Jpyrue JAuHbl BoH Y @-uznydenus (Hollosy et
al., 2002).

[ToTok comHEYHOU paaualuy CUILHO M3MEHSETCS MPHU MPOXOXKICHUH Yepes
atMocdepy 3emu u3-3a pazIUYHBIX (HAaKTOPOB, TAKWX KaK COJHEYHBIA YTOJ
(Bpemsi THA, CE30H, IMPOTA), BHICOTA, CTpATOC(PEPHBIN 030H, OOJaUYHBIN MOKPOB U
sarenenue (McKenzie et al., 2003). O30HOBBIN CIOH JACHCTBYET KaK KJIFOYEBOU

KOMITOHEHT, 3alllMIIAIOMINN KUBBIE CYIIECTBA OT paspymurenbHoro Y-
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U3ITy4eHUsl. AHTPONIOTE€HHbIE (PAKTOPBI, TAKME KaK BHIOPOC XJIOPPTOPYTIEpOIOB B
atMocepy, MOTYT MPUBECTH K MHCTOIIEHHIO O30HOBOTO cjod Ha ~ 5%
(Chipperfield et al., 2015). B memom yMmeHbIeHHE O30HOBOro cios Ha 1%
MPUBOAUT K yBennueHuto Ha 1.3—1.8% konuuectBa OMOIOrHYecKr akTUBHOTO Y ®-
B uznyuenus (Hollosy et al., 2002). B nepuox ¢ 1979 o 2008 rox Habio1a10Ch
3HauuTeabHOEe yBenuueHue Y®-B wusnmydeHus, AOCTUTAIONIErO IMOBEPXHOCTU
3emii, Ha BCEX MIMPOTAaX, KPOME DKBATOPUAIBHOM 30HBI, MpUYEM HauOoJblIee
YBEJIIMYEHUE UMEJIO MECTO B CPEAHMX U BBICOKUX MIMpoTax B KOxHOM momymiapuu
(Ballare et al.,, 2011). Takum o0Opa3oM, 3TOT CIICHAPHI H3MCHCHHS KJIMMaTa
IpeanoiaraeT, 4To XU3Hb Ha 3emiie OyJeT MOCTOSIHHO TMOJBEpratrbcs Oolee
BBICOKUM J103aM Y D u3nydeHus, M03TOMY TaK BaXKHO JIETAJLHO M3YUYUThH BIIHSTHUE
Y® crtpecca Ha pacTeHuUs.

Y CTaHOBIEHO, YTO PACTEHHS MO-Pa3sHOMY pEarnupyrT Ha WHTECHCHUBHOCTH, a
Takxe Ha JauHy BosiHbl Y® m3nyuenus (Ulm et al., 2004). Bonee Huskue 10361
Y®-B ctumynupyroTr poromopdoreHes y pacTeHui, BEIPOCIIUX MPU HEJOCTATKE
CBETa, B TO BpeMsl Kak Oojee Bbicokue 110361 YOP-B wim Y®-C npuBomar k
noBpexxaeHuio kiaetok (Suesslin et al., 2003). Coo6imianoch, 4To Ype3MepHOE
Bo3aercTBUE Y D-C MOXKET BBI3bIBaTh 3alPOrPaMMHUPOBAHHYI0 CMEPTh KIJIETOK 3a
CUET aKTHUBAIIMK KAacMa30MoI00HBIX MpoTea3, (hparMeHTAIlMN OJIMTOHYKJIEOCOMHOM
JHK u nosiBnenus anonrorndeckoir mopdororuu siapa y A. thaliana (Gao et al.,
2008).

CBeT perynupyer pas3dnyHble CTaAuM pPOCTa U IKU3HEHHO BaKHBIC
dbu3noNIOTNYECKre MPOIECCHl HA MPOTSKEHUH BCETrO KU3HEHHOTO ITKJIa PacTeHUM
(Heijde et al., 2012). PacTeHus pa3BWIM CIOXHBIC TPAHCKPHUIIIMOHHBIE CETH,
KOTOPBIE OMOCPENYIOT U3MEHEHHS B PA3BUTHH B OTBET HAa CBET. DTU U3MEHEHUS B
pa3BUTUM BKJIIOYAIOT MPOpPACTaHWE CEeMsH, JAEITHOIALMUIO, TPABUTPOIHYIO
OpPHUEHTAIINIO, IBM)KCHUE YCTHUI] U PEMPOTYKTUBHOE PA3BUTHE BO BPEMsI IIBETCHUS
(Gyula et al., 2003).

Paznuunble wuccimenoBanus mnokazanv, 4ro Y@P-B wu3nydeHHE BbI3BIBACT

paznuyHble (PEHOTUIMMYECKHE PEaKIMy, BKJIIOYAIOIMUEe HWHTUOMPOBAaHUE pPOCTa



31

TUIOKOTUJIEH, paclliupeHue ceMsiaoe, GOTOTPOIHOE UCKPUBICHUE U UHIYKIIMIO
Y ®-B 3amutHbIX TUrMeHTOB y pactenuit (Suesslin et al., 2003). Coobmianocsk, 4to
TU TIMUTMEHTHl TakXe OO0JaJal0T AaKTUBHOCTBHIO YJIaBIMBaHUS CBOOOIHBIX
paIMKajoB, YTO MOXET OOCCIICYMTh JONOJHHUTEIbHYIO 3amuTy Kietok (Rice-
Evans et al., 1997). Ilomumo wHAyKIuH Y @D-MOTIOMAIONUX TUTMEHTOB,
CYLIECTBYET aKTuBalus MexaHu3MoB penapauuu JHK, Takux Kak TreHbl
dboTOpeaKkTUBAIUH.

Pacrenus, B oTBeT Ha Y@ cTpecc, MOTyT aKTUBUPOBATh MyTh TMOEIN KIIETOK,
He3aBucuMo oT YD-doTopenentopa. 3anporpaMMUpOBaHHAs CMEPTh  KIIETOK
TAK)K€ W3BECTHA KAaK alloNTo3 M XOpOIIO H3y4YeHa Ha XKUBOTHBIX. Pa3Butne
aroITo3a y pPacTeHUW MMPOUCXOAUT HAMHOI'O MEIJIEHHEE, HO, YTO HUHTEPECHO,
MMEET MHOTO OOIIHUX KOHCEPBATHUBHBIX KOMITIOHEHTOB C AaroNTO30M >KHWBOTHBIX
(Danon et al., 2000). AnonToTn4eckasi 3aporpaMMHPOBAHHAs KIIETOYHAST CMEPTh
y pacTeHuUd B HacTosllee BpeMsi cuuTaercs (QyHIaMEHTaIbHBIM IPOIIECCOM,
MOCKOJIBKY OH WIPAe€T BAXXHYIO POJIb BO BPEMSI PA3BUTHS, B YCIOBHUSX PA3HOIO
po/ia CTpEccoB U B Mpoliecce cTapeHusi pacteHui. [loMuMo OOBIYHBIX CTUMYJIOB
pa3BUTHs, OMOTUYECKHE W a0MOTHYECKHE CTpEecCoBbIe (AKTOPhI, TaKUE Kak
uHpUIIMpOBaHUE MaTOr€HOM 15810 YO M3JTy4YCHUE BBI3BIBAIOT
3alporpaMMHPOBAHHYO KJIIETOUHYIO cMepTh Y pactenuii (Lam et al., 2000).

JHK sdaBnsiercss oAHOM M3 KIIIOYEBBIX MHUIICHEH Y O-HHAYIIMPOBAHHOTO
MOBPEXKACHUS KaK TMPOKAPUOTUYECKUX, TaK H JOYKAPHUOTUYECKUX KIETOK.
Heb6maronpusiTHOe BO3JEHCTBHE COTHEYHOW paUallid HA >KUBBIE OPraHU3MbBI B
OCHOBHOM CBSI3aHO ¢ HeOospmmM KoamdecTBoM Y®-B, gocruraromiero
MOBEPXHOCTH 3emMiM M morjomiaemoro kierounor JHK. nunbl BoaH Y®-A
meHnee dddextuBHbl s MHAYKIMK moBpexaeHus JIHK, mockoiabky oHM He
noryomatorcss  npupoanort  JIHK.  JIokyMeHTallbHO  MOATBEPAKIAEHO, YTO
yYBEIIMYEHUE COJIHEUHOTO Y®-B wu3mydyeHuss u3-3a UIUTEIBHOIO HMCTOLICHUS
cTpaToc(epHOTO O30HOBOTO CJIOSI MOXKET BJIUATh Ha CTAOWUJIBHOCTH T€HOMA
nonyisauui pacreHuid. Paznmuunsie Tunel nopexaenuid JJHK B oTtBer Ha YO-B

1SN0 YO-C U3JIy4YeHue BKJIFOYAIOT oOpa3oBaHue IUMEPOB
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HUKIOOyTHANUpUMUANHA, (6-4) (HOTONMPOAYKTOB, BHYTPH- U MEKMOJEKYJISIPHOTO
CIIMBAHUA, OKHCJICHHA TyaHMHa 10 8§-OKCOTyaHHWHA WWJIH Jake oO0pa3oBaHHe
neyxiuenoueddbx paspeiBoB JJHK (Molinier et al., 2008). O6pa3oBanue nuMepoB
HUKJIOOYTHIINMUPUMHUINHA COCTABIISIET NpUMEPHO 75% OT OOIIEro MmoBpexACHUS
JHK npu Y ®-uznyuenun.

PacreHuss TPUMEHSIOT TPU paA3JIMYHBIX CTPATETUU JJII MUHUMU3AIUU
noBpexaenus JHK, a umenno: myts (doTopeakTuBanuu, CHEHUPUUHBIN s
pacTeHuid, MyTh TJI00aTbHOW pemapaluy TeHoMa — HKCIU3MOHHAs penapanus
HYKJICOTHIOB, W romosiornyHas pekomOunHanus (Molinier et al., 2008). [Tyts
dboTopeakTHBAIMK 3aKII0YaeTCsl B OMOCHHTE3€ pa3IUYHbIX (POTONIMA3, HAIIPUMED,
y A. thaliana, ren UVR2 xomupyer ¢oromuazy (PHRI1), koropas aeiicTByeT
TOJILKO Ha JAUMeEpbI IukIo0yTmmupumuanaa (Ahmad et al., 1997), toraa kak rex
UVRS3 komupyet dotonuasy, cnenudpuanyio i 6-4 goronpoaykros (Nakajima et
al., 1998). Kak mumepbl HUKIOOYTHIIMHPUMHUINHA, TaKk U 6-4 (HOTONPOAYKTHI
MOTYT OBITH yHajJeHbl B TEMHOTE TIOCPEICTBOM SKCIM3HUOHHOW pemnapanuu
HYKJICOTH/IOB,  JHAOHYKJICOIMTUYECKOTO  PACIICIUICHUS,  BBICBOOOXKICHUS
MOBPEXKICHHBIX HYKJICOTHIOB U moBTOpHOTo cunTe3a renu JJTHK (Liu et al., 2000).

benku n munuAbl Tak ke SABISIIOTCSA MPAMBIMUA MULIEHAMHU Y @-B uznyuyenus.
[TockonbKy O€IKM CHUIIBHO TOTJIONIAIOT M3IYYEHUs C JJIUHON BOJHBI ~280 HM U
oonee, Y®-B MoxkeT BIMATh Ha apOMATHUYECKHE AMUHOKHUCIOTHI, TaKHe Kak
tupo3uH, ¢peHmnananud u tpunrodan (Khoroshilova et al., 1990). benku moryt
nojaBeprarbca  (QoroMoauUKaLMK,  HENOCPEACTBEHHO  4Yepe3  peakluu
(OTOOKHUCIIEHNS WU OMOCPEIOBAaHHO C TOMOIIbIO  (POTOUYBCTBUTEIHHOTO
npousBojacTBa ADK u cBoOoanbIX pagukanoB. Bozaeiicteue Y®-B npuogut
MOBPSKICHUIO (OTOCMHTETHYECKOro armapara, Bkmodas Pyoucko (Caldwell,
1993). Otu npsimbie 3DPeKkThl YacTO HAOIIOIAIOTCS MPU BBICOKOW IJIOTHOCTH
sHepru Y®-B U HHU3KOM COMyTCTBYIOUIEM (DOTOCHHTETHYECKH AKTHBHOM
nwanyuenun (Fiscus et al., 1995). Y®-B moBpexmaer puOOCOMBI, UHIYLHPYS
MEXMOJICKYIIPHOE CIIMBAaHUE MEXIY IIUTO30JbHBIMA PHOOCOMHBIMHU OelKaMHu,

pubocomubiMu Oenkamu xjoporutactoB U pPHK, Tem campiMm BpemeHHO
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MHTHOUpYsI TpaHCISIIUIO N ViVO. HecMoTpst Ha CHIDKEHHE CKOpOCTH (POTOCHHTE3A,
BOCCTAaHOBJICHHE 3aBEpIIACTCS K CIEAYIOUIEMY JHIO, a TaKXe He HalIogaercs
U3MEHEHUH B YPOBHSX XJOPOPIIIOB a U b, KApOTUHOUJOB WM OOIIKX OEIKOB
(Casati et al., 2004).

AOK uHIynMpyroTcs B OTBET Ha pa3inyHble OMOTUYECKUE U aOMOTHYECKHUE
crpecchl, Takke ADK npusHaHbl Kak BTOpUYHBIC CHTHaNbHBIC Mojekybl (Mittler
et al., 2011). Ilepemaua curnanos, omocpenoBanHas A®DK, npencrasiser codoi
CJIO)KHBI MEXaHW3M, KOTOPBIM 3aBUCUT OT HPUPOABI OTAEHbHBIX BUI0B ADK,
OanmaHca Mexny ¢(epmentamu, mnpoayuupyomuMu A®K, U OKUCIHUTENBHO-
BOCCTAaHOBUTEJIBHOTO COCTOSIHHS pa3M4HbIX aHTHOKcumanToB (De Tullio, 2010).
PacTtenust neMoHCTpupyloT NOBBILICHHBIH YypoBeHb A®K wu3-3a HapyieHus
MeTabOoIMYeCKON AaKTUBHOCTM U TOBBIIIEHHON AaKTUBHOCTH MEMOpaHHO-
nokann3oBaHHoM HAJI®H-okcupassl B orBeT Ha Y@-msnmydyeHue. Bricokoe
Bo3aeiictBue Y®-B-uszmyueHuss Ha pacTeHUs BbBI3BIBAET YCJIOBHS, MOAOOHBIE
OKHCIIUTEIIBHOMY CTPECCy, BO3HHUKaromeMy B pe3ynbrate naeuctsus ADK, u
XapakTep HKCIPECCHHd TEHOB, MPOSBISIEMBIH B O0OOMX YCIOBHSX, aHAJOTHYCH
(Kalbina et al., 2006).

JIydmuM u3ydeHHBIM TPSMBIM 3aIIUTHBIM MEXaHU3MOM PACTEHHUI B OTBET
Ha YO, sBnserca nuddepeHralibHbii CHHTE3 COeIUHEeHUM, noriomamnmx Y,
Takux Kak (peHonbl, (HIaBOHOMABI M TUAPOKCUIIMHAMUHOBBIC d(DUPBHI B JTUCTHIX
(Fronnmeyer et al., 1999). ®utoxuMudeckre UCCIICIOBAHUS PEAKIIUN PACTCHHUIA Ha
Y®-cTtpecc BBISBWIM MHIYKLIUIO Pa3IUYHBIX (PEHOJIBHBIX BEIIECTB, TaKMX Kak
CTHJILOCHOU B, KOTOPBIE MOTYT 3allUINaTh KJIETKH OT Y D-WHIYIHPOBAHHOTO
okucaurenabHoro moBpexaenus  (Kostyuk et al, 2008). Hawubombiias
KOHIIEHTpAIUS ATUX BEUIECTB HAXOAUTCS B SMUACPMATbHBIX U CYO3MUAEPMATBHBIX
CIIOSIX KIIETOK, KOTOpbIe d(PPEKTUBHO MOTIOMAIOT U CHIKAIOT TMPOHUKHOBEHHE
Y@ rnyoke B Me3obuibhbie kietku ucta (Fedina et al., 2010). Takum o6pazom,
ANUAEpMHUC OJOKUPYET MpPOHUKHOBEHHE OT 95 1o 99% nomanparomiero

ynbTpaduoneToBoro uaydenus (Robberecht et al., 1986).
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1.2. MexaHn3MBbl YCTOWYHUBOCTH PACTEHHUIT K Aa0MOTHYECKUM CcTpeccaM

JIist  ONTUMAaTBHOTO  POCTA, Pa3BUTHS W Pa3MHOXKCHHUS  PACTCHUSM
HEOOXOJMMBI CBET, BOJIA, YIJIEPOJ ¥ MHHEPAJIbHBIC BEIIECTBA. DKCTPEMAIIbHBIC
yCIIOBUSl (HW)KE WIIM BBIIIE ONTHMAIBHOTO YPOBHS) CHIDKAIOT POCT M Pa3BUTHE
pactenuii. HeGnaronpusitTHast cpena, BKIIOYAIOMIAasi SKCTPEMaIbHO BBICOKHE WU
HU3KHE TEMIIEPaTyphl, COJEHOCTh M 3aCyXy, CO3/IaeT CIIOKHBII HaOOp CTPECCOBBIX
yCJIOBHMA. PacTeHuss MOTYT OIIymaTh CTPECCHl M pearupoBaTh HA HUX Pa3HBIMU
criocobamu, BbIpabaThiBas yctoiuuBocth (Ahmad et al., 2015). Ouu «moMHST»
MpOIIOEe BO3JEHCTBUE aOMOTUYECKUX CTPECCOB M JaXe MEXaHU3Mbl HX
MIPEOAOJICHHUS] TAaKUM 00pa3oM, YTO PEaKlMU Ha MOBTOPSIOIIUECS CTPECCHl MOTYT
OBITh COOTBETCTBYIOIIIMM 00pa3oM ckoppektupoBansl (Hilker et al., 2015). Oxnako
OCHOBHBIE MOJICKYJISIPHBIC MEXaHU3MBI B IIE€JIOM OCTalOTCs HeusBecTHbI. Hanbomee
OUYCBHJIHBIC TIOCIICJICTBUS HEOJAroNMPHUATHBIX YCIOBHH CHadalia MPOSBISIOTCS Ha
KJIETOYHOM YpOBHE, MOCIE 4Yero HaOII0aloTCs (PU3MOJIIOTMUYECKHUE CHUMIITOMBI.
XOTsl TOCHEACTBHUSI JKaphl, 3aCyXH, 3acCOJEHHS U XOJoJa pPa3JIU4yHbI,
OMOXUMHUYECKHE PEAKIINH KKYTCs 00Jiee Wi MEHEe TTOXOKUMU. Tak jke BhICOKas
WHTEHCUBHOCTh CBETa W TOKCUYHOCTh TSDKENBIX METaVIOB  OKa3bIBAIOT
aHaJorMYyHOe BoO3JelcTBUE. TakuMm 00pa3oM, OYEBHUIHO, YTO aJlallTUBHBIC
CTpaTeTUU pacCTEHUWW TMPOTHUB  Pa3HOOOpPa3HBIX AOMOTHUYECKHUX  CTPECCOB
aHAJIOTUYHBI 10 CBOSH Mpupojae. OTO MOXKET CTaTh BAXHBIM KIOYOM K
MOBBIIICHUIO CTPATETHYCCKON YCTOWYUBOCTH CEIBCKOXO3SHCTBEHHBIX KYJIBTYpP K
KOMOMHUPOBAaHHBIM A0MOTHYECKUM CTPECCAM.

Pacrenuss yacto  copaBistOTCa € OBICTPBIMHM  KOJIEOAHUSMH U
HEOJAronmpusITHBIMUA ~ yCIOBUSAMH  OKPYXKalOIIeH cpeapl Oiaromaps CBOUM
BHYTPEHHUM MeTaboInyeckiuM Bo3MoxkHocTsiM  (Simontacchi et al.,, 2015).
M3MmeHeHuss BO BHENIHEH Cpele MOTYT BBIBECTH METa0OJIM3M pACTeHHM U3
rOMEOCTa3a U CO37aTh HEOOXOJUMOCTh IS PACTEHUS MPUMEHSTh HEKOTOPHIE
MepPeIOBhIE TCHETUYCCKUE W METa0OJIMYECKHE MEXaHM3Mbl B CBOCH KIICTOYHOU
cucreme (Gill et al.,, 2010). PacteHuss 001agar0T MHOXKECTBOM 3alllUTHBIX

MEXaHU3MOB, TPHOOPETEHHBIX B  XOJ€ OBOJIONUU 11 OOpeOBI €
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HEOIaronpUsTHBIMU 3Kojornyeckumu cutyarusmu (Yolcu et al.,, 2016). Dtu
MEXaHU3MBI BBI3BIBAIOT IIEPEMPOTrpaMMUpPOBaHIEe MeTabonm3Ma B kietkax (Bolton,
2009) pmnsa  oOnerdyeHuss PYTUHHBIX OMO-(PU3UKO-XMMHUYECKHX IPOIIECCOB,
He3aBHCHMO OT BHerHero Bo3aeicTeus (Mickelbart et al., 2015).

[locae  BOCHPHSITHS  CTPECCOBBIX  CTUMYJIOB  PACTCHUS  MPOSIBIISIOT
MTHOBEHHYIO U 3QPEKTUBHYIO pPEaKIMI0, YTOOBI HHUIIMUPOBATh CIOXKHBIA CTpECC-
cnenuduuecknii curHanbHbIM Kackan (Chinnusamy et al., 2004). 3ammra,
BOCCTAQHOBJICHHE, AKKIUMATH3alWs W aJanTalys - OCHOBHBIC KOMITOHEHTBI
peakimu pacTeHmss Ha crpecchl. CuHTe3 (GUTOrOopMOHOB, Takumx kKak ABK,
’KaCMOHOBAsi KHCJIOTa, CalUIlIoBas kuciaora u stwieH (Todaka et al.,, 2012),
HakoryicHHe (GeHoMbHBIX KUCIOT U (uaBoHoumoB (Tiwari et al., 2013), a Tak xe
BBIPA0OTKA PA3IMIHBIX AHTHOKCHIAHTOB M OCMOJIMTOB, aKTUBAaIHs (aKTOPOB
TPAHCKPHIIIIUN HWHHUIUUPYIOTCS BMECTE C OSKCIPEeCcCHUel cTpecc-CrerupuaHbIX
T'CHOB JIUIsl CO3/IaHUs COOTBETCTBYOMIEH crcTembl 3amuThl (Atkinson et al., 2013).

PacTeHHsT TOHKO 4YYBCTBYIOT, aJaNTUPYIOTCS WM CTaparoTcs wu30eratb
MEHSIOINXCA YCIIOBUM OKpyKaromen cpenpl. WX BOCHpUATHE CTUMYJIOB
OKpYXKalolel cpeapl M peakuuss Ha aOWOTHYECKHE CTPECChl BKIFOYAIOT
MeTaboIyecKre MEPEKPECTHBIC B3aUMO/ICHCTBHS B pa3IMYHbIX
OMOCHHTETHUYECKUX CETSAX M MyTSIX. JTO CIOXKHOE SIBJICHHE, KOTOPOE BKIIOYAET B
ceOs TUHAMHUYECCKHE WM3MCHCHUS B pEATbHOM BpPEMEHH Ha T'E€HETHYCCKOM,
TPAHCKPUIITOMHOM, KJIETOYHOM, METa00JIMYECKOM M (DU3HOJIOTUYECKOM YPOBHSIX
(Atkinson et al., 2012). I'maBHbIM ¥ TPSIMBIM BO3ACHCTBHEM CTpecca 3acyXH,
XOJIOJIa, COJICHOCTH U JKapbl SBJSIETCS CO3JaHHME YCIOBHH neduIuTa BOIBI B
KJIETKaX C TMOCICAYIOIIMM TapaUIeIbHBIM — PAa3BUTHEM  OHOXUMHYCCKHX,
MOJICKYJISIPHBIX U (PCHOTHIUYESCKUX peakiuii Ha ctpeccel (Almoguera et al., 1995).
Y CTOWYUBOCTD, 3aIIUTa WIH BOCIIPUUMYHUBOCTH K CTPECCaM — 3TO JMHAMHUYECKOE
COOBITHE, BKITIOYAIOIEEe HECKOIBKO CTAIM Pa3BUTHS PACTCHUSI.

ITOBBILIEHHBIN YPOBEHb COJIEH, NPUCYTCTBYIOIIMX B II0YBE, BPEACH IS
pPaCTUTENIBHBIX KJIETOK M KJICTKH pa3HbIX TKAaHEH I0-pa3HOMY pearupyroT Ha

cTpecchl, BbI3BaHHBIC 3acoiieHHeM (Voesenek et al., 2008). IloxBepxxeHHBIC
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CTpecCy KJIETKH, HE3aBUCUMO OT MX MECTOTOJIOXKEHHS, OyIh TO Ha TIOBEPXHOCTH
KOpHSl WJIH BHYTPHU TIyOOKHX TKaHEW, BIHMSIOT Ha CBOMX COCEICH W BBI3BIBAIOT
U3MEHCHHEe B TATTEPHE OKCIPECCMM WX TEHOB B  TEUYCHHE  BCEH
npoaospkutenbHocTH crpecca (Dinneny et al., 2008). 3aconeHue BbI3BIBACT
CHIDKCHHE YPOBHSI apOMAaTHYECKUX aMHUHOKHCIIOT, TAKMX KaK IMCTEHH, apTUHUH U
METHOHMH. HakoruieHne mpoiiMHa B KJIETKaX — XOPOIIO H3BECTHAs CTpaTeTus
00prObI ¢ costeBbIM ctpeccom (Matysik et al., 2002). TouHo Tak ke oOpa3oBaHue
okcuna a3zota (NO), akTuBanMsg aHTHOKCHIAHTHBIX (PEPMEHTOB M COCIUHEHUM,
MOJYJISIMSI TOPMOHOB, HAKOIUICHWE TJIMIWH OeTanHa U IOJIMOJIOB — 3TO TOJBKO
HEKOTOpBIC U3MEHEHUS B PACTEHUAX M3-3a cTpecca 3acoiienus (Gupta et al., 2014).

Uro  KacaeTcsi  TEIUIOBOTO  CTpecca, OH  CTAaHOBUTCA  BaKHOM
CEeNbCKOXO3SMUCTBEHHOW  MPOOJIEMOW, TIOCKOJNBKY OH IJIOXO BJIHSIET Ha
yposkaitHOCTh. [1oBBIIIEHNE TeMIIepaTypbl OTPUIIATEIIHLHO CKa3bIBaeTCsl Ha MOpdo-
AHATOMHYECKUX,  (PU3UOJOTMUYECKUX, OHOXMMHYECKUX U  TEHETHYECKUX
u3MeHeHusix pacteHui. IloHnmanue (QU3MOIOrMYECKUX pEeakUuid pacTeHUl u
MEXaHU3MOB yCTOMYMUBOCTH K BBICOKOTEMIIEPATYPHOMY CTPECCy TO3BOJUT
yIYYIIATh OIX0bI U AajbHElIe pa3pabotku B pactenueBoactee (Wahid et al.,
2007). Crpareruu CHWXEHUs TOCJIEACTBUU TEIJIOBOIO CTpecca Yy pacTEeHUi
BKITIOYAIOT AKTUBAIIMI0 MEXaHHW3MOB, KOTOpbIE MOIICPKUBAIOT CTAOMIBHOCTD
MeMOpaH ¥ WHAYKIUIO KacKaJloOB MHUTOTCH-aKTUBUPYEMOW IPOTEMHKUHA3BI H
KaJbIuii-3aBucumoii  mporennkuHasel  (Wang et al., 2006). Kpome Toro,
yrunusanusgs A®K, HakolieHME aHTHOKCHJIAHTOB M OCMOJIMTOB, TIepeada
CHTHAJIOB IIIAlIEPOHOB W MOJIYJSIMS TPAHCKPUIIIIMK — OTO OINPE/ICICHHBIC
napajuIeJbHbIC JCHCTBHS, KOTOPHIC IMOMOTAIOT KJIETKaM BBIICPKHBATh TEIIJIOBOMH
crpecc (Wahid et al., 2007).

@dUTOrOPMOHBI, WMEIOIIME PEIIAIONIee 3HAYCHHE Ui POCTa M PA3BUTHUS
pacTeHMil, Tak K€ WIPAlOT BAXHYIO POJb B YCTOMYMBOCTH K aOMOTHYECKOMY
ctpeccy (Wani et al., 2016). ITpoduiu sKkcpeccuu TeHOB MOKa3ajM, 4To mepeaaya
CUTHAJIOB, TaKWX KaK KWHA3bl, TPAHCKPUIIIUOHHBIC (akTopsl u (G-Oenku, B

OCHOBHOM perynupyercss ropmoHamu (Depuydt et al., 2011). IIpeobnaxarommmu
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CUMTAIOTCS IyTH pEaKIMU Ha abuoTudeckuit crpecc, ocHoBanHble Ha ABK. [Ipyrue
3alMTHBIE NyTH, OCHOBAHHBIE HA CAJIMUIMIIOBOM KHCIIOTE, )KACMOHOBOM KHCIIOTE
WIM 3TUJIEHE, TAK)KE BBI3BIBAIOT Y PACTCHUN PEAKUMIO Ha aOMOTUYECKUN CTpecC.
Hampumep, 3anyck npoaykiuuu A®K 118 MuUHUMH3AIMU TOTEPh BO BpeMs
abMOTHYECKOTr0 CTpecca MOKET IMPEAOTBPATUTh aTaKy pPacTECHHM OHOTPOGHBIMU
NaTOreHaMH, HO JelaeT pacTeHusl OoJee YI3BUMBIMH JJIi HEKPOTPO(PHBIX
naToreHoB. Jlpyroit (QUTOrOpMOH, >KacMOHOBas Kucjiora, 3¢dexTuBHA A
3alIMTHBIX peakiuii Ha HekpoTpodubie matorennsl (Matilla et al., 2010).

B  ycnoBusx  aOMOTHYECKOTO  CTpecca  pacTeHHs  JAEMOHCTPUPYIOT
MOBBIIIICHHBI CHUHTE3 BTOPUYHBIX META0OJUTOB, TAaKUX Kak MOIU(EHONBI, YTO
IIOMOTaeT  pPAcTEHHsIM  CHPABIATBCA € M3MEHEHMSMH  OKpYy)Karolieu
cpenpl. OeHOIbHBIE COENMHEHUSI JEHCTBUTENIBHO MPHUJAIOT pacTeHUsIM OoJee
BBICOKYIO YCTOMYMBOCTh K pa3IUYHBIM CTPECCOBBIM YCIOBUSM, TaKHUM Kak
TSDKEJIbIE METaJlIbl, 3acOJIeHHEe, 3acyxa, TemIepaTrypa, necTuuuasl u Y-
u3nyuenue (Ancillotti et al., 2015). Pactenusi, pactymiue B CTPECCOBBIX yCIOBHSX,
00J1aJ1al0T CIIOCOOHOCTBIO CHUHTE3UPOBATh 00JbIe (DEHOJIBHBIX COCIMHEHUHN IO
CPaBHEHHIO C PACTCHHUSIMH, PACTYIIMMH B HOpMalIbHBIX ycimoBusx (Selmar, 2008).

OOpaboTka pacTeHUd aOMOTHYECKUM CTPECCOM MPUBOAMT K HAKOIUICHHIO
pa3iauyHbIX (EHOJBHBIX COEOUHEHHMH, KOTOpble, TOMHUMO IPOYEro, MOTYT
ynaBimuBath A®K, 4YTO NPUBOAUT K CHUKEHUIO TIEPEKUCHOTO OKHUCIICHUS
KIeTouHblx MemOpan (Schroeter et al., 2002), tem cambiM 3amuinas KJICTKH
PacTeHUN OT BPEIHOI0 BO3JECUCTBUS OKUCIUTEIBHOTO CTPECCa. bopIIon rpymmon
(EHONMBHBIX COCTUHEHHUHN SBIAIOTCS (PEHWIPONAHOUIBI, WX IMyTh OWOCHHTE3a
aKTUBUPYETCS B YCIOBUSX aOMOTHYECKOTO CTpecca (3acyxa, TsKelble MEeTalbl,
3aCOJIeHHE, BBICOKas/HU3Kas TemriepaTypa u Y@ H3lIydeHue), U peryaupyercs c
TIOMOIIBI0 M3MEHEHHSI aKTUBHOCTH PA3JIMYHBIX KITFOUEBHIX (PEPMEHTOB, TAKUX KaK
dbenunananna ammuak-nuraza (PAL, EC 4.3.1.24) u xankoncunraza (CHS, EC
2.3.1.74). TloBblmeHHAS TPOU3BOAMTEIIBHOCTD (DEPMEHTOB TAK)KE COIPOBOXKIACTCS
MOBBIIIICHHEM YPOBHsI TPAHCKPHUIITOB T€HOB, KOAUPYIOMIMX KIIIOUEBHIE (hePMEHTHI

OmocuHTe3a  ¢eHmmponanonnoB, Takue kak PAL, C4H (uuaaamar-4-
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rugpokcuiasa), 4CL (4-xkymapar CoA-nmrasa), CHS, CHI (xankoH-uzomepasa),
F3H (dmaBanon-3-rumpokcunaza), F3'H (¢pmaBononn-3'-ruapokcunasa), F3'5'H
(pmaBonona-3'5'-runpokcunaza), DFR (aurumpodaBonon-4-pemykrasza), FLS
(bnaBononcunTaza), IFS (uzodmaBon-cuuraza), IFR (u3odnaBoHpenykrTaza) u
UFGT (UDP-dmaBonouna-rimko3untpanchepasa) (Gharibi et al., 2019).
OeHUIIPONaHOUIHBIA MyTh SABISETCS Hawboyiee W3YYCHHBIM ITyTeM
BTOPUYHOTO MeTaboIM3Ma y pacTeHUN. PacTeHus, Haxoasamuecs: B SKCTPEeMaIbHbIX
YCIIOBHSIX OKPYKAIOIeH Cpeabl YBEIIMYUBAIOT YCTOWYUBOCTh K CTpEccaM 3a CUET
HAKOTUICHUsT ()EHOJBHBIX COCAMHCHUN. AOWOTHUYECKHE CTPECChl aAKTUBUPYIOT
KJICTOYHBIC  CHUTHAJIBHBIC  TPOIECCHl, YTO  NPHUBOAUT K  AKTHUBAIUU
(beHmImponanonIHOTO yTH. [TOBBINNIEHNE YCTOWYUBOCTH PACTEHUN KOPPEIUPYET
C MHO>XECTBEHHOM (yHKIIHMEH MOIu(PEHOJIOB B PACTEHHSIX, B OCHOBHOM COCTOSIIICH
B ux crnocooHoctu nornomate ADK w/mim cnocoOHOCTH HEKOTOPBIX KJIACCOB
noJu(EHOJIOB 3alUINAaTh PACTCHHsS] OT YPE3MEPHOTO CBETa, TaKoro Kak YO

(draBoHOMIBI) M BUAMMBIH cBeT (aHTomMaHbl) (Sharma et al., 2019).
1.3. PoJib ¢cTHIH0EHOB B YCTOMYHMBOCTH PACTeHHIT K a0MOTHYECKHUM CTpeccaM

[TomudeHonsl wWrparoT BaXXKHYIO pPOJb B YCTOMYMBOCTH PACTEHHH K
a0MOTUYECKUM CTPECCOBBIM (pakTopaMm OKpykaroumed cpenpl. B dacTtHOCTH,
aHTOIIMAHBI, (DIIABOHOJIBI U CTHUJIHLOCHBI WIPAIOT BAXKHYIO POJIb B METa0OJIM3ME
pacTeHuii Giaromapst cBouM ocoberHocTsM (Samec et al., 2021). AHTonmaHsI
ABJIAIOTCS ~ HATypaJdbHBIMM  KpAaCUTENsIMH, OOJAalOT  aHTUOKCHUAAHTHBIM,
IPOTUBOMHUKPOOHBIM M aHTHKAHIIEPOT€HHBIM JEWCTBUEM, OKa3bIBAIOT 3aLIUTHOE
NEHUCTBUE HA CEPACYHOCOCYIUCTYI0 CHCTEMY 4YEJIOBEKa W UCIOJIb3YIOTCS B
MAIEeBOH ¥ (apManeBTHUeCKoi mpoMblnuieHHocTH (Samec et al, 2021).
®naBoOHOABI — 3TO TOBCEMECTHBIM Kiacc (IaBOHOUIOB ¢ (YHKIUSIMHU
dboTo3amMTHl U KONMUTMEHTAluu (BMecTe ¢ aHTonuaHamu). CTHIBOEHBI — 3TO
(buTOANEKCUHBI, KOTOPE COJEP’KaTcs BO MHOTMX BHUAAX PACTCHHH HECBSI3aHHBIX

ceMeicTB. OCHOBHOM CTUJILOGH, pe3BepaTposi, 00JagaeT aHTUOKCUJAAHTHBIMU U
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IPOTHBOOIYXOJICBHIMA ~ CBOMCTBAMM, a TaKKe MPOTUBOBOCHAIUTEILHOW H
Kap IMOIIPOTEKTOPHO aKTHBHOCTHIO (Samec et al., 2021).

Bce (QeHonbHBIE COeNMHEHUS  CHHTE3WPYIOTCS W3  aMUHOKHCIIOTHI
bennnananuda o genuanponanougHomy nytu (Sparvoli et al., 1994), rne PAL
SBIISICTCS TIEPBBIM (pepMeHTOM B 3TOM myTH. (DeHHIATAaHWH, B CBOIO OYEPE.b,
SBIISICTCS TPOJYKTOM METa0oM3Ma IMUKUMOBON KHCIIOTBI, KOTOpas CBSA3bIBACT
YIJIEBOJAHBIN OOMEH ¢ OMOCHHTE30M apOMAaTUYECKUX aMHHOKHUCIIOT M BTOPHYHBIX
MeTtabonutoB. OOMil MyTh PEeHUITPONIAaHOUIOB MTOKa3aH Ha puc. 1. B pe3ynbrare
ATOrO0 IYTH MOTYT OBITh TOJYYCHBI JIBa OCHOBHBIX KJlacCa COCIWHCHUH:
¢daBonouab! (¢ momornipio CHS) u ctunbbensr (¢ momompro STS, EC 2.3.1.95).
[Tyte (praBOHOMIOB MPUBOAUT K CHUHTE3Y Pa3IMYIHBIX KJIACCOB METaOOJIHTOB,

TaKHX KaK (bHaBOHOJIBI, (1)JIaBaH-3-OJ'IBI, IMPOAHTOIMAHUAWHBI 1 aHTOIIUAHLI.

Ak PAL
HO —» HO N
O

)
phenylalanine cinnamic acid

C4H

p coumaric acid
flavonoids

4C L
COAS\'(\/Q/ malonyl CoA

4- coumaroyl -CoA

/

stilbenes
Pucynok 1 — ®ennnnponanonusiii myts. PAL, ¢pennnananun ammuak-nuasza; C4H, nuanamat-

4-runpokcunasa; 4CL, 4-kymapun: KoA-nuraza; CHS, xankon-cunarasa; STS, cTuinpbeHcrHHTa3a

(Flamini et al., 2013).
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@D1aBOHOUIBI COAEPKATCS BO BCEX BBICIIMX PACTEHUSAX, & CTUIHOCHbI
BbIPa0aTHIBAIOTCS JIMIIb HEKOTOPHIMU BHAaMU. CTUIBOCHBI — 3TO BTOPHYHBIC
MeTabOIUTHI PACTeHHI, COCTOSIINE U3 IBYX (DEHOJIBHBIX (PParMEHTOB, CBSI3aHHBIX
MOCTHKOM Cp. DTH COeIMHEHUS IPOLYLIMPYIOTCS BUAAMU U3 PsAJia HEPOJACTBEHHBIX
CEMEICTB TOJOCEMEHHBIX M MOKPBHITOCEMEHHBIX pacTeHuil, Bkioudas Pinaceae,
Cyperaceae, Vitaceae, Polygonaceae, Betulaceae, Fabaceae, Poaceaec u np.
(Dubrovina et al., 2017).

STS u CHS sBnsioTcst OJIM3KOPOJICTBEHHBIMH (EPMEHTaMHU, KOTOPBIE
CHelM(PUUECKH KOHTPOJIMPYIOT OuOCHMHTE3 (IABOHOMIOB U  CTHJIBOEHOB
cootBeTcTBEHHO. STS »sBomonmonupoBan y Beicliux pactennii n3 CHS B
pe3ysibTaTeé HECKOJbKHUX 3aMEH aMUHOKHUCIIOT, B pE3yJbTaTe€ 4Yero CHHTE3
NEPEKITIOYMIICS C XaJIKOHOB Ha CHMHTE3 cTuiibOeHoB (Braidot et al., 2008). ITomo6HO
CHS, STS ocymecTBiaser Tpu peakuud KOHICHCALMH, B PE3YyJbTATe KOTOPBIX
oOpa3yercsi pe3BepaTposl WM NUHOCUIBBUH, B 3aBUCHUMOCTH OT cyoOcTpaTa. B
peakiuu STS KoHIIeBast KapOOKCHUIIbHAS TPYMIA YAAISIETCS 10 3aMBIKaHUS KOJIbIIa
A, 9TO BBI3BIBACT JAPYro€ CBOPAUYMBAHHE KOJbIIA B PE3BEPATPOIC MO CPABHEHHIO C
TeTparujipokcuxaikonoM, npoaykrom CHS. Takum o6paszom, CHS wu STS
KOHKYPUPYIOT 32 OJTHU U T€ XK€ CyOCTpaThl U KOHTPOJUPYIOT TOUKH BXOJa B IMyTH
¢1aBoHOMI0B U CTHIIBOEHOB cooTBeTcTBeHHO (Schmidlin et al., 2008).

STS HenmocpenCTBEHHO KAaTAIM3UPYET PEaKIU0 00pa3oBaHUs pe3Beparposia
WIA THHOCUJIBHHA, KOHJIEHCUPYS TPH MOJIEKYJIbI MaloHUI-KOA 1 oHy MoJeKyty
kymapomi-KoA (mns pe3Beparposia) ik OJHY MOJIeKyly nuHHamoun-KoA (mms
MMHOCWJIbBHHA) ¢ 00pa30BaHUEM OCHOBHOM CTPYKTYPHI st cTHIILOeHOB (Austin et
al., 2004). Ctunb0eHBI, HAIPUMEP MpPaHc-pE3BEPaTPON, MOTYT B JaJIbHEHIIIEM
MEeTa0OIM3UPOBATEC C O00pa3oBaHMEM JPYTUX CTHIBOCHOB, TaKWX Kak
NTEPOCTHILOCH, IyTeM  METWJIMPOBaHUS  pe3Beparpoiia  pe3Beparpoi-O-
MeTHITpaHc(epa3oi; MUIEHI MOCPEIACTBOM INIMKO3WIMPOBAHUS pE3BEpaTposia
rimuko3witpancepazamu (Hall et al., 2007); niu BuHH(EpUHBI TyTeM OKHCICHHUS

pe3BepaTposta nosmpenonokcuaasoi (Dry et al., 1994).
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Y pacteHuii CTWIBOEHBI NEHCTBYIOT Kak (HUTOATEKCHHBI, TO €CTh Kak
3alTUTHBIC CPEJICTBA OT PA3IMYHBIX OMOTHYECKHUX cTpeccoB. Hampumep, ux poJib B
Ka4eCTBE KOHCTHUTYTHUBHBIX HJIU WHAYIUPYEMBIX MPOTHBOIPUOKOBBIX 3aIUTHBIX
COeIMHCHMI Oblia MoKa3aHa [l pacTeHMM, TakuX Kak BuHorpan Vitis vinifera L.
(Wiese et al., 1994), copro Sorghum bicolor (L.) Moench. (Yu et al., 2005) umu
apaxuc Arachis hypogaea L. (Sobolev, 2008). OcHoBHBIMH CTHUIBOCHAMH
BUHOTPaJa SBJSIIOTCS yuc- U mpanc-pe3separpod (3,5,4'-TpUruapoKCUCTHILOCH),
pe3Bepatpon-3-O-B-D-rmukornupanosuy  (muuewnn), nwuneatannon  (3,4,3,5'-
TETPAruAPOKCU-MPAHC-CTAIILOCH) M OJIMTOMEpPBI pe3Beparposiia (BUHHU(EPUHBI)
(Bavaresco, 2003). M3omMepHbIe U TIIMKO3WJIMPOBAaHHBIC (DOPMBI pe3BEpaTposia U
nuIleaTaHHOIA,  Takhue  Kak  pe3Beparposio3upa,  pesBepatpos-4'-O-B-D-
TJIMKOTTUPAHO3U]] ¥ TIPOM3BOIHBIC PE3BEPATPOIIa IU- U TPUTITMKO3U/IA, TAKKE ObLTH
oOHapyXeHBI B CIICJIOBBIX KoimdecTBax B BuHOrpazae (Castellarin et al., 2012).
[muko3unMpoBaHUEe CTHIIBOCHOB CIIOCOOCTBYET XpaHCHHIO, IEPEMEIICHUIO,
MOJYJIALIMA TPOTHBOIPUOKOBOM aKTUBHOCTH M 3alllATE OT OKHUCIIUTEIBHOU
JIeTpaIallnu.

Bunudeprnsl  CHHTE3UpYIOCS MYTEM OKHUCJICHHS  pe3Beparpona  4-
THJIPOKCUCTUIILOCHIIepoKcHIa3aMu. Hanbonee 9acTo BCTpEUArOMIMMHUCS W3 HHUX
SBJIIOTCSL  O-BUHU(EpUH (IMKIMYECKUN JETHIpOTpUMEp pe3Beparpoiia), f-
BUHU(PEpUH (LUMKJIMYECKUI JAeruapoTeTpamep pe3BepaTposia), p-BUHU(DEpUH
(BBICOKOTIOJIMMEPU30BAHHBIN OJUTOMEDP pe3BepaTpotia), o-BUHU(pEpUH (HU30MeEp
JNETUAPOANMEpPA PE3BEpaTposia) W e-BUHUGEPHH (IIUKIUYCCKUA JIETHIPOTUMED
pe3Bepatposia). CuHTe3 e-BUHM(pEpUHA W O-BUHU(]EpHHA TaKXKe MOXKET ObITh
WHIYIIMPOBAH pa3jinyHbIMU maToreHamu u Y d-oomyuenuem (Pezet et al., 2003).
JluMepbl W OJUTOMEpPHI pe3BepaTposia 00pa3yroTCs ITyTEM OJMTOMEpPU3AINN
mpanc-pe3BepaTposia, W HUCIOJB3YIOTCA B KAaueCcTBE AaKTHMBHOW 3alllUThl OT
OK30TCHHOH aTaku WJIA BBIPaOATBIBAIOTCS BHEKJICTOYHBIMU  (EPMEHTaMH,
BBICBOOOXKIAEMBIMUA TIATOTCHHBIMA MHKPOOPraHU3MaMH B IIOMBITKE YCTPAHHUTH

HeXxesarenbHble Tokcnunbie coeauaenus (Cichewicz et al., 2000).
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['ensr STS OOBIYHO TpECTaBIICHBI HEOOIBIIUMU CEMEHCTBAMU T'€HOB, HO B
V. vinifera STS mpeicraBieHbl MyJIBTUTCHHBIM CEMEHCTBOM W3 48 reHOB, n32 u3
HUX SBISIOTCS (YHKIIMOHAJIBHBIMH, OJHAKO (DYHKIIMM OSTHUX TEHOB 10 KOHIA
OCTalOTCS HEW3BECTHBIMH. STS uMEIOT pa3nuuuss B  aMHUHOKHCIOTHBIX
MIOCIIEIOBATEIBHOCTSAX, a TAaKXKE PA3NUYAIOTCS YPOBHEM 3KCIPECCHU T'€HOB, YTO
npeanonaraeT  (QyHKIMOHAIBHBIC  pa3jMuuds W BO3MOXKHBIC  Bapualluu
(dbepMEHTaTUBHOM aKTHBHOCTH Cpeay pa3HbIX npenctaButenei STS (Parage et al.,
2012).

[Tyt GuocuHTE3a CTHILOGHOB B PACTEHUSX AKTUBUPYIOTCS TOJIBKO B OTBET
Ha MHUKpPOOHBIE WH(PEKIMH W JAPYTHE DKOJIOTHYCCKHE HHAYKTOPHL. [ €HOTHUI |
OHTOT€HE3 pacTeHUM, (HaKTOPbI OKPYKAIOIIEH CPEIbl, B TOM YKCIie OMOTUYECKON U
abMOTHYECKON MTPUPOJIBI, a TaK K€ OAlaHC MUTAHUS KOHTPOJIHUPYIOT U PETYIUPYIOT
OWocuHTEe3 BTOPUYHBIX MeTabonmToB B pactenmsx (Lerdau et al., 2011).
PerynupoBanue OMOCHMHTE3a BTOPUYHBIX META0OJMTOB PACTEHUM JOCTHTaeTcs 3a
cuer crenuduueckux (aKTOPOB TPAHCKPHUIIINUA, KOJAHPYEMBIX HECBI3aHHBIMH
OMOCHHTETUYECKUMH KJIACTepaMH TE€HOB, KOTOPBIE PETYIUPYIOT Ppa3IMdHBIC
(bU3HONIOTHYECKHUE TIPOIIECCHl, U B IIEJIOM PEarupyrT Ha CUTHAJBI OKPYKAIOIICH
cpenbl, Takue Kak pH, Temmeparypa, mnHTaHWe. AKTHBHOCTh (DaKTOpOB
TPAHCKPUIIIIMKA  PETYJUPYeTCs  BHYTPCHHHMMH  CHTHaJaMH,  HampuMmep,
pPacCTUTEIHHBIMA TOPMOHAMH, WJIM BHEITHUMHU CUTHAIAMH, TAKUMHU KaK MUKPOOHBIC
BO3AEUCTBUS WK Y D H3IydeHHE.

CrunpOeHpl  00JAAIOT IMIUPOKUM CHEKTPOM OHOJOTUYECKH aKTUBHBIX
cBoiicTB. Heckombko mccemoBanuii in Vitro mokasaiu, 4To pe3Beparpoti o0jiaaaer
IIPOTUBOPAKOBOM, AHTHUOKCHUJIAHTHOM, MPOTUBOBOCHAIMTEIBHOW, KapAHO- U
HEHPOMPOTEKTOPHONH  AaKTHUBHOCTBIO, a TaK JKE€ TIOJABISAET  arperamuio
TPOMOOIIMTOB, YTO CHW)KAET PUCK TpoMOooOpa3oBanus (Bavaresco et al., 2012).
[Itepoctunsben (3,5-1uMeTOKCU-4'-THAPOKCUCTUITLOEH) — 3TO TUMETUIIUPOBAHHOE
MIPOU3BOJIHOE PE3BEPATPOSIa C MOBBIIMICHHON (YHTMTOKCHYECKOW aKTUBHOCTBIO IO
otHomeHn0 K ero npeamectBeHHuky (Castellarin et al., 2012). [Tumneatannosn

onoxupyer LMP2A, BupycHyi0 MNpOTEHH-TUPO3UHKHHA3Y, YYacTBYIOIIYIO B
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pa3IMYHBIX 3a00JIEBAaHMSAX, CBSI3aHHBIX C BUpycoM JminteiHa-bappa (Geahlen et
al., 1989), a Takke OKa3bIBACT MOJOKHUTEIBHBIN 3P PEKT Mpu Tepanuu MeITaHOMBI
genmoeka (Larrosa et al., 2004). CymecTtByeT OTpOMHBIM HWHTEpEC K UX
NOTEHUUAIBHON IOJIb3€ AJIS 370POBbs, a TaK K€ JJIs MOBBIILIEHUS YCTOMYMBOCTH
pacTeHuil k Oone3HsM. B TeueHne nocieqHux AeCITHUIETU OIPOMHOE KOJIMYECTBO
UCCIIEJOBAaHUM OBLJIO HAIpPaBJIEHO HA BBIIEICHHUE, ONPEACICHUE CTPYKTYpbl U
onpeseneHue OHOJOTUYECKOW aKTUBHOCTH CTWIbOeHOB. TeM He MeHee,
noJipoOHbIe MYTH U PEryIrpoBaHHE OMOCHHTE3a 3THUX COCIUHEHHM, U 0COOCHHO
CJIO’KHBIN MEXaHM3M PETYJISALNU U KCIPECCUU F€HOB HEM3BECTHBI. Tak 4TO MOUCK
COOTBETCTBYIOIIMX (PEPMEHTOB, TEHOB, a TakXKe BIUSIHHE aOMOTUYECKUX U
OMOTHYECKHUX CTPECCOB, UMEET OOJIBIIOE 3HAUCHUE I ONPEEICHUs MOAPOOHBIX

HYTGI‘/JI OnocuHTE3a CTUIILOCHOB 1 IIOHUMAaHHUS peryisioun uX MeTaboaM3Ma.
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I'IABA 2. MATEPUAJIBI U METObI
2.1. PacTuTeIbHBIH MaTepUaJl U YCJIOBUSA BbIPAallUBAHUS

Jlnst skcriepuMeHTOB Oblta oToOpaHa xBos 15-20-nerneit enu Picea jezoensis
(Lindl. et Gord.) Fisch ex Carr.,, pacTymeii B €CTECTBCHHBIX YCJIOBHUSAX B
borannueckom cany-uacruryte [IBO PAH (Poccus, BraguBoctok, 43°1327.6"
c.m. 131°59'29.4" B.1.).

[ToGern ¢ smcThAMU JHWKOpacTymiero BuHOTrpama Vitis amurensis Rupr.
(Vitaceae) Obut 0TOOpaHBI B MPUPOTHOMN MOMYNISIMU OJU3 Topoaa BiaguBocTox,
Poccus. Momoasie mobern V. amurensis Obutn coOpanbl B okTsiOpe 2016 1. u
pa3geneHbl Ha OTAECIbHBIE MOJIOABIE YEPEHKHU JJIMHOM 7—8 CM C OJHUM 340POBBIM
JUCTOM, KOTOpbIE€ B TMOCIEAYIOIIEM OBbUIM HUCIHOJB30BaHbl ISl CTPECCOBOU
00paboTKH.

Kynbrypa kietok BuHOrpaga V.amurensis V2 u kierounas juaus KAO,
KOTOpas Oblia TpaHC(OPMHUPOBAHA TOJILKO F€HOM HEOMHUIIUH (hochoTpeHchepasbl
Il (nptll — ren ycroWumBocTH K KaHamuimHy (Km)), ObulM paHee MOTydYCHBI
corpyaHukamu jaboparopun omorexHonoruu (Kiselev et al., 2013a; Aleynova-
Shumakova et al., 2014). Knerounblie JIMHUM BUHOTPaga KyJIbTHBHPOBAIH C 35-
JTHEBHBIMU HMHTEpBaJlaMU CYOKYJbTUBHUpPOBaHUSA B TemHoTe mnpu 24 + 1 °C B
npobupkax (Beicota 150 MM, BHyTpeHHUW auameTp 15 MMm) ¢ 8 MI pactBopa
TBepaoi cpeapl Mypacure u  Ckyra (MS, Murashige et al., 1962),
MoauduuupoBaHHoi ¢ gobasieHueM 0.5 mr 6-0enzunamubHonypuna (BAII) nHa
auTp, 2 mr a-HadramykcycHou kucnotel (AHY) u 5.5 r va outp arapa (W B/A,
Dubrovina et al., 2010).

JIns momydeHus TPAaHCTEHHBIX PAaCTEHUH MCIOJIB30BAINA PE3yXOBUAKY Tams
A. thaliana skotuma Columbia. CeMeHa AMKOrO THIA W TPAHCTCHHBIX PACTCHHMA
BhIpanuBaiii Ha cpene MS 06e3 ¢uroropmonoB, ¢ 50%-conepkaHueM
MaKpO/MUKPOCOJICH, XenatoB W caxapo3bl. Cpema Obuta pasnura IO YaliKam
[leTpu, Takke cpema Ansi TPAHCTEHHBIX pacTeHHM cojieprkana aHTHOMOTHK Km B

KoHUeHTpauu 50 Mr Ha JuTp cpenbl. Yepe3 Hemeno pacTeHHsl NEPEeHOCHUIIU B
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I'PYHT W BbIpanuBaiu npu Temieparype 22 °C ¢ dhoronepuogom 16 4 geHb u 8 4

2 -1
HOYb, ITPU UHTEHCUBHOCTH OcBeleHus ~100 MKkMosb M °C ™.
2.2. BoiieieHre HYKJI€HHOBBIX KHCJIOT U NMOJy4yeHne KomiuiementapHoii JJTHK

Breinenenne JIHK u3 kmeroxk V. amurensis, P. jezoensis u A.thaliana
MIPOBOJIMIIN C MCTIOJIB30BAHUEM MMPOTOKOJIA SKCTPAKITUH, pPa3paO0TaHHBIM JXTOM U
ap. (Echt et al., 1992) ¢ ne6onpimmu Mmoaudukanusmu (Kiselev et al., 2015).

PHK Beimensiu u3 tkaneir V. amurensis, P. jezoensis u A. thaliana merogom
OKCTPAKIMK C HWCIOJIh30BaHUEM IeTuiaTpuMeTmwiaMMmonuii Opomuma (CTAB) u
xnopuna yutust LICI, paspaborannsiv Bekesiova u np. (Bekesiova et al., 1999) ¢
HeOopImmMu Moaudukanusmu (Dubrovina et al., 2013).

k/IHK Oputa monmyueHna ¢ momolnbio HaOopa ajis oOpaTHOM TPAHCKPHUIIUU
(MMLV RT wnabop ¢ omuro(dT)I5 mpaiiMepoM) B COOTBETCTBHH C
pekomeHaamusamMu  ¢upMbl TpousBoautenss EBporen (MockBa, Poccus), kak

omnucano panee (Dubrovina et al., 2014).

2.3. [losryyeHue NMOJHBIX MOCJeJ0BaTeIbHOCTEH reHoB STS

I'ensl eau P. jezoensis PjSTS1a (GenBank: LT158484), PjSTS1b (GenBank:
LT158485), PjSTS2 (GenBank: LT158486) u PjSTS3 (GenBank: LT158487)
aMIUT(UIIUPOBAIIA C HMCTIONIH30BAHUEM Maphl MpaiMepoB, AU3aiiH KOTOPBIX ObLI
BBINIOJIHEH HA OCHOBE M3BECTHBIX mociiegosareiabHocTer MPHK P. abies: PaSTS1
(GenBank: JN400048) u PaSTS2 (GenBank: JN400047); P. glauca: PgSTS1
(GenBank: JN400069) u PgSTS2 (GenBank: JN400070); P. sitchensis: PsSTS1
(GenBank: JN400059) wu PsSTS2 (GenBank: JN400058). Ilpaiimepsl,
UCIIOJIb30BAaHHBIC ISl TOJIYYCHHs IOJHOW IOCIeI0BaTeIbHOCTH TeHOB PJSTS
npezcrasiaeHbl B Tadsmie 1. [Tomnopasmepusie k/JJHK tpanckpunros V. amurensis
VaSTS1 wu VaSTS7 ammmdunupoBanmu ¢ mnomompbio IIIP ¢ oOparHoi
tpanckpunuuenn (OT-TILHP) u3z xJIHK kynbTypsl kieTtoxk BuHOrpaga V2 c¢
UCIIOJIb30BaHUEM  mpaiiMepoB  (Tabn. 1), mogoOpaHHBIX K  HM3BECTHBIM
nocienoBareiabHocTAM TeHoB  VaSTS V. amurensis (GenBank: GQ167204,
EU659863, EU659868, JQ780328). Peakumio ammivduxanum MOpOBOAWIN C
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ucnojs3oBanuem mnonumMepasnl Pfu Plus (Silex M, Mocksa, Poccust), kak onucaHo
B pabote Kiselev et al., 2016b.

[P npoayKTsl ObUIM W30JUPOBAHBI U3 arapo3HOro Telis C UCIOJIb30BaHUEM
Habopa Cleanup Mini (EBporen, MockBa, Poccusi) u Ob1TM KIIOHUPOBAHBI B BEKTOP
pJET1.2/blunt cormacHo mpoTokony  ¢upmMbel-ipousBoautenas  (Fermentas,
Bunphtoc, Jlutea). IlomydeHHBIM BEKTOPOM TpaHC(HOPMHUPOBAIU KOMITCTEHTHBIC
kinerkn Escherichia coli mramm XL1 wmeromom TeruioBoro mioka. Ilocne
TpaHnchopmarm, kietku E. coli BeicaxxuBanu na wamku [letpu co cpenoit Jlypua-
bepranu (LB, NaCl 10 r., nenton 10 r., 1pox>keBoi 3KCTpakT S T., arap 10 r. Ha
JUTpP) C J100ABIICHHEM CEJIIEKTUBHOrO Mapkepa amnuiuwuimHa (50 wmr/JI).
Beipocmne xononuu E. coli ucnonbs3oBamu B TIP ¢ npaiimepamu plet (tadi.1).
[Tonydyennsie ¢ nomomipro plet mpaiimepoB [ILP mpoaykTel cekBEeHUpOBaIU C
ucnois3oBanueM cekBeHatopa ABI 3130 Genetic Analyzer (Applied Biosystems,
Foster City, CIIIA) B COOTBETCTBUH C TIPOTOKOJOM U PEKOMEHAAIMSIMU
usroroButens, kak onucano panee (Kiselev et al., 2013a). IIporpamma moucka
BLAST O6buta ucnofib30BaHa JJIsi aHalu3a MOJYYEHHBIX IMOCIEI0BATEILHOCTEH.
(http://blast.ncbi.nlm.nih.gov/Blast.cgi). MHOKeCTBEHHOE BBIPAaBHUBAHHC
MOJyYEeHHBIX TIOCJIEIOBATEIbHOCTE W WX aHaIW3 TMPOBOJWIM C TIOMOIIBIO
nporpammbl  ClustalX (Altschul et al., 1990). MHoxecTBeHHOE BbIpaBHUBAHHE
MIOCJIeIOBATEIBbHOCTEW OBLIO BBITIOJIHEHO C MOMOIIBbI0 mporpammbl BioEdit 7.0.8

(www.mbio.ncsu.edu/BioEdit/bioedit.html). AMUWHOKHUCIIOTHBIE

MOCJIEIOBATEILHOCTH OBLIM TpeAcKa3aHbl ¢ MOMOIb0 porpammbl Gene Runner

3.05.
2.4. Bucyib()uTHOE CEKBEHMPOBaHHUe

Henenpubie mpopoctku A. thaliana Obutn 00paboTaHbl S-A3alUTHIAHOM
(5A) xak ommcano panee (Ogneva et al., 2019). Toransayro JJHK Beiensum u3 20
MI' CyXO#l TKaHU y BOCBMHHEIEIBbHBIX pacTeHuid A. thaliana (0putn cmemnansl Bee
TUTBl TKaHEH HAA3EMHBIX YacTed pacTeHUM) C HMCIOJIb30BaHMEM Habopa Zymo

Research EZ DNA Metylation-Gold Kit (Irvine, CIIIA) , kak omucaHo B padoTe


http://www.mbio.ncsu.edu/BioEdit/bioedit.html
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Kiselev et al., 2015. YpoBeHb HHMTO3MHOTO METHIMPOBAHUS YYaCTKOB I'€HOB
VaSTS1, VaSTS7 Obul mpoaHaTu3UpOBaH C MCHOJIb30BAaHUEM OHCYIbPHUTHOTO
cekBeHHMpoBaHus, kKak onucano y Kiselev et al., 2013b u Tyunin et al., 2013.

[Tocne OucynbbhutHor o6paboTrku JIHK dparMeHThl O€m0oK-KOIUPYIOIINUX
nocnenoBarenbHocTelt reHoB  VaSTS1 wu  VaSTS7  ammnuduuupoBamu ¢
UCITIOJIb30BAHUEM TIpaliMepoB Ui OUCYJIBPHUTHOTO CEKBeHHpOBaHUs (Tadil. 1).
[Tpaitmeps! ObLIM pa3pabOTaHBI B COOTBETCTBUU C PEKOMEHIAIMSAMHU JJIT Habopa
DNA Methylation-Gold Kit (Irvine, CIIIA). TIIIP w xmonupoanue IIL[P-
npoayKTOB mpoBoawid, kak omnucano panee (Kiselev et al., 2013b). Beuio
CEKBEHUpPOBaHO 16 wioHOB s kaxaor oOnactu JHK u3 2 Ouomoruueckux
NOBTOPOB (8 KIOHOB Ha KaxJo€ OTHelbHOe pacteHue). [Iporpamma moucka
BLAST ObLIa HUCIIOJIb30BaHa TSt aHaiIu3a MMOCJIEJOBATSIILHOCTEH.
MHOXECTBEHHOE  BBIDAaBHMBAHHE  IOCIICOBATEIHHOCTCH  MPOBOJWIA  C

ucnonb3oBanueM nporpammsel ClustalX (Altschul et al., 1990).
2.5. KosinyecTBeHHAsl OlleHKA IKcnpeccun reHoB STS

JIJ1st KOMMYeCcTBEHHOTO aHanu3a dKcnpeccun reHoB STS ucronb3oBanu [P ¢
neTeknue  pesynbtatoB B peanbHoM  Bpemenu  (ITLP-PB)  cormacho
pexomenmarusam  (Giulietti et al., 2001) ¢ mnomompl0 pa3HBIX COYCTAHHMH
npaniMepoB (tabm. 1). k/IHK  ammmdumupoBasii B NPUCYTCTBUU
dbayopecuentHoro kpacutens EvaGreen (Biotium, XeiiBapn, CIIA), ucnons3ys
Habop peareHToB «IIIIP-kommiexkT» mns TP B peanbHOM Bpemenu (CuHTOIN,
Mocksa, Poccust). s ammumdukanmuu ucnonb3oBaiu ammiddukarop DTprime ¢
byHkuuen nerekuuu pe3ynbratoB B peanbHoMm Bpemenu (AHK Texnonorus,
Mocksa, Poccust). O6cueT u3MepeHuit TpOBOIUIN B TPOTPAMMHOM OOECIIEYEeHUHN
bupmer «JIHK texuonorusi» RealTime PCR v.7.3. Tlpu ananmm3e onTHYECKHX
M3MEPEHUN UCTIONB30BAIN «KOJIMYECTBEHHBI METO/T CO CTaHIapTaMu», B KAUECTBE
CTaHIapTOB MCIOJB30BaAIN pa3BeaeHus moyuenHon kIHK (1:1; 1:5; 1:25; 1:125).
DKCIPECCUI0 TEHOB PACCUMTHIBAIM METOJIOM QAACT (Livak et al., 2001), rme

3HaueHne | B pacuere oTHocuTenpbHOro konmvyectsa MPHK B kaxmoil peakuuu
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[1IIP-PB npucBanBanock ajist KOHTpoJbHBIX TTPo0 (KAO, kineTku uinu pactenus 6e3
00paboTKM).

[ToyueHHbIE 3HAYEHUS] TPAHCKPUIILKUN UCCIEAYEMBIX T€HOB HOPMaJIU30BaIu
Ha TmoJlydyeHHoe KoaudecTBo ¢parmentoB JIHK mams rema akrtmna AtActin
(GenBank: NM_112764) u rounepansaerua-3-pocdarneruaporenassl AtGAPDH
(GenBank: NM 111283) nns ananusa skcnpeccun B A. thaliana; VVGAPDH
(GenBank: GUS585870) m VaActin (GenBank: DQ517935) nns BuHOTrpana
V. amurensis; PjActin (GenBank: LT158488) u PJGAPDH (GenBank: LT158489)

B eiie astHckou P. jezoensis (ta0:1. 1).

Ta6auua 1. [Ipaiimepsl, HCOIB30BaHbIE B paboTe

Jist aMmmuuKanuy KJIOHUPOBAHOTO S'ACTCACTATAGGGAGAGCGGC3

yuactka IHK B pJET nmnasmuny S'’AAGAACATCGATTTTCCATGGCS

st renos VaSTS1 u VaSTS7 st STAYTTTGATTTYYGAGAAYATAGAG3’
OHCYTb(UTHOTO CEKBEHUPOBAHMUSI 5'CTACRCARCACAACARTTTCRAT3’
Jlis ananu3za ypoBHEH TPaHCKPUIITOB STAGCATTCCTACAATTACAAATS
VaSTS1 u VaSTS7 B TpaHCreHHBIX 5'GAGAGACTGGTGATTTTTGCG3’

pacrenusix Arabidopsis

Jns nonydenust nonHopasmepHoit kJIHK

P. jezoensis PjSTS1, PjSTS2, PjSTS3 5'’ATGTCTGCAGRAATGACTGTTGS
5TGGAAGRAGAACGCTCTTAAGA3’
V.amurensis VaSTS1 u VaSTS7 5’ATGGCKTCWGTKGAGGAA3’

SATTTGTAAYTGTAGGAATG3’

Jns ananmusa yposHert MPHK sk30reHHOrO TpaHncrena

VaSTS1 B kynbType Ki1eTok V2 S'CTGTTGTGCTGCATAGCATTC3
5'GAGAGACTGGTGATTTTTGCG3’
VaSTS7 B kynbType Ki1eTok V2 S'GGATTGGGGAGTATTATTTGGS

S'GAGAGACTGGTGATTTTTGCGS

Jl1s aHanu3a ypoBHsI SKCIIPECCUU T'€HOB

AtActin S'GATTCAGATGCCCAGAAGTC®
STACCGTACAGATCCTTCCTG3’
AtGapdh STTGGTGACAACAGGTCAAGCAZ’
5AAACTTGTCGCTCAATGCAATS’
VaActin S'GTATTGTGCTGGATTCTGGTGATS’
5’AGCAAGGTCAAGACGAAGGATAGS
VaGapdh 5'CACTGAAGATGATGTTGTTTCC3’
S'GCTATTCCAGCCTTGGCATS
PjSTS1a 5'CGGAGCCGACTGTGAGCS
S'GATTTCACTGCAGACGACCAAZ’
PjSTS1b 5'CGGAGCCGACTGTGAGG3’
S'GATTTCACTGCAGACGACCAG3’
PjSTS2 5TACTGAAGGAGAATCCCAATC3’
STCCCAGCCGGGGCACTGS

PjSTS3 5'GTACCATCCCTGGACGC3’
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S'GTAATCTTAGACTTCGGCTGTS

PjActin SCTGGTATTGTGCTAGATTCTG3
STCCTGTTCATAGTCCAGTGCS
PjGapdh S'CTGATGAAGATGTCGTCTCGS

S'/AGTCCACCACTCGGTTGCTG3

I[J'IH CO31aHuA KOHCTPYKHI/II\/'I JJIA TpaHC(l)OpMaI_II/II/I PACTUTCIIbHBIX KJICTOK 'CHAMUA

VaSTS1 u VaSTS7 S'GCTCGAGCTCATGGCKTCWGTKGAGGAAS’
STCGAGGATCCATTTGTAAYTGTAGGAATGAS’
PjSTS1, 2, 3 S'GCTCAGATCTATGTCTGCAGGAATGACTGT3’

STCGAAAGCTTTTATGGAAGAAGAACGCTCTS

2.6. [osryuyeHne TpaHCreHHBIX KJeTOK V. amurensis m pacrenuii A. thaliana,
CBepXIKCIpeccHpywIux reabl BuHOrpaga VaSTS1, VaSTS17 u exn PJSTS],
PjSTS2, PjJSTS3

Jns  arpobakTepualibHOM  TpaHC(oOpMalMK  KHCIHOJIB30BAIM  OMHAPHYIO
BekTOopHYt0 cuctemy (Puc. 2) Ha ocHoBe masmua pSATL u pZP (Tzfira et al.,
2005). IIramm arpoGaktepuit Agrobacterium tumefaciens GV3101::pMP90
UCTIONB30BANIM U TIONYYCHHS TpPaHCTeHHBIX NuHHMKA pacteHwin A. thaliana wu
KJIETOK BUHOTpana V. amurensis, KoTopslii cojepikan OMHAPHBIA BEKTOp C TCHAMU
STS u nptll. bBunapHbIii BEKTOp COCTOSUT U3 ABYX OaKTEpHANbHBIX TUIa3MHI, OJIHA
U3 KOTOPBIX «XEIIep» — HeceT VIl TeHbl, KOAUPYIOoIIne OSJIKH, OTBETCTBCHHBIC 32
nepenoc T-JIHK (pMP90), Bropas minasmuaa conepxkana 1-JHK (pZP). I'en nptll —
reH yCTOMYMBOCTH K aHTHOMOTUKY Km. Km — aHTHOMOTHK, KOTOPBIN CBSI3bIBAETCSA
C OJHOW U3 CyOBeTUHUI] puOOCOMBI U MPEMATCTBYET cuHTe3y OenkoB. ['en nptll
KoqupyeT dhepMeHT HeoMmeluH-(pocoTpanchepasy, KoTopasi MEPEHOCUT OCTATOK
dbochopHoit kucinotrel Ha Km u, TeM cambIM, NpensSTCTBYET CBsi3bIBaHHUIO Km ¢
CcyObequHuIel pUOOCOMBI, BCBS3U C Ye€M, TPAHCISIIHSA OCJIKOB MPOI0OJDKACTCS.
[Toatomy ren nptll akTUBHO HCHONB3YIOT B MOJEKYISIPHOW OMOJIOTMH PACTEHUMN
KaK CEeJIEKTUBHBIN MapKep IJs 0TOOpa TPAHCTEHHBIX KIIETOK.

B ucnonszyemom 6unapHom BekTope rersl STS u nptll Obuin moa koHTposieM
nsorinoro CaMV 35S npomotopa (Puc. 2). JIBotinoi nmpomotop CaMV 35S — 310
IPOMOTOP U3 BUPYCHON MO3aUKHU [[BETHOW KaIyCThl (HEOOXOAUM sl 0OecTieueHus

TIOCTOSIHHOM CBepxdKcnpeccuu reHoB STS u nptll).
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Jlnst co3gaHusi KOHCTPYKUMU Il TpaHCHOpPMALMKM PACTUTENBHBIX KIETOK,
nonHopasmepusie kJIHK BapumantoB TpanckpuntoB VaSTS1 wu VaSTS7
ammuapunupoBanmu ¢ nomouisto [P ¢  wucnonp3oBaHueM mpaitMepos,
npeacTaBieHHbIX B TaOiuie 1. [Ipsamoit mpaiimep coaep:kan CaT pecTpUKIUU
Sacl, a obparusiii — BamHI. [Ins co3manus KOHCTPYKUMH € HCIOJIB30BAHHUEM
renoB PjSTS1a, PjSTS2 u PjSTS3, k IHK ammiuduiuposanu ¢ nomorupio TP ¢
UCITOJIb30BAaHUEM MpaniMepoB, MpeACTaBIEHHBIX B Tabimiue 1. IIpsamoil npaiimep
coaepkan cait pectpukiuu BgIll, a o6partnsiii - Hindlll.

[Tomnopasmepubie k/IHK renop VaSTS1 u VaSTS7 Obum KIOHHpPOBaHBI B
npomMexxyTounbii BekTop PSATL (Tzfira et al., 2005) no caiiramu Sacl u BamHl,
PjSTS1a, PjSTS2 u PjSTS3 no caiitam BgIIl u HindIIl. 3aTtem skcnpeccroHHbIC
kacceTbl U3 pSATla xinonupoBanmu B Bektop pZP-RCS2-nptll mo caiitam PalAl.
Kounctpykuus pZP-RCS2-nptll taxxe necna ren nptll mox koHTponeM 1BOMHOTO
npomoTopa 35S CaMV. Bcee rensl STS B OJy4eHHBIX TJIa3MUJIaX CEKBEHUPOBAIU

C MCIIOJIb30BAaHUEM IIPaiiMepoB, ONTMCAHHBIX BhIIIE (Tadymia 1).
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Pucynok 2 — Bextopbl /s arpoGakrepuanabHOM TpaHchopmanuu. BuHapHBI BEKTOp JUIs
HOJTy4YeHHs KOTPOJIBHBIX JIMHUH KyTbTyp KJIeToK u pacteHuil KAO (a), OuHapHbId BeTOp AJIS
NOJYYeHHsI KYJIbTYp KJIETOK W PAaCTeHHWil, cBepX3Kcmpeccupyromux redbl STS (6). B cocras
BeTOpoB BxomuT 1uazmuaa PZP-RCS-nptll, conepxamas RB u LB — npaBas u neBast rpanuna T-
JHK, 2*35S — nBoIHOI KOHCTUTYTHBHBII POMOTOP BUPYCa MO3aMKH LIBETHOW KamycTsl, NPtll —
reH HeoMunuH-ochorpanchepassl, ter — repmuHaTop, Sp resistance gene — reH yCTOWYHBOCTH
K CHEKTHHOMMIMHY; Miasmuga PMP90, comepkamias Vir TeHbl W T€H YCTOWYHUBOCTH K

reatamuray (Gn resistance gene). I'erst STS nepenocunu B coctas T-JIHK mnasmu s

Tpancrennsie nuann pactenuit A. thaliana, cBepxskcrnpeccHpyroiye TreHbl
VaSTS1 u VaSTS7 Obumd MmojydeHbl METOJOM IIBETOYHOTO MOTPYKEHHUS, Kak
ormucano panee (Dubrovina et al., 2015). Jns tpanchopmaruum A. thaliana,
NOJYYCHHBIH I[MTaMM arpoOakTepuii WHOKYJIMPOBaIM B JKUAKYyI cpexy LB,

CoJlepKalllyl0 HEOOXOAUMble aHTUOMOTUKH. ArpoOaKkTepuu KyJIbTUBUPOBAIM Ha
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nielikepe B TeueHue 12 yacoB mpu Temneparype +28 °C, 150 o6/munH. 3atem
cycnensuto arpobakrepuii nentpudyruposamu npu 4600 o6/mMun (Llentpudyra
5424 R, Eppendorf, T'epmanus) B TeueHue 10 MHHYT TpH KOMHATHOW
temneparype. CinuBaiau OOJBIIYI0 YacTb CYNEpPHATaHTAa U PECYCHEHAMPOBAIU
ocanok arpobaktepuit B 1 mur 5 % pacrBopa caxapossl ¢ 0.07 % Tween-20 (B
JaHHOM ciy4yae [ween-20 uCHoJb30Bajl B KayeCTBE MOBEPXHOCTHO AKTHBHOIO
BeniecTBa). Mcnonb3ys MOMYYeHHBIH pacTBOp, Jajee MPOU3BOAMIACE 00paboTKa
HepackpbIBIIEXcs conpetwid A. thaliana, myrem norpyxenust 0yTOHOB B IpOOUPKY
c pactBopoM arpoOakrepuii Ha 30 CEKyHJ WM HAaHECEHUEM CYCIEH3UU Ha
COLIBETHUS C TIOMOIIIBIO MUTIETKH.

PacTenus, HemocpeacTBEHHO 00paboTaHHbIE arpoOaKkTepusiMu, 0003HAYATIU —
T,. HacnenoBanme tpancrena y A. thaliana mpoucxoautr B COOTBETCTBHU C
3aKOHOM MeHzens (pacileryieHue Mpu MOHOTUOPHUIHOM CKPELMBAHUM B MEPBOM
nokoJieHun Jnano 25 % HerpancreHHbix, 25 % romo3urotHeix, u 50%
TeTePO3UTOTHBIX IO BBEIEHHOMY TpaHcreny cemsiH) (Puc. 3). COop cemsH oOT
pactennii T, (cemena T;) ocymecTBIsUIM uepe3 2 MecdAlla, KOTa CTPYUYKH

npuoOpeTan KENTHIN I[BET.
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Pucynok 3 — Cxema nosnydeHust 1 0TOOpa rOMO3UTOTHBIX MO BBEJIEHHOMY TPAHCTE€HY pacTeHUI

A. thaliana.
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[Tocne coopa cemena A. thaliana naxomunuch B TeueHHE ABYX HEIENIb MPH
KOMHATHOW TeMmIepaTtype AJisi J03peBaHus U Bbicbixanus. [locie yero momxydeHHbIe
cemena T, BeicenBamm Ha cpexy MS ¢ 50% comepkanreM MaKpO/MUKpPOCOJICH,
XenatoB W caxapo3bl. [J[nsg  oTOOpa  TpaHCreHHBIX pacTEHUN  IOcCie
aBTOKJIaBUpoBaHMs Obl1 g00aBieH Km B xoHuentparuu 50 mr/n. TpaHcreHHbie
pacTeHust UMeln 0oJiee TEMHYIO, 3€JIEHYI0 OKpacKy M OoJiee JUIMHHBIN, KPYIHBIHI
kopenb (Puc. 4). lng mpenoTBpamieHuss MHUKPOOHOTO HHQPHUIMPOBAHUS, MEpen
BBICEBOM Ha Yamiku lleTpu momydeHHbIe ceMeHa ObLIN CTEPUIN30BaHBI, JIJIS1 TOTO
cemeHa T; B ObUIM THOMEILIEHBI B IKCUKATOp € mapamMu xyopa Ha 30 MHHYT.
HcrounnkoMm mapoB xjopa Obul pacTtBop, coiepxkamuid 100 mi runoxsjopura

HaTpuig U 3 M KOHHGHTpHpOBaHHOﬁ COJISIHOM KMCJIOTHI.

Pucynok 4 — Cenexuust cemsiH T1 reTepO3UTOTHBIX 110 BBEIECHHOMY TPAHCTEHY.

[Ipopoctku T; kynpTUBHpOBaM Ha yamikax [letpu ¢ Km B TedeHnue onHoi
Henenu (pacrenust Tp). 3ateM pacteHus T; BbICaXXUBaJIU B TPYHT W OMNPEACIISLIN
TpaHcreHHocTh Metogom I[P, a wepe3 monropa mecsiiia codupanu cemena To.
Cemena T, BeicenBanin Ha damku Iletpu co cpemoir MS, comepxkameit Km.
[Ipopocuiue cemena T, (pactenust T,) BbICA)KMBAIu B TPYHT, a yepe3 IMOITOpa
Mecsia cooupanu cemena Ts. T3 cemena BeicenBanu Ha yamniku [letpu co cpenoit
MS, conepxameii Km. [lanee pacteHuss Tz, TOMO3HTOTHBIC IO BBEICHHOMY

TpaHCTeHY, IEPEHOCIIIN B TPYHT (puc. 4).
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Takum o0Opa3om, HCHoJIB3ys cenekinuio Ha Km, Obul mpousBeneH oTOOp
TOMO3UTOTHBIX 110 BBeJIECHHOMY TeHy pacteHuit A. thaliana T; (romo3uroTs! ObLIH
UACHTU(GUIIMPOBAHEI B TPEThEM TOKOJEHWW pPACTEHWH, TOJYyYCHHBIX OT
TpaHC(HOPMHUPOBAHHBIX pACTCHHH T,).

Jlns mosrydeHusl TPAaHCTEHHBIX KyJIbTYp KJIETOK BHHOTpama V.amurensis
CYCIICH3MOHHYIO KYyJIbTypy KJIeTok V2 o00pabaThiBald COOTBETCTYIOIIUMHU
mrammamu  arpodaktepuii  A. tumefaciens. Ilocme 2-3 ngHel coBMeCTHOTO
KyJIbTUBUPOBAHUS OaKTEPHAIBHBIX KJIETOK C KJIETKaMH BHUHOTpaaa A00aBiIsIv
nedorakcuma (Cf, 250 wmr/m), nns wuszbasnenuss ot arpoOaktepuii. Ilocne
TpaHchopMaIK KIETKH BHHOTpaaa V. amurensis KyJIbTUBUPOBAINA B TeueHHE 4
MmecsaieB B npucyrctBun 10-15 mr/n Km ans orbopa Tpancrennbsix kietok u Cf

JUISL TIOIaBJICHUS OaKTEPHid.

2.7. Bo3neiicTBHe a0HOTHYECKHX cTpeccoB Ha pacteHus A. thaliana n

V. amurensis

Jis w3ydeHus ycrodumBocTH pacteHuid A. thaliana k abmormyeckum
cTpeccaM pacTeHHsI BhIpAIIMBAIN B TOpIIKaxX B KiuMarndeckux kamepax (KC-200
CITY, Cwmonenck, Poccus) mpu temmeparype +22°C, 16 49 1eHb/8 9 HOYB,
ocBemteHHOCTh  ~100 MkMonb M°c’.  AGHOTHYECKHE CTPecChl HHAYIMPOBAIH,
UCIIONB3Yysl  4X-HelelbHblE  PACTEHUS, KOTOpble  NPEACTaBIsUIA  COOOM
opopmiieHHYI0 po3eTky ¢ 8-10 muctesmu. Ilepen Hauamom mnpoBeacHUS
IKCIIEPUMEHTOB, IIPOU3BOIUIICS TOJICUET pacTeHul u poTorpadupoBaHue.

JUis UMHUTalMU BBICOKOTEMIIEPATYPHOTO CTpecca, pacTEHUs MOMELIAINCh B
tepmoctat (ES-20/60 BioSan, Pura, JlatBus), mpu Temneparype + 45°C B TeueHue
2 4, mocje 4ero, pacTeHus ellle HEeJENI0 aKKIMMaTU3UPOBANINCH B KIIMMAaTHYECKON
KamMmepe.

JIns iMuTanuMuy 3aCyXH pacTeHUs HE TIOJIMBAIM B TeueHue 4.5-5 Henenp nocie
BbICaAKU B rpyHT. [lociie oOHapyxeHus: BUIUMOTO (h(PeKTa BHICHIXaHUS, PACTCHUS

MOJINBAJIN BOJIOM.
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HuskoTemieparypHslii cTpecc ObLT MHAynupoBaH Temrepartypoir -10 °C B
MOpPO3HJIBHOM Kamepe B TedueHue 1.5 4u. [locne yero pacteHus: nmepemMemanuch B
XOJIONMIIbHYIO Kamepy ¢ TemmepaTypoit +4 °C na 1 9, 1yt u30eXaHusl BIUSHUS
PE3KOro mepermnaja TeMieparyp.

ConeBoil cTpecC HMHAYLUHMPOBAIM C TMOMOUIBIO OJHOKPATHOIO IOJHMBA
pactenuii pactBopom NaCl B konnentpamuu 350 MM 10 TIOJIHOTO MPONUTHIBAHUS
36MJId, W CIYCTA HEIEI NPOBOJWIM BbICAJUBAHHUE ITyTEM BbIPABHUBAHUS
OCMOTHYECKOro Oasianca ¢ pUiIbTPOBaHHOM BOJOM.

Js umutarun YO crpecca, pacrenus obnydanu YO-C unun YO-B, kak
ormcano panee (Tyunin et al., 2016). O6padotky Y®-C (254 um) wim YD-B (312
HM) TIPOBOJWIM B TeMHOTe B TeueHue 10 MuH, ycraHoBuB Y @-uznydarens Ha 15
cM Bbilie ropukoB. McnonszoBamu Y®-namny VL-215.MC komnanuu Vilber
Lourmat (Marne-la-Vallee, ®pannus). B  cooTBeTCTBUHM ¢  JaHHBIMH
MPOU3BOAUTENISA, ObUIa UCIOJIb30BaHA MHTEHCUBHOCTH 00myueHust 1800 uW cm-2
(ma YO-B) wim 930 uW cm-2 (mys Y O-C).

O@deKT BO3ACUCTBUS TECTUPYEMBIX A0OMOTHYECKUX CTPECCOBBIX (DAKTOPOB
ONPEAEISIIN IyTEM MOJACYETA KUBBIX PACTECHUN yepe3 7 JHEU Mocie BO3IEUCTBUSA
cTpeccoBbIX pakTopoB. DddexT Bo3aehcTBUsS YD M3IydeHUs ONpeaessii myTeM
IIOJICYETA 3EJICHBIX JIMCTHEB Uepe3 7 JHEM MOCIIe BO3ICUCTBUS CcTpecca.

Yepenku P. jezoensis Obtn pa3MelieHbl B WHAMBUIYAIbHBIX CTakaHax ¢ 50
M KuAKOM cpeabl Wy 0e3 ¢utoropmMoHoB B TeueHue 24 4. YepeHku enu
BbIpamuBaiy pu goronepuosae 11 1 ceer / 13 4 TeMHOTa: UHTEHCUBHOCThH CBETA
~100 mMxmos M2c™ mpu Temmepatype + 12 °C B cBeTIblil Iepro CyTok u + 9 °C
B TEMHBIH. DTaHOJbHBIE pacTBOphl KymapoBoi (CA) u kodeitHoi kucior (CaA)
(Sigma, St. Louis, USA) nobGaBisuim K aBTOKJIaBUpoBaHHOW cpeae W, B
aCENTUYECKUX YCIOBUSX.

Yepenku V. amurensis ObTH pa3MelleHbl B HHAMBUAYAIbHBIX CTakaHax ¢ 50
w1 kuaKon cpeabl Wo (Dubrovina et al., 2016) 6e3 ¢putoropmMoHoB B TeueHue 24 u.
Yepenku V. amurensis BeipamuBaiu B ycioBusix 11/13 4 ¢oromepuon cset /

-2 -1
TEMHOTA: UHTEHCUBHOCTh cBeTa ~ 70 MKMOJb M "¢ = mpu Temreparype +11°C B
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cBeTbid nepuos cyTok u +8 °C B temubIil. O0padoTka Y D-C npoBoauiIach OJ1MH
pa3 B TeyeHue 20 MUHYT, OpH JJIMHE BOJHBI 254 HM, B TEMHOTE, KaK OINKHCAHO
(Kiselev et al., 2017). DranosbHbIe pacTBOpbl CA 100aBISUIH K CTEPHIIHM30BAHHOM

cpene Wy B acCeTUYECKUX YCIOBUSX.
2.8. AHaJIM3 coJep:KaHUA BTOPUYHBIX MeTa00JINTOB

Bricyiiennble, MopoukooopasHbie 00pas3ibl KyJIbTyphl KIETOK BUHOTpaJa U
TpaHcreHHBIX pacteHui A. thaliana (100 mr) skctparupoBamm 95 % sTanonaoMm (2
MJ) B TedeHue 2 4 nipu 60 °C, 3aTeM O4YHUIaIN ¢ TOMOIIBIO HEWJIOHOBBIX HITIPUIL-
¢bunsTpoB OlimPeak, pasmep mop 0.45 mMxwm, nuametrp 13 mm («Teknokromay,
Wcnanus), u nanee ucnosb3oBanu s aHanu3a BOXKX. M3Mepenue 115 Kaka0ro
oOpasiia nmoBTopsiyiv 3 pasa.

N nenTudukaimio u KOJIMYECTBEHHYIO OLIEHKY BCEX CTHJILOCHOB IMPOBOJIMIIHU C
ucnojas3oBanueM aHanutudeckor cucrembl BOXX LC-20AD XR («Shimadzuy,
SAnoHus1) 1 KOMMEpPYECKH JOCTYNHBIX cTaHaaptoB. Jlanueie BOXXX ¢ auomHo-
MaTpUyHOM  JeTekiueld Obuim  3amucaHbl B jauanazone  200-500  Hw,
XpOMAaTOrpaMMbl JJI KOJMYECTBEHHOTO OMNpeaeneHuss ObuIM noiaydeHbl npu 310
HM. Xpomarorpaduueckoe paszjerneHue npoBoawan Ha kosnonke Shimpack GIST
C18 (150 mMm, 2.1 Bm 1.d., pasmep aeramu 3 MkM, «Shimadzuy, Smonus).
OKCTpakThl W3 KyJbTYyp KIETOK pazfaensiim ¢ wucnonb3oBanueM 0.1%-Hol
MypaBbUHOUM KHCIOTHI (A) u aneronutpuina (B) B kauecTBe moABMXHBIX (a3, co
cieayomum npoduiem smoupoBanus: oT 0 1o 35 mun 0 % B; ot 35 no 40 muH,
40 % B; ot 40 mo 50 muH, 50% B; ot 50 10 65 mun 100% B. Dxcrpakt obpasna (3
MKJI) BBOJAWJIM MPU MOCTOSTHHOM TeMriepaType kojioHku 40°C, U CKOpOCTH MOTOKA,
nojiepKuBaeMoit Ha ypoBHe 0.2 MJI/MUH.

Conepkanve CTHIHBOCHOB OMPENEISUTA C TMOMOIIBIO BHEITHUX CTAaHIAPTOB C
WCIIOJB30BaHUEM  KaJMOPOBOYHBIX  KPUBBIX  MSTUTOYEYHOM  pErpeccuu,
MOCTPOCHHBIX C UCIOJIb30BAHUEM JOCTYMHBIX CTAHIAPTOB. AHAIUTHUYECKHUE
CTaHAApPThl MpaHc-pecBepaTpoIl, mpaHc-NMUUEU, mparHc-TIUIEaTaHHOI — (PUPMBbI

«Sigma-Aldrich» (CIA), dervma-Bunudepun - ¢upmbl «Panreac AppliChem»
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(I'epmanust). Luc-uzomepbl pe3Beparpojia U MHIEHAa ObUIM TIOJYyYEHbI IO
BO3JIEICTBHEM COJIHEYHOT'O CBETa COOTBETCTBYIOIIETO CTAaHJAPTHOIO PACTBOPA,

COJIepIKaIIero mpanc-u3oMep, Kak coodrranock panee Aleynova et al., 2016.

2.9. OopadoTka pacrenuii A. thaliana pacrBopamu npeanecTBeHHNKOB

(l)eHOJIbHLIX COGIII/IHeHI/Iﬁ H CTHJIbOEHAMH

Jlns wm3ydenus: ycrowuuBoctd pactenuii A. thaliana x Y®, pacrenus
BbIpAIlMBAJIA B TOpIIKax B kinMmarndeckux kamepax (KC-200 CITY, CmoneHck,
Poccust) ipu temmnepatype +22 °C, 16 4 geHb / 8 4 HOUb.

Pactenus A. thaliana Obutn 00paboTaHbl pacTBOpaMH CTHUIIBOCHOB — mMpanc-
pPE3BEPATPOIIOM U mpaHCc-MUUEHIOM B KOHUEHTpamuu 1 MM u S mM. Tak xe
oOpabaTbiBajii  pacTeHUS  MPEAIISCTBEHHUKAMU  (PEHOJIBHBIX  COCIMHEHHM
pactenuit: CA u mpanc-xopuunoir (CiA) KHCIOTBI B KOHIEHTparuu 1 MM wu
5 mMM. B kayecTBe HEraTMBHOIO KOHTPOJS OBUIM HKCIOIB30BaHbI pacTeHHs A.
thaliana, oOpaGorannbie Bomoi. /[t mpoBepku HaOmOgacMbIX S(H(EKTOB,
pacteHus ObUTH 00pabOTaHbl OKTOKPUIIEHOM — BEIIECTBOM, KOTOPOE UCIOIb3YyETCS
B KadecTBe WHIPEAMEHTa B Pa3HOOOPA3HBIX COJHIE3AMUTHBIX MPOIYKTaX.
OxTtokpuneH (2-3Tuiarekcui-2-1mano-3,3-1udeHus-2-mporneHoar; 2-3TUITeKCHUII-
2-naHo-3,3-nupeHnIaKkpunaT WiIH  2-3THITEKCWIOBBIM 3dup 2-mmano-3,3-
Tu(EHUIIAKPUIIOBOM  KUCJIOTHI) HelTpamuzyer Y@ wusinydeHue B HauOoliee
noBpexaarlieM auanazone (mpudiausurenbHo 280-300 HM), IEMOHCTPUPYS MUKU
HauOosiee aKTUBHOM ajcopOlMKM HAa TPOTSHKEHUU JUIMHBI BOMHBI 280 u 295 HM
(Berardesca et al., 2019).

YO crpecc muaynupoBain, kak onucano y Tyunin et al., 2016, ucnons3ys
4x-uenenpubie pacteHus. O6padborky Y®-C (254 uM) mpoBOauiIM B TEMHOTE B
tedyeHue 10 wmuH, yctaHoBUB Y@-u3nydyarenb Ha 15 cM BBIIIE TOPIIKOB.
Hcnonp3oBamun Y®-nmamny VL-215.MC komnanum Vilber Lourmat (Marne-la-
Vallee, ®panmus). B cooTBeTcTBMM ¢ JaHHBIMH TIPOU3BOIUTENS, MBI
HCIIONIB30BANIH HHTEHCHBHOCTE o6myderns 930 pW cm™ (mst YO-C) u 1800 uW

cm? (mm YO-B). Dddexr BosmeicTBUS  ymbTPadHOIETOBOrO  H3ITyUeHHS
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OMnpeCACIAIn IIYTEM MMOACUCTA 3CJICHBIX JIMCTHEB 4YCPEC3 7 IHEW mocie BO3JCHCTBUS

cTpecca.
2.10. Cratuctuyeckasi 00padoTKa MOJy4eHHBIX Pe3yJIbTaTOB

Pe3ynbpTaThl ObLTM 00pabOTaHbBI MPU MOMOIIM MPOrpaMMbl Statistica, Bepcust
10.0. Bce nanHble mpeacTaBieHbl Kak CpeiHee 3HaueHue + cTaHaapTHas oluoKa.
[Tony4yeHHbIE JaHHBIE MPOBEPEHBI MO CHApeHHOMY KputTeputo CTbroAeHTa, s
MOMAPHBIX cpaBHEHUN U KpuTepuio Toioku ¢ wucnonb3oBanueM ANOVA mns
BBITIOJIHEHUSI MHOKECTBEHHBIX CpPAaBHEHUW TPYMIOBBIX 3HAYECHUN. YPOBEHb
3HauuMOCTH B 0.05 Obl1 BhIOpaH Kak MUHUMAJIbHOE 3HAUYEHHE CTATHUCTUYECKOU

Pa3HUIbI BO BCCX 3KCIICPUMCHTAX.
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I')TABA 3. PE3YJIBTATHBI

3.1. BuocunTe3 cTUWIL0EHOB B pacTenusx V. amurensis u P. jezoensis npu

00padoTke KymMapoBoil  KodeiiHoi KucioTamu nmocjie odaydenus Y ®-C

CoOpaHHble BETBU €J1d ObUIM MOJENICHBI Ha YeThIpe YepeHka JyHou 10 cMm u
UCIIONB30BAIM Il Tocieayromieii oOpadoTku (puc. 5). UepeHku copepxkain
MOJIOJIBIC CBETJIO-3eJicHble XBOMHKH (puc. 5). OoOpabotka Y®-C mpuBommia K
rudenan MOJIOIBIX XBOMHOK uepe3 24 yaca mociie 00paboTKH, MO3TOMY KOJIUYECTBO
JKEJITBIX XBOMHOK JOCTOBEPHO YBEIUIHIIOCH 10 95% (Y D-C, puc. 5).

Panee 6b10 okaszano (Tyunin et al., 2018), uro 0.5 MM CoA u CaA oka3zanu
HanOoJIbLIEE BIMSHUE HA COJEPKAHHME mpaHc-pe3BepaTpoia B KyJbTypax KIETOK
BUHOTPAJIa, MIOATOMY B JIaHHOM pabOTe MCIOJIb30BAIM PACTBOPHI MPEIOKEHHBIX
BBIIIIE KOHIIEHTpaIusax. beuto mokazano, yto o0padotrka CA mpenoTBpaliaia 3TOT
ah(deKT, CHmWKasg KOJUYECTBO IKEIATHIX XBOMHOK mocie Y®-C obmyueHus
yepeHKoB, oOpaOoTanHbix CA. KoanuecTBO KENThIX XBOMHOK Yy YEpPEHKOB,
obopabotanHbix Y®-C m CoA, CymecTBEHHO HE OTIMYAIOCh OT KOJUYECTBA
KENTHIX XBOMHOK, WHKYOMpPOBaHHBIX B KOHTPOJBHBIX yclIoBusix (Y®-C + CoA,
puc. 5). Jlo6aBnenne CaA CHU3UIIO KOJMYECTBO KEATHIX XBOMHOK 110 85% (YO-C
+ CaA, puc. 5), HO 3T0O 3HaYEHNE CYIIECTBEHHO HE OTIUYAIOCH OT YPOBHS KEITHIX

XBOMHOK 1tociie oonyuenust Y ®-C (puc. 5).
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Pucynok 5 — O6pabotka uepenkoB Picea jezoensis Y®-C, napa-kymaposoii kuciotoit (CA) u
kodeitnoit kucmoroit (CaA). Cxema oskcnepumenta (a). JKu3HECHOCOOHOCTh YEPEHKOB
P. jezoensis uepe3 24 vaca nocie o6pabotku CA, CaA u Y®-C (6). CO — KOTUIECTBO JKENTHIX
XBOMHOK J10 9KcriepuMeHTa; C-24 — KOJTMYECTBO KEITHIX XBOWHOK Y YEPEHKOB, CITycTs 24 Jaca B
11/13 gacoBoM (oTorukie, KyIbTUBUPYEMBIX B cTakaHe ¢ 50 M1 KuIkou cpeasl Mypacure u
Ckyra (MS). CA — no6asnsanu 0.5 MM CA; CaA — no6ansuu 0.5 MM CaA; YO-C — uepeHku
cpa3y obopabareiBain Y®-C B Teuenne 10 muH, kak onucano (Kiselev et al., 2017); Y®-C+CoA
— cpazy nobasmsui 0.5 MM CA u ob6padarteiBanu Y®-C; YO-C+CaA — cpa3y nobasmsuu 0.5
MM CaA u oOpaOateiBasin Y®-C. CpenHue 3Ha4eHHMs] Ha KakKJIOM rpaduke, 3a KOTOPHIMU
clenyeT OfHA U Ta ke OyKkBa, HE pa3iIuyalvch Mpu ucrnoib3oBaHun ANOVA ¢ monapHbIMH

CpaBHCHHUAMU Trr0KH.

3aTeM OBLIM MpOaHATU3UPOBAHBI COJACP)KAHME W COCTaB CTUJILOCHOB B
rojoBajoi xBoe gepesa P. jezoensis. B nanHoit paboTe ObUIO MPOAHATU3UPOBAHO

COACPKAHUC IICCTHU CTHJILOCHOB: BKJIFOYast mpanc-aCTPpUHIMH, mpaHCc-IIMOCUA,
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Yuc-aCTpUHTUH, MPAHC-U3OPATIOHTUH, MPAHC-TIMIICATAHHOI W YuUC-TIUICH]T
(rabu. 2). Panee Hamu OBLIO TIOKa3aHO, YTO XBOS P. JezZOENsSiS MOMHMO IIIeCTH
MIPOAHATIM3UPOBAHHEIX B JaHHOW palboTe CTHUIHOCHOB, COJEPKHUT €IIe TpHU
CTHJILOCHA: YuUC-U30PATIOHTHH, MPAHC-PE3BEPATPOST U MPAHC-U30PATIOHTUTCHUH
(Kiselev et al., 2016a),. /lomonHHUTEIbHBIE TPU CTHIIBOCHA MPHCYTCTBOBAINA B
HeOombpIMX KomuuecTBax: yuc-uzopanoHTuH (0.01-0.03 Mr/r cyxoro Beca);
mpanc-pe3sepatpon (0.04-0.1 MKr/r cyxoro Beca); mpaHC-W30PATIOHTHTCHUH
(0.12-0.31 wmxkr/r cyxoro Beca) (Kiselev et al., 2016a). B mnacTosmem
UCCIICIOBAaHUHM Takke OBLTM OOHApY)KEHBI J3TH CTUJIBOCHBI, HO B CJICIOBBIX
xoinuectBax (Kiselev et al., 2019a).

Taoauna 2. Conepxanue CTHIBOCHOB B xBoe P. jezoensis 6e3 00paboTKu U 1mocie

obpabotku YP-C, CA u CaA

Yo-C Yo-C
CO C24 CA CaA VO-C
+ CA + CaA
Mpanc-aCTPUHTHH, 5.26 5.26 6.87 6.17 5.74 7.58 5.93
MI/T +045° | £0327 | £0.13° | £0.23°¢ | £030° | +024° | =+0.16°
Mpanc-MALeunI, MI/T 0.17 0.17 0.24 0.22 0.21 0.25 0.20
+0.04° +0.07° +£0.02* | +£0.02° | +0.03* | +0.07° +0.06
Yuc-aCTpUHTHH, MT/T 0.83 0.87 0.83 1.11 0.83 0.83 0.88
+0.06° +£0.07° £0.03° | £0.11* | +£0.05° | +0.09° | +0.10%°
Mpaxc-A30pPaTiOHTHH, 0.25 0.26 0.35 0.28 0.26 0.38 0.34
ME/E +0.03° £0.03° | £0.05*° | +0.03° | £0.04° | £0.06° | +0.08%"
mparnc-TieaTaHHo, 0.09 0.09 0.14 0.11 0.13 0.13 0.11
MI/T +0.02° +0.02° +£0.02° | +£0.02* | +0.02% | +0.04° +0.03°
YuC-TIAIEN T, MI/T 0.01 0.01 0.02 0.02 0.01 0.01 0.02
+0.01° +0.01° +0.01° +0.01° +0.01° +0.01% +0.01°
O61iee comepKaHne 6.61 6.65 8.44 7.89 7.17 9.18 7.48
CTIIIEBEHOB +0.56° | £0.42° | £029°° | £028°¢ | +0.35°¢ | £0.26" | +0.19%
IIpumeuanue. CO, C24 - xBos 0e3 o0pabotku; Y®-C — xBos mocie 00paboTKu

yanbrpadpuoneroMm C; CA — xBos nociie 00paboTKH p-KymapoBoil kuciotoi; CaA — XBos 1mocie
00paboTku kodernoi kucnoroi; YP-C+CA — xBos mociie 00padotkn YO-C u CA; YO-C+CaA
— xBosi nocne o6paboTku YP-C u CaA. Ctunb0eHbl M3 HCIOIB30BAaHHBIX 00pa3lloB OBLIH
IKCTparupoBaHbl uepe3 24 u mocne oOpabotku, kpome CO (mo oOpabotku). [laHHBIE
MPEICTABICHBl KaK CpeJHee 3HaueHue + craHmapTHas ommoOka cpemnero (SEM). Cpemnue
3HAYEHUs Ha KaXJOM rpaduKe, 32 KOTOPBIMH CIIEyeT OJJHA U Ta ke OYKBa, HE PAa3INYaJINCh IIPH

ucnonb3oBaHu ANOVA ¢ nonapHbIMH CpaBHEHUSMH ThHIOKH.
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[TomyueHHble aHHBIE TMOKA3aJId, YTO KYyJIbTHBUPOBAHHWE UYCPEHKOB €M B
TedyeHue 24 4 B MHAMBUIYAIBHBIX CTAaKaHAX C XUAKOM MHUTATEIbHON cpeaou
(oopasupt CO m C24) He oOKazalo CYIIECTBEHHOIO BIMSHUS Ha COJIEpHKAHUE
cTibOeHoB (Tabn. 2). OOpaborka Y®-C He3nauutensHo (B 1.1 paza)
yBeIMYMBANIA O0O0IIee coaepkaHue CTWIbOeHOB, a noOaBinenne CA u CaA
yBeJIMYUBaIa o01ee coaepkanue cTuibOeHoB B 1.2—1.3 pasa, mo CpaBHEHHIO C
HeoOpaboTaHHOH XBoel (Tads1. 2). CTaTUCTHYECKH 3HAYMMbBIM YBEIMYEHUE OBLIO B
oOpasmax, oopaboranusix CA. Hanbomsiee conepskanne ctuinbOeHoB (9.18 = 0.26
MI/T CyXoW Macchl) ObUIO OOHapy»keHo Iocie o0pabotkun Y®-C yepeHka, K
KOTOPBI Haxoaujcs B cTakaHe ¢ pacTBopoM CA. Y@ oOpaboTka U HaCHIIICHHE
yepenkoB CaA He OKa3aju CYIIECTBEHHOI'O BIUSHUS Ha COJIEPKaHUE CTHIHOCHOB
(Kiselev et al., 2019a).

[ToBbIIeHHE cofEepKaHus CTUIBLOEHOB nociie 00padboTku CA ObLIO CBSI3aHO C
YBEIMYECHHUEM cojepKaHusd mpanc-actpudruna (1.3-1.4 paza), mparnc-nunenna
(1.4-1.5 pasza), mpanc-uzopanontuna (1.4-1.5 pasa), mpanc-nunearannona (1.4—
1.6 paza) u yuc-nuuenaa (2 paza). Takum oOpa3zoM, copepkaHue BCEX OCHOBHBIX
cTIIbOEHOB 1ocie 00padboTku CA ObUIO MOBBINICHO B OJMHAKOBOM cTeneHu (Taoil.
2).

Ucnons3yss wmerox IIIP PB, Obuim mpoaHamu3upoBaHbl  ypOBHU
TpaHCKpUIIIUK 4eThipex reHoB STS P. jezoensis: PjSTSla, PjSTS1b, PjSTS2 wu
PjSTS3 (Kiselev et al., 2016a). HauGonbmras skcmnpeccus PjSTSla Oblia
oOHapyxeHa B xBoe uepe3 1 yac mocie o6pabotku CA, CaA w/mnu oOpabOTKH
Y®-C (puc. 6 1, r). YpoBeHs 3kcnpeccun STS BO Bcex oOpasmax BEpHYJCS K
KOHTPOJIBHOMY 3HA4YeHHUIO uepe3 24 wyaca mocie oO0pabOTKH, 3a HCKIIOYEHHEM
skcnpeccun STS1la u STS1b B o6pasmax CA + Y®. VpoBeHb SKCIPECCHH T'eHA
PjSTS1la Obur moBblieH 4epe3 24 wyaca mociie OOpaOOTKU IO CpPaBHEHHIO C
HeoOpaboTtanHo xBoeil. Tonpko 00paboTka Y®-C B coueTaHuu ¢ MPUMEHEHUEM
CA okazasia 3HauMTelnbHOE BiMsHUE Ha dkcrpeccuto PJSTS1b (puc. 6 e).
Oo6padoTtka CA, CaA u Y®-C He oka3blBajia BIUSHUS HA YPOBEHb TPAHCKPHUIILIUU

PjSTS2 u PJSTS3 (puc. 6). CaA Bmecte ¢ Y®-C yBenuuuBai 3KCIPECCHIO T'€HA
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PjSTS3 B 2.3-2.6 pasa uepe3 24 4 nocie oOpadoTKu (puc. 6 ), HO 3Ta aKTHBALIHS

HE KOppelMpoBajia ¢ yBelWueHueM cojepkanus crminoeHoB (Kiselev et al.,
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Pucynok 6 — Yposens tpanckpunmnuu PjSTS B romoBaoit xBoe P. jezoensis mociae o0paboTku

kodeitnoit kucnotor CaA: PjSTSla (a); PjST1b (6); PjSTS2 (B); PjSTS3 (r) u kymapooii

kuciaoroir CA: PjSTSla (m);

PiST1b (e):

PijSTS2 (%)

PjSTS3 (3) c/6e3 oOmy4yenus

yasTpapuonerom-C (UV-C). [lanHble TpeACTaBICHBI KaK CpeaHee 3HAUYE€HWE + CTaHaapTHas

ommubka cpennero (SEM). CpenHue 3HaueHuUsl Ha KakJI0M Tpaduke, 3a KOTOPHIMU CJIEIyeT OJHa

U Ta ke OyKBa, HE pa3auyaluch npu ucnoib3zoBaHud ANOVA ¢ momapHbIMH CpPaBHEHUSMHU

Throku.
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P. jezoensis o0namgaer MOCTOSHHOM BBICOKOM IKCIPECCUUCH T'€HOB CTHIILOCH
CHHTa3 ¥ OWOCHMHTE30M CTHJIHOCHOB, B TOXe Bpems V. amurensis
MPOU3PACTAIONINN B TOYHO TAKUX K€ IKCTPEMAIbHBIX KIMMATHUUYECKUX YCIIOBHSIX
00J1alaeT MHAYIUPOBAHHOM SKCIpEcCHel CTUIBOCH CHHTa3 W KA4eCTBEHHBIA W
KOJIMYECTBEHHBIM COCTAaB CTHJIHOCHOB BapbUPYETCS B 3aBUCHMOCTH OT BPEMEHU
roja U Bo3JAeHcCTBUS cTpecca. [loaToMy cienyromuM ImaroM B JaHHOW pabote
OBLJIO OmNpeneNuTh Kak o0paboTka ynabTpaduoIeTOM W MPEAIIeCTBEHHUKAMHU
CTUIBLOEHOB BIMSET HA OMOCHHTE3 CTIIIHLOEHOB B V. amurensis.

Monoasie moberm V. amurensis Obuti coOpanbl B okTsiOpe 2016 1. u
paszesieHbl Ha MOJIOAbIE CTEOIU ITTUHON 7—8 CM C OJIHUM 3JI0POBBIM JINCTOM, U 3TH
YEepPEHKH HMCIOJIb30BauCh 11 00paboTtku YD-C. JKu3HecrnocoOHOCTh YEPEHKOB
omnpeaesyid yepe3 24 4 mociie Hayajga 3KCIepuMeHTa. YepeHKH C HOpPMaJbHBIM
3€JICHBIM AJIACTUYHBIM (DEHOTUIIOM JIMCTHEB CUUTAIKCH GKU3HECIIOCOOHBIMUY, a C
YKEJITO-3€JICHBIMU YBSIIIIMMU JIMCThSIMU - «HEKHU3HECITOCOOHBIMMY. Ha pucynke 7a
MPEACTABICH MPOLEHT YEPEHKOB C KU3HECIMOCOOHBIMH JIMCTHIMH OT BCEX
yepeHKOB. Bcero OmbIThI MO OIEHKE >KM3HECTIOCOOHOCTH JUCTHEB MOBTOpsUA 12

pas.
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u rucrorpammsl (0) uepe3 24 daca nocie o6padoTku kymaposoit kucioroit (CA) n/umm UV-C.

L-24 — 24 vaca B xxunkoi nutatensHoit cpene WO0; CA-24 — 24 gaca ¢ 0.5 MM CA; UV-24 — 20
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muH ¢ UV-C; UV+CA-24 — 0.5 MM CA u UV-C B teuenune 20 mun. CpenHue 3HAYCHHUS Ha
KaKIOM rpaduKe, 3a KOTOPHIM CJeAyeT OJHAa W Ta e OykBa, HE pa3Iu4yanCh IpU

ucnoib3oBaHu ANOVA ¢ nonapHbIMU CpaBHEHUSIMU ThIOKH.

BozneiictBue YO-C 6onee 20 MUHYT MIPUBEIIO K
ru0enu aucTheB V. amurensis  depe3 24 yaca 1mociae  oO6paboTku. Beuio
IPOTECTHPOBAHO Oosiee KOpoTKoe Bpemsi obmyueHust Y®-C, HO He ObUIO SBHOTO
BIIUSIHUSA Ha >KU3HECMOCOOHOCTh (BCE JIUCThSI ObUIM KMBBIMHU). [loaTOMYy NHCTBS
BUHOTpaHON 1036l oOnydanmu Y®-C B Teuenne 20 muH (puc. 7). JlaHHbIE
mokasaad, uro Toibko  33.3%  smcTtheB V. amurensis  ocTraBajucCh
YKU3HECTIOCOOHBIMU uepes3 24 yaca nociie ooiyuerus: Y @-C, Toria Kak Bce JUCThA
OBLITM KU3HECTIOCOOHBIMA B KOHTPOJIBHBIX YCIOBUAX WM B mpucyTtcTBuH CA
(puc. 7 a, 06). IlpumeuaTenbHO, YTO KOJHYECTBO >KM3HECIOCOOHBIX JIMCTHCB
YBEIMYUJIOCH TTOYTH BaBoe, 0 83.3%, mocie o6pabotkn YD-C B coueTaHUH C
obpabotkoit CA (puc. 7 0).

Jluctess V. amurensiS ¢ pasHbIX CEKIMHA BHHOTPAJHOM JIO3bI COJACPIKAIH
MPUMEPHO OJMHAKOBBIE KOJMYECTBO M CIIEKTP CTHJIBOCHOB B KOHTPOJIBHBIX
ycIoBUsAX. AHanu3 paHee omyOinmkoBaHHBIX pador (Duan et al., 2015; Xi et al.,
2014) moxkasan, 4Yro HaubOoOJbIIee BIUSHUE HA COJEpPKaHUE CTHIHOCHOB
HaOmonanock uepe3 24 yaca mocie oOpabotku Y®-C. Takum oOpazowm,
coJiep>KaHue M COCTaB CTUIHLOCHOB ObUTH MpOaHaIU3UPOBAHBI uepe3 24 yaca mocie
00paboTKH.

B cTarmapTHBIX YCIOBHSX KYJbTHBHPOBAHMS MBI OMPEACITHIN, YTO JIUCThS
V. amurensis coaepkaT MIECTh CTUIBOECHOB (mpawuc-, yuc-IMLEUN, MPaHc-
pe3BepaTpoll, yuc-e-BUHUGEPUH, mpauc-€- U 0-BUHU(GEPHH), o0llee CoJep>KaHue
cTHIILOCHOB cocTaBisuio 0.2 Mr/r cyxoit maccel (tadi. 3). Tpanc-nTepocTUinbOeH
ObLT OOHApYEeH B O4YeHb MallbiX KoimdecTtBax, MmeHee 0.01 MKr/r cyxoil Macchl.
Kpome Toro, ucroap30BaHHBIE HHIYKTOPBI OMOCHHTE3a CTHIIBOCHOB HE BIIUSIIN Ha

coaepxanue mpanc-nrepoctuabdena (Kiselev et al., 2019b).
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Tabauna 3. ConepkaHue CTHIBOCHOB (MI/T CyXOro Beca) B JIMCTaxX YEPEHKOB BUHOIPaja
aMypCKOTO, KyJIbTUBUPYEMBIX B KOHTPOJBHBIX YCIOBHUSX, B IPUCYTCTBUH KyMapOBOH KHCIIOTHI

(CA) u / wnm ynbTpaduoneroBoro (YP-C) obnyueHus

L-24 CA-24 vo-2q | YPTEA
(KOHTPOJIB) 24
mpaHc-nMnen, Mr/r 0.027 £ 0.110 £ 0.234 + 0.299 +
0.011° 0.049° 0.100 *° 0.096
yuc-nMIen 1, mr/r 0.061 £ 0.132 + 0.100 £ 0.120 £
0.018 ¢ 0.006 * 0.005° 0.009 *
mpanc-Pe3Beparponn, 0.040 = 0.062 + 0.101 + 0.137 +
mr/r 0.007 ¢ 0.005 ¢ 0.015° 0.014*
yuc -e-BUHUGEPUH, 0.003 + 0.013 0.023 + 0.026 +
M/ 0.002° 0.011*" 0.012° 0.015°
m-g-BUHU(GEPUH, MT/T 0.049 + 0,127 + 0.096 + 0.078 +
0.009 ° 0.004 * 0.010 *° 0.009 "
m-0-BUHUDEPUH, MT/T 0.021 + 0.030 £ 0.033 + 0.031+
0.002 " 0.002 * 0.005* 0.003 *
MpaHc-NTePOCTUIILOCH,
MI/T i ) ) )
Oo1ee conepxanue 0.201 + 0.474 £ 0.587 + 0.691 +
CTUIILOEHOB 0.046 " 0.077 2 0.146° 0.146°

O6pabotka CA yBenmumBaia oOIiee cojaepkaHue CTHIBOCHOB B 2.4 pasa
(tabs. 3), 3TO NMPOMCXOIWIIO 3a CYET JIOCTOBCPHOTO YBEIMYCHHS COJCPKAHHUS
mpanc-tunieuaa (B 4.1 paza), e-sunudepuna (B 2.6 paza), yuc-nureunna (B 2.2
pasa), mpanc-pe3Beparposa (B 1.6 paza) u o-sunudepuna (B 1.4 paza). Ilocne
BozjeiicTBus Y®-C obiiee coaepkaHue CTHIIHOCHOB YBEIMYMBAIOCH B 2.9 pa3sa.
DTO yBENMYCHHE MPOU30ILIO B OCHOBHOM 3a CUCT IOBBHIIICHHS YPOBHS MpAHC-
nuueuna (B 8.7 pasza), yuc- e-Bunudepuna (B 7.7 paza), mparc-pe3peparpona (B
2.5 paza), e-Bunudepuna (B 2 pasa), yuc-nunenna (B 1.6 pasa) u J-sunudepuna (B
1.6 paza). CoBmectHoe nciictBue Y®-C oOmyuenuss u CA cuibHEEe BCETo
MOBIUSUIO HA COJEpXKaHWE CTHILOCHOB, yBeqn4yMB B 3.4 pasza (tabm. 3).
3HaYuTEIBLHOE YBEIMYCHUE cojepkaHusi mpanc-nunenaa (B 11.1 paza), yuc- u -
BuHudepuna (B 8.7 paza), mpauc-pe3eparpoia (B 3.4 pasza), yuc-nuneuna (B 2
paza), e-Bunudepuna (B 1.6 paza), o-Bunudepuna (B 1.5 paza) cnmocoOCTBOBAIO
ctumyiupyomemy neicteuro YO-C B coueranun ¢ CA Ha cojaepxaHue
ctibOeHoB. OOpabdotka kak CA, Tak u Y®-C He wu3MEHWIa CHEKTP

obpasyromuxcs ctunboeHoB (Kiselev et al., 2019Db).
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beuto mokazano, yto obpabotka CA w/mumu Y®-C yBenuumBaia ypOBEHb
skcrpeccun STS kak dyepe3 1 wac, Tak M uepe3 24 wyaca Tmocie Hayaia
skcriepumenta (puc. 8). Hacerimenne CA B coueranun c¢ BosuaeicTtBueM Y®-C
IMPUBOIIIO K HanOoJiee 3HAUMTEIBHON aKTHBAIMHM ypOBHEH TpaHCKpumimu STS.
Takas 00paboTka akTHBHpOBaJIa dKcIpeccuto neBstu reHoB VaSTS (VaSTS1-9) B
1.8-7 pa3 mo cpaBuenuto ¢ L-1 u L-24 (puc. 8 a, 0). [Ipu Hacwimenun CA
skcrpeccus VaSTS5 u VaSTS6 3HaunTenbHO MOBBINIANACH 1O CPaBHEHHUIO C
HEe0OpaOOTaHHBIMU JUCThAIMH (24 4, puc. 8 a, 0). Tak xe HaOIIOIATOCH
yBenuuenue sxcrpeccuu VaSTS3, 5 u 9 uepes 1 1 nocne Boznerictust Y D-C (puc.
8 a, 0) m B akcmipeccuun VaSTS1, 2, 4, 5 u 7 gepe3 24 4 mociie obmyderunss Y D-C
(Kiselev et al., 2019Db; puc. 8 a, 0).
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Pucynok 8 — AHanu3 sKclpeccHy TeHOB OMOCHHTE3a CTHIILOCHOB B JHCThX VitiS amurensis ¢
ucnonp3oBanuem I[P PB. YpoBuu TpaHckpunuuu cruiabbencunras STS1-5 (a); ypoBHu
tpanckpunuuu reaoB STS6-10 (6). L-0 — PHK skctparupoBaiu cpasy mocje pas3ac/icHUs JTHaHbI
BUHOTPAIHON 703 Ha yepeHkH; L-1— 1 wac B koHTponbHBIX ycioBusax; CA-1— 1 gac B
npucyrctBun 0,5 MM CA; UV-1 — 1 gac nocie Y®-C B Teuenue 20 munyt;, UV+CA-1 —
gyepes 1 gac mocne 06padbotku YP-C u CA (YO-C 20 munyt; 0.5 MM CA B Teuenue | gaca); L-
24 — 24 yaca B KOHTPOJIbHBIX ycioBusx; CA-24 — 24 yaca B mpucyrcteun 0,5 MM CA; UV-24 —
24 gaca nocie YO-C B teuenune 20 munyt; UV+CA-24 — 24 gaca nocne o6paborkn YP-C u
CA (YO-C 20 mun; 0.5 MM CA B Teuenue 24 4). Cpennue 3HaYCHHs] HA KaXIOM rpaduke, 3a
KOTOpBIM CIEAYyeT OJHAa M Ta ke OyKBa, HE pa3nuuyanuch npu ucnoiszoBaHuu ANOVA c

IIOIIapHbBIMU CPAaBHCHUSAMU TrroKH.

3.2. [lonyyenue STS-TpaHCTreHHBIX KYJbTYP KJI€TOK BUHOTpaaa V. amurensis

u pacrenuii A. thaliana

B npenpiayiieii riraBe ObLTO MMOKa3aHo, YTO B AMKOM BHHOTpaje V. amurensis,
KOTOPBIN sBIIsieTcst Onm3kuM BuaoM Kk V. vinifera, skcnpeccupyercs 10 reHoB
VaSTS. TI'enst VaSTS koaupyroT Oenku, KOTOpBIC pa3IWYaroTcs Ipyr OT Apyra
AMUHOKHCIIOTHBIMHU TIOCIIEOBATEIHLHOCTSAMHU, U YPOBHEM JKCIPECCHU B KaJuTycax
BuHorpaza V. amurensis (Dubrovina et al., 2010; Kiselev et al., 2012). Panee 0bu10
MOKAa3aHO, YTO CBEPXIKCIPECCHs pa3InyHbIX TeHoB STS V. amurensis, a UMEeHHO
VaSTS1 u VaSTS7, yBenuuuBaeT MPOIYKIMIO CTUIHOEHOB B KYJIbTYpPE KIIETOK
V. amurensis (Aleynova et al.,, 2016). Csepxskcnpeccuss VaSTS1 u VaSTS7
yBenuuuia ollee coaepkaHue CTIib0eHoB 10 3.5 pa3 (1o 0.6 MI/T cyxoro Beca)
10 CPAaBHEHHIO C KOHTPOJIbHOM THUEN KileToK KAO.

B mponmomkeHne BBIIENIEPEUNCICHHBIX UCCACAOBAHUM, CIASAYIOIMIMM IaroM
ObLJT MOUCK KOppeusinuid Mexay skcrnpeccuei reHoB VaSTS1 u VaSTS7 u
MPOIYKIIMEH pe3BepaTpoia, a TakKe 3alIUTHBIX pPEakiuii Ha aOuOTHYECKUE
CTPECChl PacTeHMM, KOTOpPhIE B HOpME He cojaepkar reHbsl STS. [l aToro Hamu
OBUTM TIOJYYEHBI TOMO3HMIOTHBIE MO BBeIeHHBIM TpaHcreHam (VaSTS1 u VaSTS7)

pacrenust A. thaliana. Bcero OblI0 MONydeHO MO TPHU TPAHCTCHHBIC JIMHUH
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pactenuii A. thaliana, kotopsie cBepxaskcnpeccupoBanu red VaSTS1 (muuuun ST1)
u ren VaSTS7 (muuaum ST7). Kpome Toro, Obuia moiyyeHa KOHTPOJbHAS JIMHUS
KA-0, TpanchopMUpOBaHHAs «ITyCTBIM» BEKTOPOM — BEKTOp COJEp)Kall TOJBKO
ren Nptll, orBeTcTBEeHHEIH 3a ycToiunBoCcTh K KM. Bee mmHMM ObUTH TIOTy4YEHBI B
pe3ynpTaTe HE3aBUCHUMBIX TpaHcopmanmii. Jlamee Oblma mpoaHaIU3MpOBaHA
IKCTIpeccusi MepeHeceHHbIX TpaHcreHoB VaSTS1 u VaSTS7. B mannoit pabote
OBLTH UCIIOJB30BAaHBI OJTHU M TE XKe MpaiMephl U aHAIHM3a TPAHCKPHUIIIIUN TSHOB
VaSTS1 u VaSTS7, u, Obl10 TIPOU3BEEHO CPAaBHEHUE DKCIIPECCHU TCHOB MEXKIY

UCCIIeIyeMbIMU JIMHUSIMH U TpaHcreHHbIMH pacTeHusimu A. thaliana KAO (puc. 9).
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Pucynok 9 — KommuectBennas omenka skcrpeccuu reHoB VaSTS1 n VaSTS7 B TpaHCTEHHBIX
pactenusix A. thaliana. KAO — tpancrennsie pactenust A. thaliana, cBepxakcmpeccupyrorine
TOJIKO CEJeKTHBHBIN Mapkepubiid ren nptll; ST1-1, 2 unu 3 — nuaum pacrenuit A. thaliana,
cBepxakcnpeccupyromme red VaSTS1; ST7-1, 2 wimm 3 — nuaumm pacrenuit A. thaliana,
cBepxakcnpeccupyromme red VaSTS7. JlanHble TpencTaBIeHbl Kak CpeJHUE 3HAYCHUS =+
crangaptHas ommbOka (N = 8). * p < 0.05 ** p < 0.01 B 3aBUCHMOCTH OT 3HAYCHUS

¢danyopecuenimu y pacrennit KAO (mapusiit t-kputepuit CTbroieHTa).

VY Bcex TpaHCreHHBIX pacTEeHUM YypOBEHb HKcrpeccun reHa VaSTS Obua
3HAYUTEIHHO BBIIIE IO CPAaBHEHHWIO C (POHOBBIM 3HAYCHHWEM B KOHTPOIBHBIX
pactenusx A. thaliana KAO (puc. 9). Takum obGpa3om, Bce VaSTS-TpaHCreHHbIC

pactenus A. thaliana skcripeccupoBanu renst VaSTS. Bosiee Toro, ObLI0 MOKa3aHo,
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yTo 3Kcrnpeccust reHa VaSTS1 Bo Bcex nuHuMsAx ST1 O6buta B 6.5—13.3 pasa Belle,
4eM YpOBEHb TpaHCKpunimu reHa VaSTS7 Bo Bcex muausax ST7 (puc. 9). Dtm
pe3ynbTaThl OBUIM HEOXUAAHHBIMH, TOCKOJAbKY TeHsl VaSTS1 wm VaSTS7
HAXOMATCSI TOJ KOHTPOJIEM OJHOTO W TOTO JK€ CHIBHOTO KOHCTHUTYTHBHOTO
MIPOMOTOpPA BUPYCa MO3AWKH IIBETHOM KamycThl 35S W, ClIeMOBaTENbHO, JOHKHBI
UMETh IPUMEPHO OJMHAKOBBIN ypoBeHb 3kcnpeccun (Ogneva et al., 2021a).
M3BecTHO, UYTO TpPAHCTEHBI B PACTCHUAX TMOJABISIOTCS C ITOMOIIBIO
muto3uHoBoro Metwimposanus JJHK (Rajeevkumar et al., 2015). Bo3moxHo, B
HaleM ciydae mnocienoBarenbHocTn reHoB VaSTS1 m VaSTS7 monpepranvch
pa3HbIM  YpOBHSIM  MeTwiaupoBanus. IlosTtomy B  gaHHOM pabote  Obul
MPOAHANIM3UPOBAH YPOBEHb METWIMPOBAHUSA IMTO3MHA TOCIEI0BATEIBHOCTH
redoB VaSTS1 u VaSTS7 B muausix ST1-1 u ST7-1, ucnons3ys 6ucynbdutrHoe
cekBeHnpoBanue (Rajeevkumar et al., 2015). Beuio mokazaHo, 4YTO ypOBEHB
[IUTO3WMHOBOTO METWJIMPOBAaHMUS 3'-KOHIIA OEJIOK-KOJIUPYIOIIe o0nacTu reHa
VaSTS1 y nmunaun ST1-1 cocraBnsetr 33.3 = 9.0%, a metunupoBanue rera VaSTS7
y muann ST7-1 — B 2.1 pasa Bemme (70.1 + 9.4%, puc. 10a). Takum obpazom, TeH
VaSTS7 6b11 TUIIEpMETUITUPOBAH B 3TO, BO3MOXKHO, SBJISIETCSI OCHOBHOW MPUYHHON

HU3KOM sKkcrpeccun reHa VaSTS7 B tpancrennbix auHusx ST7 (Ogneva et al.,
2021a).
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Pucynok 10 — KonuuecTBeHHas oleHka MeTuiaupoBaHus VaSTS-TpaHCTEHHBIX pacTEeHHM

A. thaliana (a) u BiausHHEe 00paboTKH S-azanuTuauHOM (5A) Ha sKcnpeccuio reHoB VaSTS1 u
VaSTS7 (6); KAO — Ttpancrennsie pactenust A. thaliana, cBepxakcmpeccupyromme TOIBKO
ceneKTUBHBIN MapkepHbIi reH nptll; ST1-1 — A. thaliana, cBepxakcnpeccupyromas ren VaSTS1;

ST7-1 — nuaus pacrenuit A. thaliana, ceepxokcnpeccupyromas ren VaSTS7. JlanHble
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NPE/CTaBJICHBI KaK CPEJIHKUE 3HAUYCHUs + cTaHaapTHas omuoka (N = 8). * p < 0.05 mo cpaBHEHUIO
co 3HaueHusmu wmeTwmpoBanus JHK B pacrenmsax STS1-1 wmm skcnpeccun VaSTS B

HEe0OpabOTaHHBIX pacTeHHAX (MapHBIH t-KpuTepuii CThIOICHTA).

Jlst Toro, 9To0BI YOSAUTHCS B TOM YTO MMEHHO METHJIMPOBAHHE TPAHCTCHA
SBJISIETCS TPUYMHOM OTHOCHUTENbHO HHU3KOM skcmpeccuu VaSTS7, Mbl permim
IpOaHAIM3UPOBATh BJIMSHUE JEMUTWIMPYIOMIETO areHTa Ha JKCIPECCHIO
TPaHCTEHOB B IMOJyudeHHbIX pactenusx A. thaliana. 5-Azamurugun  (5A),
XAMHYECKUHA  aHaor  HYKJIEO3WJa  IUTHIWHA, SBISETCS  MHTHOMTOPOM
metmmpoBanus JIHK (Kiselev et al., 2019a). B xoxe 3KCHepHMEHTOB OBLIO
MOoKa3aHo, 4To 00paboTka S5A yBenuuuBalia 3KcHpeccuto TpaHcreHa VaSTS1
tobko B JuHMM ST1-2 B 1.3 paza (puc. 10 0), omHAKO ATO TOBBIMICHUE
skcrpeccun TeHa VaSTS1 He ObUTI0 CTaTUCTUYECKH JOCTOBEPHBIM. B To ke Bpems
SA J0CTOBEpHO YBETWYHMBAI SKCIPECCHUIO TUNEPMETHIMPOBAHHOTO TpaHCTEHA
VaSTS7 B 1.2-1.9 pa3a Bo Bcex ymuuax ST7 (puc. 10 0). Takum obpazom, SA
cHIKaeT oomee MmetunupoBanue JIHK, 4to BeneT K ycuineHuro skcnpeccuu dosee
METHJIMPOBaHHBIX TpaHcreHoB — VaSTS7 (puc. 10 06). Dkcmpeccusi MeHee
MeTmIMpoBaHHOTO TpaHcreHa VaSTS1 mocnme o6paboTku SA CyIIECTBEHHO HE
usmenuack (Ogneva et al., 2021a; puc. 10 6).

Panee Oblmo mokaszaHo, 4To cBepxdkcmpeccus reHoB VaSTS1 m VaSTS7 B
KaJUTyCHBIX KynbTypax V. amurensis (Aleynova et al., 2016) npuBoamiaa K
YBEIMYECHHIO MPOAYKIMK CTHIIHOCHOB B 3.5 pasa. B npupone skcnpeccust VaSTS u
IPOAYKIIMS CTHIILOSHOB B V. amurensis HHIyIMpOBaHHAsI, TO €CTh YBEIMUNBACTCS
B OTBET Ha CTpecc, B TO Bpemst Kak B P. jezoensis skcnipeccus PjSTS u mpomyKiiust
CTHJILOCHOB CTAOWJIBHO BBICOKAs, a Tak e P. JeZ0ensis mpou3BOAUT OTIIMYHBIN OT
BUHOTpaaa Habop ctuibOeHoB. Ceepxaekcnpeccus PJSTS enu asHCKOM B KieTKax
BUHOTPAJIa MPEMOJIOKUTEITHHO JOHKHA MOBIUATh HA POCT KJIETOK, MPOIYKITUIO U
HAa0Op CTUIBLOEHOB, MOAXTOMY CIEAYIOIIUM 3TanmoM paldoT ObUIO TOJIydeHUE
TPAHCTeHHBIX KIETOYHBIX KYJIbTYp, CBepXakcrpeccupyrommx PJSTS. [{ns storo

KyneTypa V2 V. amurensiS  Obuta  TpaHC(OPMHPOBAHA  METOIOM
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arpobakTepualibHOM TpaHchopManmu. bl mosydeHsl KieTouHble JUuHUKM ZST1,
CBEPXIKCIPECCUPYIOTUE PjSTS1a, KJIETOYHBIE JTUHUT zST2,
cBepxdKcnpeccupyomue PjSTS2, kimeToyHble JTUHUH, CBEPXIKCIPECCHPYIONINE
PjSTS3, n muuausa KAO, conepxamas myctoir Bektop (Kiselev et al., 2013a). Otu
KaJUTyChl TPEACTABISIN €000 pBIXJIbIE, MHTEHCHBHO pACTyIIUE TOMOTCHHbBIE
TKaHU, KOTOPBIC HE TMOJBEprainuch AU QGepeHInpoBKe B TeMHOTE Ha cpene MS ¢
notasinennem BAIT u AHY.

3areM OblIa MpoaHATM3MPOBaHA dKcIpeccus TpancreHoB PJSTS1a, PjSTS2 u
PjSTS3 B mosyueHHBIX JUHUSIX KJIeTOK BUHOrpaaa (puc. 11). Bee muaun PjSTS-
TPAHCTEHHBIX KJIETOK BUHOTPaa aKTUBHO KCIIpeccupoBain Sk3orennsie PjSTS1a,
PjSTS2 wmmm PjSTS3. Cpeau nmuuii wietok zST1 HauOosbImas 3KCHPECCHS
tpancrena PJSTS1 Obwta B juamm zST1-3, Torma Kak SKCIpecCHs TPaHCTCHOB
PjSTS1 B muamax zST1-1 m zSTI1-2 Obuta Hwke B 3-10 pas (puc. 11a). s
KJICTOYHbIX JInHUK zST2 wHaumOousbinas sKkcnpeccus TpaHcreHa PjSTS2 Obiia
NoKa3aHa B KJIeTOYHOU jauHnn zST2-3, Torna Kak skcnpeccus TpancrenoB PjSTS2
B zST2-1 u zST2-2 Obuta Hmwxke B 1.4-2.3 paza (puc. 116). YUrto kacaercs
KaeTouHbIX auHMNA zST3, camas BbICOKas sKcmpeccusi Tpancrena PJSTS3 Obuia B
KJIeTOUHOM TuHuM zST3-2, TpaHCKpUIILKA B KOTOpo# Oblia B 1.8-2 pa3za akTuBHEe,

yeM B KiIeTouHbIX JuHUIX zST3-1 u zST3-3 (Suprun et al., 2020; puc. 118).
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Pucynok 11 — KonuuecTBeHHas olleHKa 3Kcmpeccud reHa PJSTS B KynbTypax TpaHCTEHHBIX
KJIeToKk V.amurensis Oblia BBIOJAHEHA C momolnbio kommuectBenHou [IIIP. PHK Obura
BbIZICTIcHa M3 BekTopHOro koutpois (KAO), (a) PjSTSla- (zSTS1-1, -2 u -3), (6) PjSTS2-
(zSTS2-1, -2 u -3) u (B) PjSTS3 - tpancopmupoBanubix (ZSTS3-1, -2 u -3) KIETOYHBIX JTHHUN
V. amurensis. JlaHHbIe MpecTaBlIeHBl KaK cpeaHee + cranmapTHas omuobka. * p < 0.05; ** p <
0.01 mo cpaBHeHHIO CO 3HaueHUsIMH (IyopecueHUMH B KylnbType Kietok KADO,

TpaHCQOPMHUPOBAHHBIX TYCTHIM BEKTOPOM.
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3.3. Conep:xanne cTHILOEHOB B PjSTS-TpaHCreHHBIX KYJIbTypax KJIETOK

BuHorpazaa V. amurensis u VaSTS-Tpancrennbix pacrenusix A. thaliana

C momompro BOXX B kimetkax V. amurensis ObUIO ONpEIEICHO MIECTh
CTWIIBOCHOB: mpaHc-pe3Beparpos auriuko3us (1), mpauwc-nunena wid mpauc-
pe3Beparpon rimko3un (2), mpawnc-pe3separpon (3), - Bunubdepun (4), o-
BUHUGEPHUH (5) U yuc-ULIEeU WK mpaHc-pe3BepaTpoli riauko3u (6). Panee Obuio
UACHTUGUIIIPOBAHO TATh CTHIBOCHOB B  KYJIbTypaX KaJUTyCHBIX KIIETOK
V. amurensis (Kiselev et al., 2016b; Aleynova et al., 2016). B sTom uccnenoBanuu
ObLJIO TakkKe HUIACHTUDUIMPOBAHO U OMPEAEIICHO KOJIUYECTBO yuUC-TIULICU/IA,
CTepEeon3oOMepa mpaHC-TIMICHIa, HO B OYCHb HE3HAYNUTEIHLHOM KOJHUYECTRBE,
nocturaromee 0,01-0,02 mr/r cyxoro Beca mwm 0,001-0,002% cyxoro Beca
(Suprun et al., 2020; tabmnuma 4). 3BecTHO, YTO €71b MPOU3BOJUT OTIUYHBIA OT
BUHOTpaja HabOp CTHIILOCHOB, K MPUMEPY, B TKaHIX P. jezoensis Obut oOHapyX)eH
MOHOMEp CTuibOeHa mpanc-iuueatannon (3,4,3',5'-teTparuapokcu-mparc-
ctiibOen) (Kiselev et al., 2016b). Takum o0pa3oM, MOKHO OBLIO OXHIATh
MOSIBJICHUSI HOBBIX CTHJIHLOCHOB B KJIETKaX BHUHOTPAJA, CBEPXIKCIPECCHUPYIOIINX
rebl PJSTS emn. Tem He MeHee, He ObLIO OOHApY)KEHO HHUKAKMX HOBBIX
CTHJILOCHOB, W, CJIEJIOBATEIIbHO, HA HCIOJb3yeMbIX reHax PJSTS enmn BO3MOXKHO
OBLJIO TIOJYYUTh TOJILKO MPaHc-pe3BEPaTPOI B KaueCTBE MOHOMEPHOTO CTUIILOEHA
B KJIETKaX BUHOTPAJIA.

Jns nanbHeime padoThl ObUIO HEOOXOAMMO OMPENETUTh B KAKOH MOMEHT
KJIETOYHAsI KYJbTypa MPOU3BOJUT MAKCHUMAJIbHOE KOJMYECTBO CTHIILOCHOB, IS
ATOTO OblIa MPOBEJCHA OIEHKA MapaMeTPOB CyXOro poctra (Mr/JI MUTATEIbHOU
Cpelibl), 001Iero cofep>KaHus CTUIILOSCHOB (MT/T CyXOTO Beca) U O0IIei MpOoayKITUU
CTHILOCHOB (MI/1 mUTaTeabHOM cpenbl) wepe3 1, 2, 3, 4, 5, 6 u 7 Henenb
KyJIbTUBUPOBAHUSA. BbUIM MOKa3aHbl TUHAMHYECKHE M3MEHCHHUS IMapaMeTPOB IS
KOHTPOJILHOM JIMHUU KJIETOK, TpaHCPOPMUPOBAHHBIX MycThIM BekTOopoM (KAOQ), n
JUHUM KJIeToK ¢ oakcrpeccueir PJSTS3 (zST3-2). beuia oroOpaHa TONBKO

kierouHas JmHUs zSTS3-2, Tak kak B HeWl ObUIO HauboJblIee CoJepKaHue
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CTUILOEHOB (Tabs. 4). bonee Toro, TMHaMUKa HAKOIUJIEHHUS OMOMAacChl B JPYTUX
JUHUSIX TPAHCTEHHBIX KJIETOK OblTa aHajorumuHoil. Kak mokazano Ha pucynke 12,
HauOobas obmas npoaykus ctuibOena st KAO u zST3-2 6buta o6HapykeHa
Ha 35-42 neHb KyJIbTUBUPOBAHUS, UMEHHO MO3TOMY KaJIyChl ObLIM coOpaHbl Ha

35-€ CyTKHU KyJIbTUBUPOBAHHSI.
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Pucynox 12 —Cyxoii pocT (a, MI/J mUTATENbHON Cpejibl), 00IIee coaepkaHne CTHIL0eHOB (0,
MI/T CyXOW MAacchl) ¥ 00IIas MPOIYKIHs CTHILOCHOB (B, MI/I MUTATeNbHOW cpepl) Ha 7, 14, 21,
28, 35, 42 u 49 nenwp kynpTUBUpoOBaHusA (T.e. 1, 2, 3, 4, 5, 6 u 7 Henenb) KOHTPOJIbHOMI

kierounoit muaun KAQ u nmunum, cBepxakcnpeccupyromieir PjSTS3 (zST3-2).

B tabnuiie 4, nmpeacTaBieHbl CHIPOM U CYXOM BeC KJIETOK (T/J1 MUTATEeIbHOU
cpenbl), o0miee coaepKaHue CTWIHOCHOB (MI/T CyXOro Beca) U MPOMYKIIHS

cTiibOeHoB (Mr/n murtarenbHol cpeasl) KAO, zST1, zST2 u zST3 knerouHsle
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JVHHMH, CBEpXIKCIpeccupyomue pasnuudbie renbl PJSTS1, PjSTS2 u PjSTS3

COOTBETCTBeHHO. TpaHcopmarus reHamu PjSTSla w PjSTS2  cHwmkana

HAKOIUICHHE CHIPOH U CyXOi OMOMAcCCHI MOJIYYeHHBIX TPAHCT€HHBIX JIMHUNA KJIETOK
BuHorpaaa B 1.1-1.4 pasa, torma kak TpaHchopmanus remom PjSTS3 memHoro

yBeJIMYMBaIa 3Ty nokazatenu (Suprun et al., 2020; Ta6a. 4).

Tabauua 4. HakoruieHwe chipoii W Cyxoil Omomaccel, o0Iee coaepKaHue H TMPOTYKLHUs

cruisbenos B KAO, zST1-1, -2, -3; zST2-1, -2, -3; zST3-1, -2 u -3 JIMHUIX KJIETOK,

cBepxakcnpeccupyronmx reasl PjSTS1a, PjSTS2 wmu PjSTS3

O6mee
o | G oy | s | e | O o
(mr/r)

KA 0 159.1 £12.2 6.2+0.5 0.19 + 0.07 1.18 £0.63
(PZjSS-'II-é-lla) 141789 50403 114 +0.71% 570 + 371
(FijS-'II%-lZa) 123.1 + 8.4% 4.9+0.2% 0.92 +0.31* 451+ 1.64%
(Ffj%%'fa) 1354+ 82 51402 0.68 + 0.19* 3474107
(IZD?;I?S%) 130.1 £ 8.7* 49+03% | 050+0.11* 2.45+0.56
(E,?STTZS% 137.6 5.8 51402 0.55+0.21* 281+ 1.12
(E,?STTZS% 111.2 + 6.6 43+03% 0.48 + 0.13* 2.07+0.58
(E,?STT?’S% 173.8 % 6.3 6.3+0.5 1.01 = 0.40% 6.36 + 2.59*
(é?sTTasg) 200.7 +9.1 83+0.8 3.06+2.01%*% | 2540+ 16.73%*
(E?STTBsg) 159.5+9.9 7.240.3 0.77 +0.22% 5.54+ 1.64%

IIpumeuanue. KamnycHas Tkanb Obuta coOpana Ha 35xenp. * p <0.05; ** p <0.01 mo
CPaBHEHMIO CO 3HAYCHHSIMHM HAKOIUICHHUS CBEKel OMoMacchl, HAKOTUICHUS CyXOi OMOMacchl Uiu

o0miero ypoBHs CTHJIBOEHOB B TPaHC(OPMUPOBAHHOM IMYCTHIM BEKTOPOM KJIETOYHOH JIMHUU

KAO.

bornee cymecTBeHHbIe pa3nuuus OBUTM OOHAPYKEHBI BO BpEeMsl aHaIu3a
oO0IIeTo coepKaHus U POAYKIIUU CTUIHOCHOB (Ta01. 4). Tpanchopmarius KIeTok

BuHOrpana reamu PjSTSla, PJSTS2 u PjSTS3 mocroBepHO yBenuuuBaiia oOliee
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CoJIep)KaHhe W MPOJIYKIHUIO CTUILOEeHOB B 3.6—6 u 2.9—4.8 pa3a, B 2.5-2.9 u 1.7-
2.4 pa3a, B 4.1-16.1 u 4.7-21.6 pa3za, COOTBETCTBEHHO, (Ta0J. 4) IO CPABHEHUIO C
muaneir  KAO. 3arem Obul0 TIpoaHANM3HPOBAHO COACPKAHHE OTACIbHBIX
cTiibOeHoB B KieTouHblX JMHUSIX KAO, zST1, zST2 u zST3. Tpanchopmaius
kaurycoB V. amurensis renmamm PjSTSla, PjSTS2 um PjSTS3 cymecTBeHHO
yBeJIMUHBAJIa COACp)KaHUE mpanc-pe3BepaTpoia B 4-26.3, 2-3.3, u 3.3-81.3 paza
[0 CPAaBHEHUIO ¢ KOHTpOJbHOU JmHuerd KAQ coorBeTcTBeHHO (Tali. 5), B TOXE
BpEMsI YBEIWUYCHUE COJCPKAHUS JIPYTUX CTHIHOCHOB OBIIIO HE TAaKUM CHJIBLHBIM
(Suprun et al., 2020). Cgepxakcnpeccuss STS HEMOCPEJACTBEHHO KaTaIM3HPYyET
peakiuio odopazoBanus mpanc-pe3peparponia (Langcake et al., 1977), a mosiBiacHue
JPYTUX CTHIIBOCHOB TpeOYyeT TIUKO3WINPOBAHUS, METHIIMPOBAHUS UITU OKUCIICHUS
non neiictBueM crnenududeckux depmentoB (Dubrovina et al., 2017), o 3TH

(dbepMeHTHI He ObUTH aKTUBUPOBAHBI TIOCIIE TpaHchopmanuu renamu PjSTS.

Ta6muua 5. Conmepxanue oTaenbHbIX cTHIBOEHOB (% cyxoil maccel) B KAO,
zST1-1, 2, 3; zST2-1, -2, -3; zST3-1, -2 wu -3 JHUHUIX KJIETOK,
cBepxakcnpeccupyromux reusl PjSTS1a, PJSTS2 nau PJSTS3

Kot mpanc- mpawc- mpawc- &— 0— i
CTORMHAA | PesBEpatpolt MHULEN pe3Bepatpo | BUHHGpEpHUH | BHUHUpEPUH YUc TSR
e (TeH) | TUTIUKO3UI (Mr/r) 1 (Mr/r) (Mr/r) (Mr/r) (mr/T)
(Mr/T)
KAO 0.10+0.03 | 0.02+0.01 | 0.03+£0.01 | 0.01 £0.01 | 0.02+0.01 | 0.01 +£0.01
zST1-1 3 %
(PiSTS1a) 0.12+£0.03 | 0.06+0.02 0.79 £ 0.56**| 0.04 £ 0.02 |0.12+0.03* | 0.01 £ 0.01
zST1-2 « « % %
(PiSTS1a) 0.28+£0.09* {0.23+£0.11*|0.13 £0.05* | 0.08 £0.03 [0.18 +0.05* | 0.02 + 0.01
zST1-3 « % *k
(PjSTS1a) 0.254+0.07* | 0.12+0.04 |0.12+£0.04* | 0.07£0.03 0.11 +£0.01** 0.01 +0.01
zST2-1 " %
(PiSTS2) 0.15+0.03 |0.14+0.03*| 0.06 £0.01 | 0.04 +£0.01 [0.10+£0.03*| 0.01 £0.01
2ST2-2 " %
(PiSTS2) 0.19+0.07 | 0.11 £0.05 [0.10£0.03*| 0.03+0.02 [0.11 £0.03*| 0.01 £0.01
zST2-3 "
(PiSTS2) 0.19+£0.06 | 0.04+0.01 | 0.08+0.02 | 0.04+0.02 |0.12+0.03* | 0.01 +0.01
zST3-1 oo "
(PiSTS3) 0.09+0.06 | 0.09+0.03 .53 £0.15** 0.09+0.04 [0.20+0.05*| 0.01 £0.01
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25132 1026+ 0.00% [0.09 + 0.01% .44 + 135+ 0.06+0.02 0.20+0.09% | 0.01 +0.01
(PiSTS3)

25133 | 0.34+0.15% 0.08=0.03| 0.10+0.04| 0.08+0.02| 0.15+0.04% 0.01=0.01
(PjsTsg) | T RO R T R R

Ipumeuanue. OOpa3Ipl KAJUTYCHON TKaHH MOJIy4aid u3 35-THEBHBIX KyabTyp. * p < 0.05; ** p
< 0.01 mo CcpaBHEHWIO CO 3HAYEHHUSAMH COJCP)KAaHUS OTICIBHBIX CTHJIHOCHOB B

TpaHCHOPMHUPOBAHHOM MTyCTHIM BEKTOPOM KiieTouHOU nHuu KAOQ.

HaubGonpmuit  monoxutenbHbli  3G(EeKT Ha colepkaHue CTUILOSHOB
HaOmronancs B PJSTS3-TpaHCreHHBIX KJIETOYHBIX JHHHAX BHHOTpaaa. B kammycax
2ST3-2 obmiee coaepkaHue CTHIHLOCHOB YBEIMYMIOCH 10 3.1 MI/T cyXxoro Beca, a
MPOJYKIUS CTHIBOCHOB 10 25.4 MI/n 1o cpaBHEeHMIO ¢ KautycHoi juHueit KAOQ
(rabs. 4). Taxkum oOpa3zoMm, cBepx3kcnpeccus TeHoB PJSTS B KIETOYHBIX
KyJIbTypax BHHOTpaaa MpHUBeEa K OOJBIIEH aKKyMYISIITUU CTHIILOCHOB B KIIETKAX,
yeM cBepxakcnpeccus reHoB Bunorpaaa VaSTS (Kiselev et al., 2016b; Aleynova et
al., 2016; Ogneva et al., 2021a). BeposiTHO, 3T0 OBUIO CBSI3aHO C W3BECTHBIM
(dbakTOM, YTO MHOTOYHMCJICHHBbIE BCTABKHM TPAHCTEHOB B T€HOM PACTEHHUS MOTYT
OPUBOAUTh K  TUNEPMETHIMPOBAHUIO U TOJABIECHUIO  TPAHCTEHHBIX
MocJeA0BaTeILHOCTEH, OCOOCHHO B Clly4yae, €CJU MEePEHECEHHBbIE TEeHbl ObLIN
OYCHb IMOXOXKM WM WAeHTUYHBI SHAoreHHbIM (Rajeevkumar et al., 2015).
DHJIOTCHHBIC TIOCJIEIOBATEILHOCTH TEHOB STS KyNbTyphl KJIETOK BHHOTPAJA
UICHTUYHBI TNepeHeceHHbIM reHam VaSTS V. amurensis. B cBoro ouepenb
IICpPEeHECEHHbIE TeHbI eI asHCKOW PJSTS cHIbHO OTIHMYAIMCh OT SHAOTCHHBIX STS

BUHOTpaaa (romojiorust Tojabko 60—-63%; Tad. 6).

Ta6auua 6. CpaBHeHHME MOCIEAOBATEIIBHOCTH HYKJIEMHOBBIX KHCIOT T€HOB STS
emu wu BuHOorpama, NCBI BLAST (http://blast.ncbi.nm.nih.gov), blast-n

(mykneotuaHo-HykieoTuiHblii BLAST)

PjSTSla |PjSTS2 | PjSTS3 |VaSTS1 | VaSTS10 | VINTSTL

(%) (%) (%) (%) (%) (%)
PjSTS1a (LT158484) - 99 96 63 63 63

PjSTS2 (LT158486) 99 — 95 63 63 63
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PjSTS3 (LT158487) 96 95 - 60 61 61
VaSTS1 (GQ167204) 63 63 60 - 87 97
VaSTS10 (JQ780328) 63 63 61 87 - 87
VINTSTL 63 63 61 97 87 -
(NM001281010)

Panee namu ObUTIO TOKa3aHO, 4TO B KOHTposibHOHM ymHuE A. thaliana KAO,
cTiibOeHoB He Obuto (puc. 13a, Tabn. 7), B To Bpems kak VaSTSl-tpaHcreHHbIe
pacrenus A. thaliana, npoxyuupoBanu nBa cTHiIbOCHA: MpaHCc-TIALIEUIT U MPAHC-

pe3Bepatpout (puc. 136, Tadi. 7).

s} 0)

25 30

5 10 15

20
TIME [min]

Pucynok 13 — Xpomarorpamma BOXX — Y® (310 HM) A1 9KCTpakTOB TPAHCTEHHBIX PacTeHUN
A. thaliana. (a) KAO — tpancrennsie pactenus A. thaliana, ceepxskcrnpeccupyromye TOIbKO
celekTHBHBIH  MapkepHblii rern nptll; (6) ST1-3 — numeum pacrenmit  A. thaliana,

cBepxakcnpeccupoBarmve red VaSTS1; mpanc-munenn (1) u mpanc-pesseparpodn (2).

Pacrenus, cBepxaskcnpeccupyomue ren VaSTS/ mpoaynupoBaiv TOIBKO
mpanc-pe3Bepatposl (tabn. 7). HauOonblee coaepkaHue mpaHc-TIUNEUIa U
mpanc-pe3BepaTpoiia ObUIO OOHapykeHo B pacTeHusx A. thaliana, xortopsie
cBepxakcnpeccupoBanu reH VaSTS1: 8.28-22.66 mkr/r cBexeit maccel (Tadi. 7).
Camblii BBICOKMI YpPOBEHb CTHJIBOCHOB CpeIMd TPAHCT€HHBIX JIMHUN pPACTEHUI

VaSTS1 6w 3apeructpupoBan it uaun ST1-3, a cambiii Hu3kmit g ST1-2
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(ta6s.7). TlosyueHHBIH YpPOBEHb COJCPXKAHUS CTHIHLOCHOB TIOJOXHTEIBHO
KoppenupoBai ¢ 3kcnpeccuedd reHa VaSTS1 (koaddumment koppensuuu r = 0.96
puc. 9). O6mee comepkanne CTUILOCHOB B pacTeHusX Jmanid ST7, 6p110 B 103—
1133 pa3 Huke, yem cojiepkanue cTriibOeHa B muHusAx ST1. BaxkHo 0TMETUTH, UTO
U3 BCEX CTUILOCHOB /Il JAHHBIX JIMHUN OBbUI OOHApPYKEH TOJBKO MpaHc-
pesBepatpoit: 0.02—0.08 MKr/r cBexxeit Macchl (Tali. 7), M 3TOT pe3yJIbTaT TakKe
koppempoBa (r = 0.98) ¢ Huskoii skcnipeccueit Tpancrena VaSTS7 (Ogneva et al.,
2021a; puc. 9).

Ta6imna 7. Coxep:xanue mparnc-nuuenaa u mparc-pe3peparpona (% ot coipoit
maccel) B JauHMsSX pacrenuit A. thaliana KAO, ST1-1, 2, 3; ST7-1, 2, 3,

cBepxaKcnpeccupyomux reusr VaSTS1 nimm VaSTS7

JIuHus pacTeHui mpanc-nuueuns, mpawnc-pe3BepaTpoul, Oob1ee conepxkanue
(ren) MKT/T MKT/T CTHJILOCHOB, MKT/T
KAO 0 0 0
ST1-1 (VaSTS1) 12.42 +4.11* 0.32 +0.23 12.73 +4.34*
ST1-2 (VaSTS1) 8.01 £2.02%* 0.28 +0.19 8.28 £2.19*
ST1-3 (VaSTS1) 21.43 £4.98** 1.24 £0.55* 22.66 £5.56%*
ST7-1 (VaSTS7) 0 0.08 +0.03* 0.08 +0.03*
ST7-2 (VaSTS7) 0 0.02 £0.02 0.02 £0.02
ST7-3 (VaSTS7) 0 0.02 £0.02 0.02+0.02

Ipumeuyanue. * p <0.05; ** p < 0.01 o cpaBHEHHIO CO 3HAYEHUSMHU COJAEPKAHUS MpaAHC-

nulenJa WIM  mpaHc-pe3BepaTpona B 8-HedenbHx — pacteHusx — A.  thaliana,

TpaHCPOPMHUPOBAHHBIX MyCThIM BeKTOpoM KAQ.

3.4. YcroituuBocTh K abuotudeckomy crpeccy VaSTS1- u VaSTS7-

TpaHCreHHBIX pacTeHuii A. thaliana

Jns onpeneneHusi cTeneHu ydacTusi reHoB BuHorpaga VaSTS1 u VaSTS7 B
OTBET Ha pa3inyHbie aOMOTHUYECKHE CTpecChl ObUIM HCIonb30BaHbl VaSTS1- u
VaSTS7-tpancrennbie uauu pactenuit A. thaliana. Bcero Obuto mpoBeneHo 5
cepuii HKCIIEPUMEHTOB TI0O MHYKIIMH COJIEBOTO, BEICOKO- U HU3KOTEMITEPATypHOTO,

YO crpecca (YO-B, 312 um u YO-C, 254 HM), a Takxke 3acyxu. Pe3ynapTaTel
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nokaszajau, 4To cBepxakcrpeccus reHoB VaSTS1 um VaSTS7 He yBenuuuBaia
YCTOMYMBOCTh K 3aCOJICHUIO, 3aCyXe M HU3KHM Temmepartypam (puc. l14a, B, 1).
YcrorunBocTh pactenuii A. thaliana, ceepxakcnpeccupyromux VaSTS1 u VaSTS7,
nocJie TerioBori o0paboTku Obuia Ha 1-14% BhIllle IO CPABHEHHUIO C PACTCHUSIMU

KAO, HO 3T0 yBenuueHHEe He ObUTIO CTATUCTHYCCKH 3HAUMMBIM (puc. 140).
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Pucynok 14 — BwpKHBaeMOCTb pacTeHHid (a,r) W JUCThEB (1I,€) MOCTE CTPECCOB: Xononaa (a),
teria (0), 3aconeHus (B), 3acyxu (r), yiaeTpaduoneroBoro obmyuenus B (UV-B, n), u
yabrpaduoneroBoro obmyuenus C (UV-C, e). KAO - Ttpancrennsie pactenusi Arabidopsis
thaliana, cBepxakcmpeccHpyromie TOJbKO CEICKTHBHBIN MapkepHbii rer nptll; ST1-1,2 u 3 -
muann pactenuit A. thaliana, csepxakcnpeccupytomme ren VaSTS1; ST7-1, 2 u 3 - nuHuHH
pacrenuii A. thaliana, ceepxakcnpeccupyromme reH VaSTS7. JlaHHble mNpeacTaBlIeHBI Kak
cpenHue 3HaueHus + crangaprtHas ommoka (n = 160). * p < 0.05, ** p < 0.01 mo cpaBHEeHHUIO CO
3HAYEHUSIMH BBDKMBAEMOCTH pacTeHHi wiM auctbeB y pacteHuil KAO (mapHbiii t-kputepuit

CrtprozieHTa).
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Pucynok 15 — Buemnwmii Bug pacrenuii Arabidopsis thaliana npu o6nyuenun ynbrpaduoneTom

B (UV-B, 312 uwm, a) u ymnerpaduonerom C (UV-C, 254 Hwm, 0). 4-HelenbHbIC PACTCHUS
obnmydyanu B TeyeHue 10 MuH Ha paccrosHMM 15 cM Hajg TroplmikaMud C MaKCHUMaJbHOU
MOIIHOCTBIO, Kak omucano panee (Tyunin et al., 2016). CoryiacHO HHCTPYKIMU MTPOM3BOIUTENIS,
MBI mcrons3oBami 1800 mMxBr/em® Y®-B u 930 mxBr/cM? MHTEHCHBHOCTH Y ®-usnydenus.
BbikuBaeMOCTh JTMCTHEB ONPENENSUIM KaK KOJMYECTBO SIBHO 3€JIEHBIX JHCTHEB UEPE3 HEAEIIO

I0CIIe IPEKPAIeHUs BO3JICHCTBHS CTpecca.

HaubGonee unTepecHsIil pe3ynbTat ObUT OOHApY>KEH Mpu 00paboTKe pacTeHU
Y®: cBepxakcnpeccus TeHa VaSTS1 yBenmnumBajga BBDKHBAGMOCTH 3€JIEHBIX
JucTheB nociie 0opadotku Y®-B B 1.2-1.3 paza (puc. 141, 15). D10 yBenuueHue
OBUIO CTATHCTUYECKU 3HAYUMBIM JIsl Bcex VaSTS1-tpaHcreHHBIX pacTeHuid (puc.
14n). Ceepxokcrpeccusi reHa VaSTS7 Ttaxke yBelanuuBaia KH3HECTIOCOOHOCTH
JUCThEB, 00MydeHHBIX Y®-B, HO 3Ta yCTOWYMBOCTH HE OblIa CTATUCTUYECKH
snauumoit (Ogneva et al., 2021a; puc. 14x).

AHanoTru4YHbIe pe3yabTaThl OBUIH MOMyUeHbI IpH ipuMeHeHun Y @-C, ogHako
OTpHUIIATEIHLHOE BIMSIHUE Ha BBDKMBAEMOCTD JTUCTHEB OBLIIO HAMHOTO CHIIbHEE (pucC.
14e, 15), HEe cMOTps HA TO, YTO UHTEHCUBHOCTH Y D-C uznydeHus Obuia Mo4YTH B 2
pasa menbme (1800 MxBr/cm® V®-B mpormB 930 mkBr/cm® Y®-C). Dro
MOATBEPKAACT paHee CIACIaHHBIE BBIBOJBI O TOM, 4TO BozjaeiicTBue Y®D-C Ooiee
oIrmacHoO JuIsg pacteHuii, yem BosxaeirictBue Y®-B (Nawkar et al., 2013). B conee
KEeCTKUX ycioBuax oOmydeHus: Y P-C 3amuTHbiil 3G(HEKT CBEpXIKCIPECCUU T'eHa
VaSTS mnposiBisiics cunbHee. Tak, cBepxadkcnpeccus reHa VaSTS1 mocToBepHO
yBEJIMYUBaIa KOJWYECTBO 3€JIEHBIX JHCThEB mnocie odopadorku YD-C B 2.0-2.3

pasa o cpaBHeHuio ¢ pacteHusiMu KAO A. thaliana (puc. 14e). CBepxakcnpeccusi
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reHa VaSTS7 taxxe yBeIuurBaia )KU3HECIIOCOOHOCTh JTUCThEB, 00TydeHHbIX Y D-
C B 1.3—1.8 paza, HO 3TO MOBBIIICHUE OBLUIO CTATUCTUUECKU 3HAYMMBIM TOJIBKO IS
IBYX W3 Tpex JmHui pactenuii A. thaliana ST7, xotopbie MCHOIB30BAIUCH B
sxcnepumentax (s ST7-1 u ST7-3, Ogneva et al., 2021a; puc. 14e).

3.5. ¥YcroituuBocTh pactennii A. thaliana mpu o6padorke

npeaecTBeHHUKaAMM (peHOIbHBIX COeTUHEHUH U CTUIIbOeHAMHU

B npenpinymux paborax HaMu ObLIO MOKAa3aHO, YTO MOSBJICHUE CTUIILOECHOB B
pactenusix pesyxouiaku Tams A. thaliana yBenuuuBano yCTOWYMBOCTH 3THX
pacteHuil K Y® H3Iy4eHUI0, MO3TOMY HaMH OBLJIO PEUIEHO MPOBEPUTH, SIBISETCA
AU 3TO TPSIMBIM  CIIEJCTBUEM  BO3JEHUCTBUS HMMEHHO CTUJIBOEHOB WU
CBEpXIKCIpeccus TeHOB STS Moria mpUBOIUTH K APYTHM IMOCIEACTBHUSIM, YTO H
BBI3BIBAJIO  HAOJIOJAEMyI0  yCTOMYMBOCTh. [lo3TOMy MBI HOpOBENU Pl
9KCIIEPUMEHTOB M0 00paboTke pactenuii A. thaliana pactBopamu CTHIBLOCHOB.
Jis cpaBHEeHHST MBI Tak e oOpalaThlBaid pacTeHHs TNPEAIIeCTBEHHUKAMU
¢deHonbpHBIX coenuHenuit pactenuid: CA (puc. 168) m CIiA (puc. 16r). s
mpoBepku HaboaeMbix 3P ¢heKkToB, pacTeHUs: o0padaThIBAId OKTOKPUICHOM —
BEIIECTBOM, KOTOPOE HCIIOJNB3YeTCs B KA4eCTBE MHIPEIUEHTa B Pa3sHOOOpa3HBIX

COJIHIOC3aIIUTHBIX IIPOAYKTax.
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Pucynoxk 16 — BepkuBaemocTh nmcTheB pacteHuid A. thaliana mocne ynbrpaduoneroBoro
obnyuenust C (YD-C), 06paboTaHHBIX mparnc-pe3BepaTposioM (a), mpanc-turenaoMm (0), napa-
KyMapoBOH KHCIOTOH (B), mpanc-KOPUIHON KUCIOTOM (T) M OKTOKPHUIICHOM () B KOHIICHTPALIUH
I1mM u 5mM, B KkauecTBe KOHTpoJId pacTeHHs OblIM o00paboTaHbl BoaoH. JlaHHbIE
MPEJICTaBJICHBI KaK CpeHHe 3HaUeHHUs + cTaHAapTHas omuoOka (n = 160). * p < 0.05, ** p < 0.01
[0 CpPaBHEHHMIO CO 3HAUYEHHUSMM BBDKMBAEMOCTH pAcTeHMM WM JHUCTheB y pacteHuit KAOQ

(mapHslii t-kputepuii CThIO/IEHTA).

CtunsOeHbl, B TIEPBYIO OUYEpEeAb MPAHC-PE3BEPATPON,  OKa3bIBAIU
JocToBepHOE 3auuTHOE AeiicTBue oT Y®-C 0o0iydeHus: BO BCEX HCIOIb3YEMBIX
no3ax (1 u 5 mM; puc. 16a). KonmrndecTBO JXMBBIX 3€JICHBIX JINCTHEB OBLIO Ha 5.4-
6.3% Oonpiie mnpu 00pabOTKE mpanc-Pe3BEPATPOIOM, HYEM B  JIUCTHAX,

0o0paboTaHHBIX MPOCTO BojAOW. HO B ToXXe Bpemsi 3alllUTHOE IEUCTBUE MPAHC-
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pe3BepaTposia Ob1I0 B 2-3 pa3a MEHbIIE, YEM Y OKTOKPUJIEHA — BELIECTBA, KOTOPBI
Han0oJIee YacTo MCIIONB3YeTCs KaK 3alUuTHOE cpencTBO oT Y@ (puc. 161).
[MpenmectBenankn  ¢GeHoMbHBIX coeauHeHnit (CA u CIA) u npyrue
CTUJILOEHBI (mpanc-TIULIen]1) HaMHOTO ciiabee 3anuiiaroT oT Y@ obnydenus: CA
U MpaHc-TIMIEU]] OKa3bIBAIOT HEOOBIIOE JOCTOBEPHOE MONIOKHUTEILHOE ACHCTBHE
TOJILKO TIPU BBICOKMX KOHLEHTpauusx (5 mM). Takum o0Opa3om, BIEpBbIE C
MOMOILBIO MPSIMOTO HAHECEHUs! CTHIBOEHOB (mparc-pe3BepaTposia) Ha JIUCThS

pacTeHHi TToKa3aHo X 3ammTHoe jaerictue npotuB Y® (Ogneva et al., 2021b).
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I''TABA 4. OBCY/KJAEHUE

Bunorpaag amypckuii V. amurensiS M3BeCTeH KaK BHJ, YCTOWUYMBBHIN K
a0MOTHYECKMM U OMOTHYECKHM CTpeccoBbIM (akTopam. bBonee Toro Ha
CCTOMHAIIHUN JeHb V. amurensiS ycremHo KyJIbTHBHUPYETCS B KOMMEPYECKHX
nemsx (Liu et al., 2013). Bunorpag V. amurensiS akTHBHO MCIIOJNB3YIOT IS
CO3J/IaHUsI HOBBIX COPTOB M JUJIS MPOM3BOJICTBA KPACHBIX BUH BBICOKOI'O KadecTBa.
Tak ke M3BECTHO, YTO BHHOTPAJ — OOTraThlii HCTOYHUK OMOJIOTMYCCKH aKTHBHBIX
BCIIECTB, TAKMX KaK CTHJIBLOCHBI, KOTOpBIC OOJIAJAI0T KapAHONPOTEKTOPHOM,
IIPOTUBOOITYXOJICBOH M aHTHOakTepuaiabHOUW akTuBHOcTsMu (Delaunois et al.,
2009; Lin et al., 1999). CtunpbcHbl 00JaHal0T OTPOMHBIM TMOTCHI[HAIIOM IS
UCIIOJIb30BaHUSA B Ka4yeCTBE JICKAPCTB M OHOJOTMYCCKU-aKTUBHBIX JOOABOK, a
TaK)Ke JUISl TIOBBIICHHUS YCTOMYMBOCTH PACTCHUU K pa3iIUYHBIM Oojie3HsM (Shui-
Lin et al., 2004).

MHOTrOYHCIICHHBIC UCCIIEA0BAHNS YKA3bIBAIOT HA TO, YTO CTHIBLOCHBI UTPAIOT
BaXHYIO POJIb B 3allIUTE PACTCHUU OT MOBpPEKIArONIETo NeHCTBUS YD u3mydeHUs
(Tang et al., 2010; Suzuki et al., 2015). Muaykiuss OHOCHHTE3a 3TOTO
noJM(PEeHONbHOTO (PUTOANIEKCHHA B OTBET Ha Y@ oOiydyeHue HaOmo1anach y
mHorux pactenuit (Li et al., 2020; Ma et al., 2019). Bonee Toro, cyiecTByeT psa
UCCIICIOBAHUM, TJIe MOKa3aHO, YTO HAa OMOCHMHTE3 CTUJIHLOCHOB BIIMSIET IIUPOKUUN
criekTp apyrux abuormdeckux (akropor (Ismail et al., 2012; Hochberg et al.,
2015; Herrera et al., 2017; Valletta et al., 2021).

KntoueBsiMu  (epMeHTaMU B OHMOCHHTE3€ CTHIBOCHOB SBISIOTCS STS,
KOTOPBIC HEIOCPECTBEHHO KaTAIM3WPYET PEaKIMio oOpa3oBaHMs pe3Beparpotia
WM TIMHOCUJIBUHA, KOHICHCUPYS TPH MOJIEKYJIbI MajToHUI-COA U 0JIHY MOJIEKYITY
kymapoun-CoA (s pe3Beparposia) Wik oAHy MoJiekyny nuHHamous-CoA (s
NMUHOCUJILBUHA) C OOpa30BaHWEM OCHOBHOW CTPYKTYphI, XapaKTepHOW IS
crunbOenoB (Austin et al., 2004). B reHome pactenuit rensl STS mpencTaBiieHbI
TEJTBIMU ceMelcTBaMH, OTIIMYAIOTIIAMUCS AMUHOKHCIIOTHBIMHU

MOCJICIOBATEILHOCTSIMU M HA0OpPOM  PETYISTOPHBIX 3ieMeHToB. [losTomy



86

U3ydeHHE padoOThl CTHJIBOEH CHHTE3 SIBISETCA AaKTyalbHOW 3amadeid s
OMOTEXHOJIOTUH PACTEHUM.

W3BecTHO, 9TO €7b MPOU3BOIUT OTJIMYHBIN OT BUHOTpaia HAabOp CTUIHLOCHOB.
Hanpumep, B Tkausx P. jezoensis Obl1 0OHapy)KeH MOHOMEp CTHILOCHA mpawc-
nutieatannon (Kiselev et al., 2016b). MoxxHO OBUIO OKUIATh IMOSBIICHUS HOBBIX
CTHJILOCHOB B KJIETKaX BHHOIPaJa, CBEPXIKCIPECCHUpYIOMMX reHbl PJSTS enum
(PjSTS1, PjSTS2, PjSTS3). Tem He MeHee, B TaHHOM paboTe He OBIJIO OOHAPYIKEHO
HUKAKWX HOBBIX CTHJILOCHOB, U, CIEIOBATEIIbHO, Ha HCIIOJB3yeMBIX TeHax STS
€M, BO3MOXHO OBLJIO TMOJYYUTh TOJBKO mMpAHC-PE3BEPATPOSI B KAUECTBE
MOHOMEPHOTO CTHJIhOCHA B KIJIETKaX BHWHOTPaaa. OTH JaHHBIC TOATBEPIUIN
IpeabIAyIMe HCCIEOBaHUs, B KOTOPBIX IOKa3aHo, 4To STS enu crnocoOHbI
CHHTE3MPOBaTh TOJBKO mpanc-pe3separpon (Hammerbacher et al., 2011).
[TosiBIEeHUE APYTHX CTUILOCHOB TPEOYyeT MITMKO3UINPOBAHMS, METHIIMPOBAHUS UITH
OKHUCJICHHS TOA JeHCTBUEM crnelupuyecKkux (PepMEeHTOB, HO 3TU (EpPMEHTHI HE
OBLITM aKTUBHPOBAHBI MOCTIE TpaHCHOpMaIIUH.

HanOonbminii  monoXuTenbHbIi  3(Q(EKT  HAKOIUIEHUS  CTHIBOEHOB
HaOmomancst gt PJSTS3 TpaHCreHHBIX KaJIyCOB, Tje 0OIee CojepKaHHe
CTUJILOEHOB YBEIUYUIIOCHh A0 3.1 MI/T cyxXoro Beca, a MPOIYKIHS CTUILOECHOB JI0
25.4 wmr/n no cpaHenuto ¢ jguHHe KAQO. CpaBHeHHE ¢ paHee H3BECTHBIM
CoJiep)KaHUueM CTHILOCHOB B Jpyrux wuctounukax (Dubrovina et al., 2017)
MOKa3aJio, 4YTO COJACp)KaHWE CTHWIHOCHOB B TIOJYYCHHBIX HAMH TPAHCTEHHBIX
KJIETKaX BUHOTPAJa, HECYIIMX reHbl STS enu, JOCTUTIIo 060jee BHICOKOTO YPOBHS
HAKOIIJICHUS CTUILOCHOB, YEM B HETPAHCTEHHBIX KJICTOYHBIX JIMHUAX, TOTYYCHHBIX
U3 TKaHeW BuHOrpaga ¢ HuskuM cozaepskanuem (0.001-0.5 wmr/r cyxoro Beca;
Tyunin et al., 2019) wiu B nucThax BuHOrpaga 6e3 oopadotkn Y® (0,064-0,39
mr/t cyxoit maccer; Kiselev et al., 2017) . Kpome Toro, B PjSTS3-TpancreHHBIX
KaJTycax ypOBEHb CTHUJIHLOCHOB OBbUI BBIIIE MO CPABHEHUIO C JMHUSMHU KIETOK
BUHOTpaja, cBepxdKcnpeccupyromux reubl VaSTS1 u VaSTS7 — 0.36 mr/r u 0.60
MI/T cyXxoit Mmaccel, coorBerctBeHHO (Aleynova et al., 2016). docTUrHyThIid

YPOBEHb COZECPIKAHUSA CTHILOCHOB B KJIETKAX, CBEPXIKCIpeccupyronmx red PjSTS
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OblT OJIM30K K COJEPKAHUIO CTWIHOCHOB B JIMHHUSX KJIETOK BHUHOIPAJa,
MOJIYYCHHBIX W3 TKAaHEW C BBICOKMM COJepKaHueM cTwib0eHoB (2.1-11.1
Mmr/T cyxoro Beca; Tyunin et al.,, 2019) m nmcrtbeB BuHOTrpama mocie Y®-C
obpaboTtku (0.69 mr/r cyxoit maccer; Kiselev et al., 2017). B To ke BpeMsi ypoBeHb
CTHJILOCHOB B KJIETKaX, CBEpPXdKcIpeccupyromux PjSTS Obl1 3HAYMTEILHO HIDKE,
yeM B KaJIycaX BHHOTpaja mocie Tpancopmanuu reHamu rol u3 Agrobacterium
risogines B xynpTypax kietok BuHorpana (31.5 mr/r cyxoi maccer; Kiselev et al.,
2007) unm 1o CpaBHEHHIO C COJICpXaHUEM CTUIHLOCHOB B CTEONIAX BUHOTPAJA
(Kiselev et al., 2007).

Takum 00pa3oM, M30BITOYHAS SKcrpeccHus TeHoB e PJSTS B KIeTOYHBIX
KyJbTypax BHHOTPaJa MPHUBEIN K OOJbIIIEeH aKKyMYJISIIIUUA CTHIHOCHOB B KJIETKAX,
yeM CBepxdKcrpeccus reHoB BuHorpaga VaSTS (Aleynova et al., 2016). Bepositro,
9TO OBLJIO CBSA3aHO C TE€M, YTO MHOTOYHMCJICHHBIC BCTAaBKHM TPAHCTCHOB B TCHOM
pacTeHuss MOTYT TPUBOAWTH K THIEPMETWIMPOBAHUIO U  TOJABJICHUIO
TPAHCTEHHBIX TOCJIEI0BATEIBHOCTEH, OCOOEHHO B Cly4yae, €Cclid TepeHEeCEHHbBIC
reHbl OBLIM IOXOXKM WM UACHTHUYHBI SHAoreHHbM (Rajeevkumar et al., 2015).
OHJIOTEHHBIE TOCTEA0BATeNIbHOCTH STS uAEHTHYHBI TepeHeceHHbIM VaSTS B
kiaerkax V.amurensis. CrnemoBaTenbHO, THUIEPMETWIMPOBAHUE U CAWJICHCHUHT
NepeIanHbIX nocieaoBarensHoctedt VaSTS mornu yBennunthes. B cBoro ouepenb
nepeHeceHHbie TeHbl eau PjSTS 1o HyKJIeOTHIHOW MOCISI0BATEIBHOCTH CHIILHO
OTIMYAINCh OT DJHAOTeHHBIX STS BuUHOrpama. BeposTHO, HYKICOTHIHBIC
MOCJICIOBATEIbHOCTH MEPEHECEHHBIX TeHOB PjSTS Morim ObITh METHIIMPOBAHBI Ha
0ojiee HU3KOM YpOBHE, MOCITE TEHEeTHYEeCKOW TpaHchopmammu, Mo CPaBHEHHUIO C
nepeHeceHHsIMU STS BUHOTpaaa.

B macrosmelt pabore ObUIM TOMY4YEHBI TPAHCTEHHBIC JIMHUM PACTEHUUN
A. thaliana, xotopsie cBepxakcrpeccupoBanu red VaSTS1 (imauun ST1) u VaSTS7
(mmuauu ST7). beuto mokasano, uro akcnpeccus reHa VaSTS1 6suta B 6.5-13.3 pasa
BbIIIE, YE€M YypOBEHb TpaHCKpunuuu reHa VaSTS/. DTtu pe3ynbrarbl ObLIN
HEOXUJAHHBIMU, MOCKOJIbKY TeHbl VaSTS1 u VaSTS7 HaxoasTcs moj KOHTpOJIeM

OOHOI0 M TOI'0 K€ CHJIBbHOI'O KOHCTUTYTHBHOI'O IIPOMOTOpPAa BHPYCa MO3aWKH
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I[BETHOM KamycThl 35S u, ClieJ0BaTeNbHO, TOJDKHBI IMETh IPUMEPHO OAMHAKOBBIN
YPOBEHB 3KCIPECCHUHU.

W3BecTHO, UTO TPAHCTEHBI B PACTEHUSX MOAABIISIOTCS C IIOMOIIBIO AaKTUBHOTO
uTo3uHoBoro Mermiuposanus JJHK (Rajeevkumar et al., 2015). Bo3moxHo, B
HAIlIeM CJyd4ae IMOCJIeI0BaTeIbHOCTH reHa STS moaBepraioTcs pa3HbIM YPOBHSM
MeTwinpoBanus. [lo3ToMy OBIT MpOaHATM3UPOBAH YPOBEHb METHUIMPOBAHUS
uTo3uHa nocienosareisaocted resoB VaSTS1 u VaSTS7 B muuamsx ST1-1 u ST7-
1, nucnonw3ys OucynsputHoe cexBeHupoBanue (Rajeevkumar et al., 2015). beuto
nokaszaHo, 4yTo red VaSTS7 ObL1 runepMeTUIMpoBaH U 3TO, BO3MOXKHO, SIBISIETCS
OCHOBHOW MPHUYMHON HU3KOM sKcmpeccuu reHa VaSTS7 B TpaHCTEHHBIX JTHHHSIX
ST7 Arabidopsis.

B nuteparype cyiecTByeT psiJi IaHHBIX, B KOTOPBIX ObUTH TOJy4YE€HBI pa3HbIe
TpaHCTEHHBIC PACTEHHUA, CBEpXIKCIpeccHpyromue pasHbie reHbl STS. Takum
00pa3omM, ObIJIO TIOKAa3aHO, YTO COJEpKaHWE CTHILOCHOB B pacTeHusax A. thaliana
muaun ST1-3  (MakcuManbHOE CoOJep)KaHUE CTUIBOCHOB CpEId MOITYYEHHBIX
TPaHCTEHHBIX pacTeHuii) OpuT0 B 50.4 pa3a BhIIe 10 cpaBHEHUIO ¢ Ziziphus jujuba
Mill. (0.45 MKr/T cBeXel Macchl), KOTOPBINA cBepXdKcnpeccupoBai ren PCPKSS u3
Polygonum cuspidatum (Luo et al., 2015). Ognako cojep)kaHue CTHIIBOCHOB Y
TpaHcrenHoro tonoJjst 6enoro Populus alba L., cBepxakcnpeccupytoriero red STS
u3 V. vinifera, obuto B 27.1 pasa Beime (o0 615 MKI/T cBexXeil Macchl JIMCTa,
Giorcelli et al., 2004) o cpaBHEHHIO C COACPKAHUEM CTHIILOCHOB B PACTEHUSX
ST1-3 Arabidopsis. Takxe He ObUIO CTHIBOCHOB B TPAHCICHHOM KITyOHHKE,
cBepxakcnpeccupytomieir ren NS-Vitis3, xomupyrommii STS u3 BuHorpama Vitis
riparia Michx. (Hanhineva et al., 2009). K coxaneHuio, CpaBHUTh COZACpIKAHUE
cTuab0eHoB B ymHuu ST1-3 ¢ apyrumu TpaHcreHHbIMU pacteHusimu A. thaliana,
HEBO3MOHO, B CBSI3U C OTCYTCTBHEM JaHHBIX B JIUTEpAType, OJHAKO T'eHbl STS
ObUTM TIepeHeCeHbl B MyTaHTHbIC pacTenus A. thaliana tt4(2YY6), xotopbie He
MOTJIM cUHTe3upoBath (uiaBonou sl (Buer et al., 2004). dnaBoHOMIbI ABIAIOTCS
KOHKYPEHTaMH CTHJILOEHOB B IMyTH OMOCHMHTE3a, MOTOMY 4TO (JIaBOHOUIBI WU

CTHJILOCHBI HCTIOJIB3YIOT OAHM M Te ke mnpeamectBeHHukn (Shumakova et al.,
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2011), uMeHHO TOATOMYy B OHOCHUHTE3E CTHJIHOCHOB OBUIM HCIOJb30BAHbI
MPEANMICCTBEHHUKN (PEHONMBHBIX COCOUHEHUH. B 3THX pacTeHusx coaepkaHue
cTHIIbOCHOB jocturiio 600 MKr/r cBexxed Maccel (yuc-ianens,, pe3BepaTpolr
TUTITIOKO3H]T, MPAHC- U Yuc-pe3BEPaTPOIT alleTHITEKCO3HU/IBI), YTO SBIISICTCS OJTHUM
U3 CaMbIX BBICOKMX 3HAYE€HUH W D3TO MOXET OBITh CBS3aHO C W30BITKOM
IPEIIICCTBEHHUKOB CTHILO0CHOB B 3THX pactenusx (Yu et al.,, 2006; Lo et al.,
2007). Takum oOpazom, muaud ST1 1m0 MPOAYKIMH CTUIHOCHOB ObUIM ONMKE K
CpeIHEMY YPOBHIO CPEU U3BECTHBIX TPAHCTEHHBIX pacTeHU, a tuHuu ST7 umenu
OJIMH U3 CaMbIX HU3KUX YPOBHEW CO/IepKaHUS CTUIIHOCHOB.

Ctuib0eHbl  00JI1aIal0T  OFPOMHBIM — MOTEHIMAJIOM  JIsi  TOBBIIICHUS
YCTOMYMBOCTU PACTEHUI K HEOJArompHusTHBIM (akTopaMm OKPYKaIoOIIeH cpeibl,
MO3TOMY JIaJbHEHIIIMM BaKHBIM ATalloM B Halled paboTe CTajo HMCCIeI0BaHUE
YCTOMYMBOCTA TOJy4YeHHBIX STS-TpancrenHbix pactenmii  A. thaliana «
pa3IMyHbIM aOMOTHUYECKUM CTpeccaM, TaKUM Kak: 3acOJIeHHWE IIOYBBI, 3acyxa,
MOBBINICHHBIE W TIOHMKCHHBIE TeMIEepaTyphl. Tak Kak M3BECTHO, YTO CTHUIHLOCHBI
00J1a1af0T AaHTUOKCUIAHTHON aKTUBHOCTBIO (gamec et al., 2021), To MOXXHO OBLIO
OKHJIaTh YTO TMPHU HCIOJIB3YEMBIX CTpPECCax MOJYyYEHHBIE PACTEHUS] MOTYT OBITh
0oJiee YCTOMYMBBI, Y€M KOHTPOJIBHBIC PACTCHHS, TPaHCHOPMHUPOBAHHBIE MTYCTHIM
BekTOopoM. Ho B HaieMm citydae, ycTOWYUBOCTh STS-TpaHCTEHHBIX PacTeHH Obliia
IIPUMEPHO TAKOU K€, KAK U Y KOHTPOJIbHBIX PACTEHUM.

N3BecTHO, 4TO cojfepkaHue CTUIHOCHOB pE3KO BO3pacTaeT B OTBET Ha YO
obnyuenue (Pezet et al., 2003). bosee Toro, MbI MoKa3aiu, YTO MPSIMOE HAHECCHHE
pacTBOpPOB CTUIIHOCHOB Ha JIMCThs pacteHuit A. thaliana okassiBaeT m0CTOBEpHBIN
3anMTHBIA 3(dekr ot m3bsirouHoro Y® wmsnyuenus (Ogneva et al., 2021b).
[TosTOMYy MBI IPOBEPHIIH YCTOHUMBOCTD STS-TpaHcreHHbIx pactenuid A. thaliana k
YO ob6nyuenuto (Y®-B u V®-C). Pacrenms A. thaliana c¢ nauOombliei
AKCHIpeccuei CTUIIHOCH CUHTa3 u COJIEp’)KaHHEM CTUJIHLOCHOB
(TpancopmupoBannsie reHoM VaSTS1l) Bo Bcex sKcnepuMeHTax Obuid Oojee

ycroiunBel Kk Y® o0mydeHuto. B TO ke Bpems TONBKO HEKOTOpPbIE JIMHUU
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pactenmii A. thaliana, skcnpeccupyrone ren VaSTS7, Oblan ycTOHYMBBI K YD

oOpaboTke.

B utore, pe3ynbTarhl, OJydeHHBIE B HACTOAIICH paboTe, TOBOPSAT O TOM, YTO
STS-tpancrennbie pactenust A. thaliana Obun Oojiee  YCTOMYMBBIMH  JIJIst
BosnericTBusl Y® wm3-3a cBepxdKcmpeccud STS W MOCIEAYIONAM CHHTE30M
cTIib0eHOB. B Xoze paboThl BO3HUKIM HOBBIE BONPOCHL, TpeOyromue
JaNbHEUIIIEr0 HMCCIEAOBAaHUSA, HAIpUMEp, MOYeMy HaO0aeTCcsl 3HAYUTENbHas
pa3HHIIA B MPOAYKIMH CTUIHLOCHOB W YCTOMYMBOCTH K CTpECcaM Yy pacTeHUU
HKCIPECCUPYIOMNUX ONM3KHE 1O HYKICOTHJIHOW IOCJIEeI0BATEILHOCTH TEHbI
VaSTS1 u VaSTS7 (91% wunentruHocTH). B03MOXHO, HCIOIB30BaHHWE HOBBIX
reHoB STS MOXKET MPUBECTH K MOSIBICHUIO JAPYTUX CTHIILOSHOB U YCTOWYMBOCTH K

cTpeccaM, HO 3TO TPEOYIOT JOTOJHHUTEIIBHBIX HCCISTOBAHUM.



91

BbIBO/JbI
O6pabotka pacteHuit kymapoBoi kuciorod (CA) B coueTaHuu cC
KPaTKOBPEMEHHBIM Bo3feicTBHEM Y®D-C SBISIETCS CHIBHBIM CTUMYJIOM,
MOBBIIAIOMIUM  TPOJAYKIMIO CTWIbOEHOB B 1.4-3.4 pasza, a Takxke
CHIDKAIOIIUM KOJIMYECTBO MOBPEKAeHHH MucTheB nocie Y D-C obiydeHus B
yepeHkax BuHOrpama V. amurensis u emnu P. jezoensis. 3to ropopur 06 Y d-
3aIATHBIX CBOWCTBAX CTUIHLOCHOB U WX MPEIIICCTBEHHUKOB.
Tpancopmanust KynbTyp KieTok BuHorpama reHamu PjSTS1, PJSTS2 u
PjSTS3 enu P. jezoensis sieisercst 3peKTUBHON cTparernell yBeIHUCHHUSI
OMOCHHTE3a CTUJIBLOCHOB B KyJIbType KiIETOK. [lojiydeH anbTepHaTHUBHBIM
UCTOYHUK CTHWJIBOCHOB — KIETOYHAs JMHUS BUHOTpaga ZST3-2, rne
CoJiepKaHue CTUIBLOEHOB AOXOAWIO 10 3.1 MI/T OT CyXoil Macchl KIETOK,
9TO B 5 pa3 Oosble, 4eM Mpu cBepxdKkcnpeccuu reHoB VaSTS1 m VaSTS7
BUHOTPAJIA.
Brei6op TpaHcreHa WrpaeT KIIOUEBYIO pOJib B JajbHEHIIEeM MeTa0oIn3Me
CTHJILOCHOB B pAacTeHHsX, TaK TpaHckpumius reHa VaSTS1l B pacreHusix
A. thaliana 6buta B 6.5-13.3 pasa Gobiie, 4yeM 3kcnpeccus reHa VaSTS7.
Oto npuBoaMIIO K TOMY, 4T0 B VaSTS1-TpancrenHsix pactenusx A. thaliana
HaKaIIuBaJIoch Ooubine cTibOeHOB (B 103—1133 pa3) u kak clieicTBUE OHU
ObLTH OoJiee ycToMuuBhl K Bo3nelcTeuio YO (B 1.2-1.3 paza).
Ceepxakcrpeccuss  VaSTS  sBiseTCS  ONTUMAIBHBIM — pPEIICHUEM IS
MOJy4YEHUsT YCTOWUMBBIX K Y@ WU3IYyYCHUIO pPACTCHUU. Y CTOWYMBOCTH
TpaHCTeHHBIX pacTeHuidt A.thaliana k Y®-B u VY®-C oOnydeHuro
MTOJIOKUTEIIBHO KOppeaupoBaa ¢ sKcnpeccueit TpancrenoB VaSTS u o0mmmm
CoJIep)KaHHEM CTHUIHLOCHOB.
Tpanc-pessepatpon — KiawdeBoM Y@ TpoTeKTOop pacreHuil. Pacrenus
A. thaliana, o6paboTtanHbie cTHILOCHAMHU U UX npeamecTBeHHnkaMu (CA u
KOPUYHOW KHCIIOTaMu), Obuid OoJjiee yCTOMYMBBI K Y@ 00Iy4YeHHIo.
Hanbonee ycToilumBbIMU ObUIM  pacTeHUs, O0OpaOOTaHHBIE mMpPaHC-

pe3BepaTpoIIOM.
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