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BBEJIEHUE

AKTYVaJILHOCTH TEMBEIL.

3aCOJICHHOCTh SIBJIIETCSl BaXKHBIM (PAKTOPOM DKOJOTUYECKOTO CTpecca,
KOTOPBIA B OCHOBHOM BJIMSIET HA CEJIbCKOXO3SMCTBEHHBIE KYJIBTYpbl BO BCEM MHDE,
a XJIOpUJ HaTpus SBJISIETCA HamOoJiee paclpOCTPAHEHHOM COJbIO, BBI3bIBAIOLIEH
coJIeBOM cTpecc B pacteHusx [169]. AmanTuBHas peakuusi paCTEHUM COCTOUT W3
psana MeTabOJUYECKUX MEXaHU3MOB TOJJEpKaHUs TOJEPAHTHOCTH, KOTOPHIE
CIIOCOOCTBYIOT TMPEAOTBPAIICHUIO OTPUIATENILHOTO BJIUSHUS 3aCOJICHUS Ha
kierounsie pynkiuu [103].

[ToHnMaHKe MONEKYJISIPHOM OCHOBBI YCTOMYMBOCTH PACTEHUN K 3aCOJIECHHIO
TAK)KE TIOMOXET YIY4YIIUTh YCTOMYMBOCTH K 3aCyXe H© SKCTPEMAIbHBIM
TeMmreparypam, MOCKOJIbKY OCMOTHYECKHUM CTpecC SBISETCS OOIUM JUIsl 3THX
a0MOTHYECKHUX CTPECCOB [54].

OpHoil U3 OpraHuYeCcKUX MOJIEKYII, UMEIOIINX (PyHIaMEeHTaIbHOE 3HAaYEHUE B
MOMYJISIIUU aJanTUBHOTO OTBETAa PACTEHUU Ha BHEIIHHE CTPECCOBBIE (PAKTOPHI,
aBisiercss cykuuHar [158, 41]. DToT uHTEpMEaUAT Ha PaHHUX CTAOUAX PA3BUTHUS
PaCTEHU TAKKE CUHTE3UPYETCS U3 )KUPHBIX KUCIIOT MTOCPEICTBOM TTTMOKCHIIATHOTO
[MKJIa B TJIMOKCHMCOMax W BrocliencTBuu ucnonb3dyercs B LITK nns Ouocunresa
aMHHOKHCJIOT M OKCAJIOAIleTaTa i It0KOHeorenesa [161]. B BeicnX pacTeHusIX,
CYKIIMHAT HAKaIlJIMBAETCS B KJIETKAX B YCJIOBHUSX CTpPECCAa BCIEICTBUE YCHICHUS
«COJIEBOTO JIBIXAHUS [156], 00yCIIaBINBAIOIIETO OKHUCJIMTEIBHO-
BOCCTAHOBUTENbHBIA 0alaHC B MHUTOXOHJIPUSX M CHUHTE30M AaKTUBHBIX (QopM
kuciopona [162]. UnteHcudukaiys OKUCIEHUs TaHHOTO MHTEpMEaNara, Jarolero
BO3MOXXHOCTh cuHTe3a AT® B opraHoujax, SBISETCA OOHOM M3 BAXKHEUIINX
XapaKTepPUCTUK NMEPBUYHOM PEaKUUM Ha CTpecc. SHTapHasl KUCIOTA OKUCIISIETCS C
nomotnbio pepmenta cykuunaraeruaporenassl (KO 1.3.5.1), Takke Ha3pIBa€MOro

CYKIIMHAT-YOUXUHOH-OKCHAOPEAYKTa30i, OOYyCIIaBIMBAIOIIETO BaXKHYIO pOJb B



peryisiiui 1HUKJIa TPUKAPOOHOBBIX KHUCIOT, ajdbTepHaTuBHBIN BapuanT-[AMK-
IIYHT U okucauTeasHoe pochopunuposanue [13, 51].

OcoOblif UWHTEpeC TMPEACTaBIAeT IMOHMMAHUE W3MEHEHUH cocTaBa U
KUHEeTU4YeCcKkux cBoMcTB n3odepmentoB CJII, a Takke MEXaHHU3MOB PETYJSLHUHA UX
(epMeHTaTUBHON  aKTUBHOCTM Ha  OMOXMMHYECKOM, TE€HETUYECKOM U
snureHetTnyeckoM ypoBHe [139]. Dtm perynstopubie acnektsl C/AIT mumpoxo
M3y4yaJuCh Ha KJIETKAaX YeJIOBEKa, KUBOTHBIX, OakTepuil U apoxxked. OgHako, y
pacTeHHil ¢ pa3HbBIM TUIIOM MeTa0ONIM3Ma JaHHbIE MEXaHU3MbI €IIe JAJIEKU OT
MOJIHOTO TTOHUMAHUS M HEOOXOAUMBI JadbHEUIINE UCCIEeIOBAHUS ISl BBHIICHEHUS
KOOPJIMHALMM PA3JIUYHBIX MyTEU PETYISALNU CYKIMHATAETUAPOTreHa3bl B YCIOBUIX
abuotnueckoro crpecca. Ilockonbky CIIT siBseTcss KiIO4eBBIM (DEPMEHTOM,
Y4aCTBYIOIIUM B YIJIEPOJHOM OOMEHE M KJIETOYHOM JIbIXaHUH, MPEACTaBIsSETCS
1eIeCO00pa3HbIM  M3YYUTh  BIMSHUE COJIEBOIO CTpecca Ha  PEryisiuio

®YHKHHOHHpOBaHHHCYKHHHaTﬂGFHHpOFCHaﬂﬂ.

e n 3amaun.

[lenbto qaHHOM PabOTHI SIBISIOCH U3YUECHHE U3MEHEHUS OMOXUMUUYECKUX U
MOJIEKYJISIPHBIX aCIIEKTOB (PYHKIIMOHUPOBaHUS (hepMEHTa CYKIIMHATAETUAPOTeHa3bI
U CYKUIHMHAT-OKCHUJIA3HOMW cUCTeMbl B JHUCThAX pactreHud C3 um C4 tuna npu
KPaTKOBPEMEHOM COJIEBOM CTPECCE.

JI1st fOCTHXKEHUS 1IeN OBLIN MOCTABJIEHBI CIIETYIONINE 3aauu:

1. IHonyunts BbICOKOOUMIIEHHBIE Tpenaparbl C/II' U3 TUCTBEB KYyKYypy3bl H
MIICHUIBI W W3YYUTh BJIUAHUE COJIEBOIO CTpecca Ha HEKOTOpbIE
KMHETUYECKHE CBOMCTBA OYUIIIEHHBIX N30(DE€pPMEHTOB;

2. OueHuth pabOTy CYKIIMHAT-OKCUIA3HOW CHCTEMBI B MHUTOXOHAPHUAIHHOM
JBIXaHUU U €€ 3aBUCUMOCTb OT OKHCIICHUSI CYKIIMHATa B YCIOBHSX COJIEBOTO

cTpecCCa,



3. Onpenenutrh Ouoxumuyeckue acnektbl ¢yHkuuonuposanus CHI, B
pacrenusix (Zea mays L., Triticum aestivum L.) in vivo B yCIOBUSX JEHCTBUS
COJIEBOTO CTPECCA;

4. BpisButh 3aBUCHUMOCTh aKTUBHOCTH CJII' M ypOBHSI TPAaHCKPHUNTOB I'€HOB,
KOJIUPYIOIIUX €€ CYObEIUHMIIbI, B JUCTHAX KYKYypy3bl WU IMIICHUIIBI TPHU
3aCOJICHUH;

5. Tlpoananu3upoBaTh MPOMOTOPHYIO oOnactb reHoB CII' u omnpenenutsb
HaJlMyue CalTOB CBS3bIBAHUS (DAKTOPOB TPAHCKPUMIUHU, PETYIUPYIOMIUX UX
MIpY 3aCOJIEHNUH;

6. HccinenoBars posib MetwiupoBaHus CG-IUHYKIECOTHIOB MOPOMOTOpPA B

perymanun Tpanckpunuuu reHoB CII' B yCIOBHSX 3aCOJIEHUSA, B JIUCTBAX

KYKYpY3bl.

Hay4yHas HOBU3HA ¥ 3HAYMMOCTb ‘[)2160TI)I.

[lomyuyenue  romMoreHHbix  mpemnaparoB  uzopepmentoB  CIAI' B
BBICOKOOYMIIEHHOM COCTOSIHUM W3 JIMCTHEB PACTEHUW TMO3BOJUJIO BBIBUTH
pa3Inuus UX KHHETUYECKUX CBOMCTB, O0YCIIOBJIECHHBIE 3aCOJICHUEM.

YcraHoBneHO, uYTO wu3MeHeHHs QepmeHTatuBHOM aktuBHOCTH C/AI' un
CYKIIMHAT-OKCHIA3HOW CUCTEMBI B YCJIIOBUAX COJIEBOIO CTPECCA MO3BOJIMIIN OLIEHUTH
(YyHKIIMOHAIBHOCTh ~ OMOPHEPreTUYECKOr0  KJIETOYHOro  Meraboiau3ma U
MHUTOXOHIPHATBHOTO JBIXaHUSI PACTEHUM, CTUMYJIUPYEMBIX B paMKaxX aJallTUBHOTO
orBeTa K (pakrtopam crpecca. CpaBHUTENbHBIA aHAIN3 METUJIBHOIO CTaryca
MIPOMOTOPOB M OTHOCHUTEJIBHBIX YPOBHEW JKCIOPECCUU TE€HOB, KOJIHUPYIOIIUX
cyobeaunuibl CIII' KyKypy3bl, B YCIOBHSX 3aCOJICHUSI MOKa3aad OMNpPEIeICHHYIO
3aBUCHUMOCThL. YCTAHOBJICHO, 4TO TeHbl ZmSDH2-3, ZmSDH3-1 n ZmSDH4
PETYIUPYIOTCS TOCPEACTBOM SIHUICHETUYECKOTO MEXAHU3MA, 33 HUCKIKOYEHHUEM
reHa, Kogupyromniero (GaaBonpoTeMHOBYIO CyObeIUHUILY.

AHaJIN3 HYKJICOTUAHBIX MOCIEI0BATEILHOCTEN TPOMOTOPHOM 00JIaCTH T€HOB

CAI' xyKypy3bl M NIIEHHUIBI TO3BOJIMJI YCTAHOBUTh HAIMYHUE LHUC-PETYISTOPHBIX
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AJIIEMEHTOB, COOTBETCTBYIOIIUX CEMENCTBaM TPAHCKPUMIMOHHBIX (hakTopoB bZIP,
C2H2, WRKY, MYB, NAC, AP2/ARF u ERF, yuacTtByromux B peryisiuu mnpu
abuornueckoMm crpecce. OOHapyXeHO, 4YTO JAMHAMUKA AaKTUBHOCTH TE€HOB,
konupytomux C/I" kak y KyKypy3bl, TaK U y TIIEHULIBI, MOXKET OBITH KOPPEIUPOBAHA
C HaJIMYMEM CalTOB CBSI3bIBAHUS CIICIIMATIM3UPOBAHHBIX COJIE3aBUCUMBIX (DAKTOPOB
tpanckpunuuu tuna WRKY n NAC.

[IpakTnueckass 3HAUMMOCTD.

HccnenoBanue ponu CIII' B amanTanuu pacTeHUN K CTPECCOBBIM YCIOBUSIM
BOXHBl HE TOJBKO IJI Pa3BUTUSA TEOPETUUYECKON HAyKH, HO U JJIA pa3paOOTKu
porpaMM OMOTEXHOJIOTUU MOIU(PUIMPOBAHHBIX paCTEHUM, O0Jee YyCTOMYUBBIX K
pa3IMYHBIM BUJIaM CTPECCA, BKIFOUYAs 3aCOJICHHE.

[TomyueHnHbie BBICOKOOYUIIICHHBIE TOMOT'€HHBIE npernaparsl
CYKIUHATJIETUAPOreHa3bl MOXKHO HCIIOIb30BaTh B KAYECTBE MOJEIbHBIX 00pa3IoB
IIpU CPABHUTEILHOM aHallu3e APYrux (PepMEeHTATUBHBIX CHUCTEM. Pe3ynbrarsl
M3YUYEHUS UX KUHETUYECKUX CBOMCTB, 00YCIIOBIEHHBIE 3aCOJIEHHOCTHIO, TTO3BOJISIOT
aHaJTM3UPOBATh M3MEHEHHUS UX MOJEKYJSIPHOM CTPYKTYyphl JUIsi CHHTE3a Oojee
3¢ PEeKTUBHBIX SH3UMOB.

OO6Hapy>KeHHbIE 0COOEHHOCTU IMHAMUKH SKCIIPECCUH T€HOB, PETYIUPYEMbBIX
SIUTCHETUYECKUMHU MEXaHU3MaMH, TaKUMH KaK METUJIMPOBaHUE IMPOMOTOPA,
MO3BOJIAIOT pa3padoTaTh METOABI YIPABICHUS (PYHKIUSIMU OMpPEACICHHBIX T€HOB,
YIYYIIAIOMUX aJalTUBHYIO CIOCOOHOCTh PACTEHUM B YCIIOBHSIX CTpecca.

BoisiBeHbl  MeXaHU3MBl  METa0OJMYECKOW  Peryisiiud  CKOPOCTHU
MUTOXOHAPHUAIBHOTO  JIbIXaHUS 4Yepe3 CYKIMHAT-OKCUAA3HYI) CHCTEMY B
paCTUTENbHOW KJIETKE IMO3BOJSAIOT M3YYUTh BO3MOXHOCTH HCIOJIb30BAHUS
AK30T€HHBIX COCUHEHHM, YIyUIIaOMNX TPOAYKTUBHOCTh CEJIbCKOX035IHCTBEHHBIX
KYJIBTYpP B YCIIOBHSIX 32COJICHUSI.

[TonyuyeHHble pe3yabTaTbl MOTYT CIYKUTh OCHOBOM ISl TMOCIETYIONIUX

Hay4YHBbIX I/ICCJIGI[OBEIHI/Iﬁ 06yqa}oumxc;1, a TAaKXKC HCIIOJIBb30BAaTbCA OJIA yqe6Hor0
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npoiiecca 1Mo OUOXUMUU, SH3UMOJIOTUH, (DU3UOJIOTUN PACTEHUN U MOJEKYJISPHOU

OMOJIOTH.

[1oJ10keHHMSI, BEIHOCUMBbIC HA 3aIIUTY.

1.

B nucTeax KyKypy3bl U MIIEHUIBI OOHAPYKEHBI JBa Pa3HbIX W30(epMEHTa
CYKIIMHATAETUAPOT€HA3bl.  YCTAHOBJICHBI  pAa3iduudsi B  HEKOTOPBIX
KHMHETUYECKUX U PETYISITOPHBIX cBOMCTBaX n3odpepmentoB C/I" B ycaoBusax
3aconenusi. HaGnronaempie pa3inuuusi CBUACTENLCTBYIOT 00 U3BMEHEHUAX Ha
OMOXMMHUYECKOM YPOBHE M3YUYEHHBIX M30(DEpPMEHTOB B paMKax aJanTaiuu
KJIETOYHOTO MEeTaboJM3Ma B yCIOBUSX CTpeEcca.

ConeBoli  cTpecc CTUMYJIHPYET KaTaIUTHYECKyl0 akTuBHOCTH C/I,
WHTEHCUBHOCTh  MHUTOXOHAPHWAJIBHOTO  JbIXaHUd U AKTUBUPYET
(GYHKIIMOHHPOBAHUE aBTEPHATUBHOTO OKcuaazHoro nmytd u FTAMK-mrynTa.
Perynsauust aktuBHOCcTM U coctaBa Oenka CJII, mpu coneBom ctpecce
MPOUCXOAUT 3a CUET H3MEHEHHUS JKCOPECCHUU TI'€HOB, KOAMPYIOIIUX €ro
CyObeAMHUIIBI.

Hamumume caiitoB w-box m NAC B mnpoMoTopHOW 00JacCTH TEHOB,
xomupyronux CJI, MOXeT Wrparb BaXXHYK) pOJIb B THUIIE PETYJISALNU
AKTUBHOCTU M3yYaeMbIX T€HOB MOCPEJICTBOM TPAHCKPUIIIMOHHBIX (PaKTOPOB
WRKY u NAC npu agantanuy pacTUTENBHBIX KIETOK K COJIEBOMY CTPECCY.
YcraHoBneHo, 4To rensl ZmSDH?2-3, ZmSDH3-2, ZmSDH4 perynupyrorcs
SMHUICHETUYECKUMU MEXaHW3MaMH, TAKUMU KaK METUJIMPOBAHUE HX
IpOMOTOpPOB.  BrisiBIeHBI u3MeHeHuss MeTtwibHOro craryca CpG-
JTUHYKJIECOTU0B HCCIECIOBAHHBIX T€HOB B MEPBBIE IIECTh YACOB COJIEBOTO

cTpecca.

Anpobanusg paboTHL.

Marepuansl AWccepTaliuy MPOULIXM ampoOamuioo Ha OOIMIEPOCCHUMCKUX |

MEXyHAPOJIHbIX KoHpepeHuusx: MexayHapogHas HaydyHasi KoH(epeHIus

CTYIEHTOB, aCIIMPAHTOB M MOJIOABIX YyueHbIX «JlomoHocoB» (2021); I'oguunoe
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cobpanne OOmecTBa (uinonoroB pacteHuid Poccuu: Bceepoccuiickas HayuyHas
KOH(EpEHIIHS ¢ MEKIyHAPOIHBIM yuacTueM «DU3uosorust pacteHud u peHommka
KaK OCHOBa COBpeMeHHbIX (puroduorexHonoruit» (Humwxuuit Hosropon, 27 - 30
centa0Ops 2022 r.); VII Mexnynapognas HayuyHash koHpepeHiusi «leHeTuka,
I'enomuka, buonndopmaruka u buorexnonorus pacrenuit» PlantGen (Kazans, 10-
15 Urons 2023 r.) MexpernonanbHbix KoHGepeHuusx « Opranu3anus 1 perysius
¢dbuzunonoro-omoxummuueckux mnpouecco» (Boponex, 2020-2024); exeroaHsix
Hay4dHbIX ceccusix Boponexckoro rocynuBepcutera (2022, 2024).

[TyOukanmu.

OcCHOBHBIE pPe3yJIbTaThl HACTOAIIECH PadOTHI U3JIOKEHBI B 14 myOnukanusx —
TE3UCaX W CTaThiX, CPEAM KOTOPBIX S5 cTarel oOmyOJUKOBaHBI B >KypHajiax,
BKJIIOUEeHHBIX B criucok BAK, u naaexkcupoBanbsl B Web of Science u Scopus.

CtpykTypa 1 006EM pabOTHL.

JucceprannonHas padoTta uzokeHa Ha 127 cTpaHUIIaX OCHOBHOTO TEKCTa U
COCTOUT M3 BBENICHMS, 0030pa JIUTEpaTypbl, OOBEKTOB U METOJIOB UCCIEAOBaHUA,
PE3YNBTATOB U UX OOCYXKJIEHHUSI, 3aKIIOUEHUSI, BHIBOJOB, CIIUCKa JUTeparypsl (202

UCTOUHMKA). MrocTpallnoHHbBIM MaTepual BKIo4aeT 28 puUcyHKa U 7 Tabull.
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I'maBa I. Ob30OP JIMTEPATYPLI

1.1 OGuue cBeeHus O CyKIIMHATAECTUIPOTEHA3E

B sykapuotuueckux KieTKax CyLIECTBYIOT JiBa METa0OJIMUYECKHUX Mpolecca,
Urparoux (QyHIAMEHTAJIbHYIO pOJIb B KIETOYHOM JbIXaHUM U 0Opa30BaHUU
SHEpPruu. OJTU JBa B3aMMOCBSI3aHHBIX Ipollecca M3BECTHBI Kak IuKI Kpebca u
okuciuTeabHoe ochopunupopanue. [{ukn Kpedca, Takke M3BECTHBIM KaK ITUKII
TpukapOoHOBbIX KHUCIOT (L[TK), ocHOBHBIM 00pa3oM CIyKUT Jisl OKUCIEHUS
yIJIEBOJOB,  4YTO  MNPUBOAUT K  OOpa3OBaHUI0O  DHEPrUM B BUJE
ageno3untpudocopuoit kucnorsl (ATD) [38]. B srom nukie oOpazyroTcs
MIPOMEXKYTOUHBIEC YITIEPOAHBIE COCTUHEHUS, ICHUCTBYIONINE KaK MPEAIIeCTBEHHUKU
JUISl CUHTE3a aMUHOKHCIOT, TUNKUA0B U HykieotuaoB [115]. Kpome Toro, B LITK
CUHTE3UPYIOTCA JIBa BaXKHBIX Ko(epMeHTa B BOCCTaHOBJIEHHON (opMoOii:
HukoTuHamuaaneaunaunykineotn (HAIH) wu  QuaBuHaneHUHIUHYKIEOTH]T
(DAJH2) HeoOxoauMbl ais (PYHKIMOHUPOBAHUS DIEKTPOH-TPAHCIIOPTHON IEnu
(OTL) npu oxucnurenbHoM Gochopunupoanuu [200].

benkoBpiit kommieke cykuuHaraeruaporenassl (CAIT KO 1.3.99.1), takxke
M3BECTHBIM  KaK  MUTOXOHJpPUANIbHBIA  KoMIuiekc Il wim  cyknuHar:
YOUXHUHOHOKCUAOPEIYKTa3a, SBISIETCS Ba)XHBIM SH3UMOM, KOTOPBIN CBSI3bIBAET
okucinenue cykmuHara B L[TK [113] ¢ mepeHocom 3JIEKTPOHOB B MpolEcce
okucnurenbHoro gochopunupoanus B mutoxouapusx [97]. CHAI' nelicTByeT Kak
Ba)KHAsl TOUKA KOHTPOJIS MOTOKA yIEpoa, CTAHOBSCh, TAKUM 00pa3oM, OCHOBHBIM
MecToM Metabonudeckol perynsmuu B LITK. Cy6crpatom CAI siBisieTcst Mosekyna
CYKIIMHATA, BBIMOJHAIOMIAS (YHKIIMIO «CUTHAJIBHOW MOJEKYIb». Monekymna
CYKIIMHATAa y4acTBYeT B MepeAaue CUTHAJIOB IMKJA, T.€ SBISIETCS WHIUKATOPOM
cocTostHusl mpouecca okucieHuss ymepona B L[TK. Dta curnanbnas QyHkius

3aBHCUT OT €r0 HAKOIUICHUSI B MUTOXOHIpUX U Moxynsiuuu aktusHoctr C/I" [134].
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CykuuHaTaeruIporenasa Katajlu3upyer nmpeBpalieHrue CykiuHara B pymapar
(Puc 1). Karanutuueckas peakius CJII" HaunHaeTcst ¢ B3aMMOJICUCTBUS MOJIEKYIIbI
CYKIIMHaTa C AaKTUBHBIM IeHTpoM cyOwenuuunnsl C/AI'l, npenBapurtenbHO
(¢naBunupoBanHo u cBsizanHoil ¢ CHI'2. B pesynbrare, 1OMeH 3aKkphIBaeTcs U
TaKUM 00pa30M CYKIIMHAT B3aUMOJICHCTBYET C U30aJNIOKCA3UHOBBIM KOJIbIIoM DA/,
Ha 3TOM 3Tare cyOcTpaT okucisiercs B pymapar, a 1Ba JIeKTPOHa U iBa IPOTOHA OT
aTol peakiuu mnepenarorcs kopepmenty DAJ[ [157]. Okucnenue cykiuHara
3aBUCHUT OT KOBaJIeHTHOTO CBsi3biBaHHs MA]J] ¢ octatkom His B aKTUBHOM IIEHTpE
CAI' [86, 157]. B nanbHenmeMm, saekTpoHsl DAJIH> mnepenmarorcs yepes
xene3zocepHbie kiaactepsl cyobeaunuibl CAI2; [2Fe-2S], [3Fe-4S] u [4Fe-4S]. Ha
nocineaHen craguu, B ruApooOHbIX TpaHcMeMOpaHHbIX cyOobenununax CAI3 u
CHAI'4, conepxamux crnenudpuuecKuii CalT CBSA3bIBAaHUS MOJIEKYINbl yOuxuHoHa (Q)
[111], npoUCcXOaUT aKLENTUPOBAHUE FIEKTPOHOB () U TakuM o0OpaszoM, oOpasyercs
PEaKIMOHHOCIIOCOOHBIM  paJuKall  CEeMUXUHOH, KOTOPBIM  BIOCIEACTBUU
BOCCTaHABIIMBAETCS 0 yOuxuHouna. [88].

car
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Puc. 1. Peakmusi okucnenus cyknunara B (ymapar [104]. (a) - oOuuid
MEXaHU3M OKHUCJIEHUs CyKiuuHata u ero B3aumojeinctsue c¢ DAJIl. (0) -

aMUHOKUCJOTHI, OKpY>Karomue cykiuunar B ntuubeM Bapuante CII (1yq4) [96].
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1.1.1 OcobGeHHOCTH CTPYKTYpPbl CYKIIMHATIAETUAPOTEHA3bI

CornacHO wuCCNEIOBaHUAM, MPOBEICHHBIM IO CTPOCHUIO (epMmeHTa
cykuuHaraeruaporesassl  C/I, y DpOKApHOTHYECKUX UM JYKAPUOTUUECKHX
OpraHu3MOB HaOMIOAeTCsl aHAJOTHMYHBIM cocTaB. B mpokapuoThueckux
opraHu3Max, Takux kak Escherichia coli, ctpykrypa CII' Obuta ompeneneHa
METOIOM PEHTTeHOBCKOH Kkpucramiorpaguu c paspemenuem 2,6 A [192]. Ha
OCHOBAaHUHU PE3yJbTATOB, MOJYYEHHBIX IO KpUCTAIIMYeCcKUM cTpykrypam CUI E.
coli, pymaparpenykrasbl E. coli u dymaparpenykraszsl Wolinella succinogenes
OlienotyH u Jlemup moCTpOMIN MOJAENb YETBEPTUYHOW CTPYKTYPbl TETPAMEpPHOU
CAI" Saccharomyces cerevisiae [147].

CHI' B 3yKapHOTHYECKUX KIJIETKaX KIAaCCUYECKU COCTOUT U3 4 cyObhequHHuIl,
nBe u3 kotopbix CHI'l u CAI2 sBastorcs ruapoPuiIbHBIMU, OPUEHTUPOBAHBI K
MUTOXOHAPUATBHOMY MATPUKCY M BXOAST B COCTaB KaTaJUTHYECKOTO IEHTpa
(dbepmenta ¢ monekysipabiMu Maccamu 70 u 30 k/la. COOTBETCTBEHHO. DTOT JUMEP
umeet pasmep 70 A B mupuny u 80 A B Beicoty [112]. Apyrue cyoseauuuisl, CJI3
u C/II'4 npencraBisitor coboit 18a THAPOGOOHBIX MEMOPAHOCBA3AHHBIX OEITKOBBIX
KOMIIOHEHTa, HEOOXOAUMBIX [ MpPUKpeIUieHHs (EePMEHTHOrO KOMIUIEKCAa Ha
MUTOXOHApHAIBHON MeMOpane. [ n1podhoOHBIN AKOPHBIN XBOCT UMEET IUPUHY ~45
A u BrIcOTY ~45 A [175]. X MONeKynsipHbIe Macchl paBHstoTes 16,7 kJa mis CII3
u 16,6 xJla nisa CIAI'4 [152].
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Puc 2. Crpykrypa cykuunaraeruaporetassl [175]. A — ¢pnaBonporenn CAI'1
(Fp), xoBanienTHO cBsizanHbii ¢ DAJl. b — CAI2 (cyOvenununa Ip), conepxarnias
kodpaktopel [2Fe-2S], [4Fe-4S] u [3Fe-4S]. B u I: memOpaHocBs3aHHbIE
cyosenununel CIUI3- CII4.

HccnenoBannss  KPpUCTAIIIMYECKOM  CTPYKTYpbl W aMHUHOKHCJIOTHOU
nocienoBarenbHOCTH C/IIT MO3BOJISIIOT BBIACHUTH, UYTO B3aUMOJACHCTBUE MEXKIY
Mosnekynoit @A ] v IeHTpoM CBSA3BIBaHUA CyOCTpaTa XOPOIllo KOHCEPBATUBHO CPEIU
nonunentugoB CJII'1, rme ®AJl xoBamenTHO cBsi3aH ¢ His-87. Dra xoBalleHTHAs
CBSI3b OCYIIECTBISIETCSA MOCPEICTBOM BTOPUYHOM aMUIHOW CBS3U MEXKIY aTOMOM
N3 ructuaunumuaaszona U 8a-METWIbHOM TPYIIOW H30aJIOKCA3WHOBOTO KOJIbI[A
(cB3p  N3-ructuamn-8a- DAJ[). Cailt cBsa3biBaHusl cyOcTpara 00pa3oBaH
M30aJUI0KCa3uHOBBIM KosiblioM DA/ u OokoBbiMu HensiMu Arg-329, His-396, Arg-
441 u Phe-161, npu atom Arg-441 u Ser-446 yyacTBYIOT B IEPEHOCE IIPOTOHOB OT
KaTaJINTUYECKOTO peaKius IpeBpalieHus cykiuHara B gpymapar [78].

CAI'2 comepXuT Ba OCHOBHBIX JOMEHA: N-KOHIIEBOW JIOMEH C OCHOBHBIM
MATUHUTEBBIM [-TUCTOM W HEOONBIION crupaibio, npumbikatomuii k A/ npu

cBs3biBaHuu ¢ CII'l, 1 C-KOHLIEBOM (-CIUPAIIBHBIN JIOMEH C IIECTHIO CIIUPATISIMH,

cBs3aHHbIMU TieTsiMU. Kodakrop [2Fe-2S] saBnsieTcss mepBbIM KiIacTEpoOM B IIENU

17



nepeHoca 31eKTpoHOB oT DPAJ] U oOHapy>KUBaeTCs CBSI3aHHBIM B N-KOHIIEBOM
noMmeHe cyobenuuuiibl 2 [175]. C-koHIIEBOM JOMEH OTBEYAET 3a CBSI3bIBAHUE TPYIII
[4Fe-4S] u [3Fe-4S] [153]. I'pynna [4Fe-4S] sBmgeTca LEeHTpOM TpaHCHOpTa
anekTpoHoB uepe3 CII2 u nmmeeT HU3KHWKM NOTEHUHUAT CPEIHEN TOYKH, KOTOPBIN
JIEUCTBYET KaK SHEPreTUUeCKUi Oaphep MPOTUB NepeHOoca 3NeKTpoHOoB. [3Fe-4S], B
OTJIMYHUE OT JByX JPYTUX HEOPTraHMYEeCKUX KO(PAKTOPOB, KOOPAMHUPYETCS Tpems
AMUHOKHCJIOTHBIMH OocTarkamu [ 153].

JIBa osmekTpoHa, oOpa3syromiuecss TMpud JAETUJIPUPOBAHUU  CYKIIMHATA,
TpaHCTIOPTUPYIOTCA uepe3 Tpu kiacrepa ot CHAI2 Kk yOUXUHOHY, KOTOPBIH
cradbmmsuposad uermsimu His207 y CAI'2, Ser27 u Arg31 y CAI'3 u Tyr83 y CAI'4
[147]. HecMmoTps Ha TO, UTO pEIOKC-MPOCTETUYECKAs IpyIina reM b IpucyTCTBYET B
MUTOXOHApHATBLHOM KoMmIuiekce I, ero ¢yHKIMS B mepeHOCE DIEKTPOHOB 0 CHUX
nop He sicHa [111]. B ctpykrype CAI' y E. Coli rem b 6mmke k rpynne 3Fe-4S, uem
K yOMXWMHOHY, 5TO IO3BOJIIET MPEANOIOXKHUTh, YTO T€M b MOXET BBICTYIATh
perymaropoM nepeHoca 3MekTpoHoB uepe3 CHI. OpgHako, y 3yKapUOTHYECKUX
OpraHu3MoB paccTosHue mexay [3Fe-4S] m youxunoHoM cocrasiser 7,1 A, sto
MEHBIIIE, YEM PACCTOSIHUE MEXKY TOU KE KIACTEPHOM IPyNIION U T€MOBOW I'PYIIIION
b (13,3 A) ¢ oKHCIUTENEHO-BOCCTAHOBUTENBHBIM TIOTEHIUANIOM HIXKe, ueM y 3Fe—
4S u yOMXMHOH, 4YTO YKa3bIBa€T HA HEBBITOJAHOCTh MOCPETHUYECKON (DYHKIIMU MPHU
MepEeHOCe IEKTPOHOB Uepe3 reM b.

B nomnonnenue k stum 4 cyObeAMHUIIAM HEIaBHUE UCCIEAOBaHUSA Ha
apabujorncuce W puce BBISBIWIM HOBbIE CyObenuHullbl, cBsizanHeie ¢ CII, ¢
MoJekysipHoi maccoit npumepno 18 x/la (CAI'S), 15 xa (CAI'6), 7 xda (CAI'7)
u 5 xJla (CAI'8); onHako, cTpykTypa U (QyHKIUS KaKJIOH U3 3TUX CYyObEAMHUIL 10
KOHIIa HE BBISICHEHBbI [74]. BaxxHO MOAYEpPKHYTh, YTO 3TU HOBBIE CYObEIMHUIIHI,
unentuuuupoBanubie B Kommiiekce Il BbICIIMX pacTeHHil, MOAHUMAIOT
MHTEPECHBIE BOMPOCHI 00 WX KOHKPETHOW (PYHKIMU M HMX BKIaJae B OOIIYIO
CTPYKTYpy U (pyHKUHIO KoMILIekca. X coxpaHeHue B sMOpHUo(pUTAX MPEAnonaraet

9BOJIONMOHHOC 3HAYCHHEC, B TO BPEMs KaK UX OTCYTCTBUC B OIIPCACIICHHBIX I'PYIIIIax
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yKa3bIBaeT Ha (pyHKIMOHANbHOE pasHooOpasue [137]. [leTanbHOe UM3ydeHUE ITHX
CyObeAMHUIl, OCOOEHHO TMOCPEJACTBOM 00Jie€ COBPEMEHHOIO OHOXMMHUYECKOTO
aHanu3a, o0eniaeT yriyOuTh 3HAHUE OCHOBHBIX MOJICKYISIPHBIX MPOIECCOB U UX
3HAQYUMOCTH B KOHTeKcTe OuosHepreTuku u ¢GyHkiuit CHAIT B MUTOXOHAPHUSIX
BBICIIIMX PACTEHHUI.

N3yuenue 6uorenesa u COOPKU CyKIIMHATIAETUAPOreHa3bl B OCIEAHEE BPEMS
MpeACTaBIsAeT OONbIION WHTEpPEC, YuuThiBas BaxHyro ponb CJAI' kak B
MeTabO0INYEeCKUX MPOIIECCax, TAK U B MPOLIECCax KIETOYHOTO AbixaHus. st cOopku
u wunrerpauun kKomiuiekca CJIIT HeoOXoAuM CJIOXKHBIA MHOTOCTYNEHYAaThIN
MexaHu3M. Ha naHHBIH MOMEHT HAEHTHU(UIMPOBAHO ueThipe (akTopa COOpKH,
KOTOpBhIE UTPalOT pojib B oOpazoBaHuu koMmiuiekca CJII. OHM U3BECTHBI Kak
SDHAF1, SDHAF2, SDHAF3 u SDHAF4 [97].

SDHAF1 sBnsercs wineHom cemeiictBa OenkoB LYR wu  comepxurt
TpunenTuAHbIM MoTuB LYR (Jieiiun/Tupo3un/apruaut), KOTOPbId MPUCYTCTBYET B
N-KOHIIEBOII 007aCTH HECKOJIbKUX OEJIKOBBIX MMOCIEI0BATEILHOCTEH y pPa3HbIX
BUJOB OpraHu3MoB, Bkiwouas pacrenus [124]. SDHAFI Bmecre ¢ SDHAF3
onocpenytot co3peBanue cyoreaununbl CHUI2 [140]. C apyroii cropons, SDHAF2
HeoOxoquM i duaBuHupoBanust CAI'l u cOopku xommuiekca [43]. Ctpykrypa
MpEACTaBIsACT COOOM MIATUCHUPATBHBIA MYyYOK C OOJACTHhI0 YETKO BBIPaKEHHBIX
MOBEPXHOCTHBIX OCTaTKOB. JTa O0JIACTH COCTOUT M3 OTPHULATEIBHO 3aps>KEHHOU
nepudepun U MOJOKUTEIBHO 3apSKEHHON MOBEPXHOCTH, a Takxke ruapodoOHOH
obnactu. O6nacth pacnoinoxeHna B o-cnupaisax I, II u coenunutensHOM moioce.
N3menennss B8 SDHAF2 mnpuBogst k morepe ¢Gynkuuu komriuiekca CJI, dyto
HaIpsIMyl0 BIMSIET Ha (PYHKIMOHAJTBLHOCTh MHUTOXOHIPHUN U pa3BUTHUE PACTECHUU
[98]. SDHAF4 cnennduyecku B3aMMOICUCTBYET C KaTaTUTUYECKOU CyOheUHULIECH
CAI'l B MHUTOXOHIpPUATBLHOM MAaTPUKCE TMOCJIE 3aBEpIICHUS] apoMaTU3aluu
MOJIEKYJIbI, crocoOcTBys ee cBs3biBaHuio ¢ C/I[2 m nocnenyromei cOopke

ronokomiuiekca C/I. SDHAF4 cniocoOcTByeT 00pa3oBaHuio AUMEP-TUAPOPUIbHON
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CAI" nyrem crabunuzauuu U noanepxkanus cyobenuuuubsl CHAI'l B ycToitunBoM

COCTOSIHMH COOPKH Tepe] B3auMoJIeUcTBHEM co cTabminbHOCTRI0O CII2 [43].

1.1.2 buoxumMuueckue acreKkThl peryisiiuu PyHKIIMOHUPOBAHUS

CYKIOMHATACTUAPOIrCHA3bI

Cyxuunarnerugaporenaza (CII) perynupyeTcs mpsiMO WM KOCBEHHO C
MOMOIIbI0 HECKOJNbKUX OHOXMMUYECKHX MEXaHU3MOB, KOTOPBIE BKIIOYAIOT
npomexyrounsle coenuHeHust LITK [113], akTuBupyromue auraHibl, TaKUE Kak
TUKapOOHOBBIE KHCIOTHI, OJHOBAJCHTHBIE KAaTHOHBI WM aHHOHBI [109],
AHEPreTUYECKUE MAKPOMOIIEKYJIbI, Takue Kak AJ[D u AT®. [35] win HaHOYACTHIIBI
Fe [154]. Huxe MBI paccCMOTPUM 3TH PETYISITOPHBIE MEXaHU3MBI OEJIKOBOIO
komiuiekca CJII.

NurubupoBaHue akTUBHOTO IIEHTpa IMOCPEACTBOM  HMHTEPMEIMATOB,
cuntesupyembix B mponecce L[TK, saBnsercs oguuM U3 crnocoOOB MOAYISIUU
KAaTaJUTAYECKOM AKTUBHOCTHM CYKUMHATIETUApPOreHas3bl. J[BymMs W3  3TUX
MMPOMEXKYTOUHBIX MPOAYKTOB SIBIISIFOTCS OKCajloaleTar M MaJlOHAT, KOTOPhIE, KaK
M3BECTHO, IPEACTABIAIOT co00i MotHbie HHTHOUTOPHI CII [85, 8]. Okcamoanerar
JIEUCTBYET KaK MHTUOUTOP MEPEIayu CUTHANA, TO €CTh €r0 HAKOTUICHUE YKa3bIBaeT
KieTke Ha u30bITOK mpoayktoB nukia I[TK. B pesynsrare depmeHTaruBHas
aktuBHoctb CJII' perymupyercs OTpULIATEIbHO, YTOOBI  MPEAOTBpAIlATh
JajbHENee HakoluieHue npoMmexyTodnblx npoaykroB LTK. Oxkcamoanerar
JEUCTBYET KaK KOHKYPEHTHBIN HHTUOUTOP, CBSI3BIBASICH C CEPOBOJIOPOIHOM TPYIIOM
karanutudeckoro neHtpa C/I, uHruOupys Tem cambiM €ro akTUBHOCTH [95].
MasioHar, KaKk M CyKUHMHAaT MO CBOEW MOJEKYISIPHOM CTPYKTYpE, MPEACTABIAECT
co0ol UKapOOKCUIAT U TaKxKe sIBIseTCsl KOHKYpeHTHbIM uHruoutopom C/I [88].
Oco0eHHOCTH CTPYKTYPhI MaJIOHATA 3aCTABIISIET €0 HEMOCPEACTBEHHO CBA3BIBATHCS
C KaTUOHHBIMU AMUHOKHCIIOTHBIMU OCTAaTKaMu B caiiTe CBS3bIBaHUs cyOcTpara

cyobenununel CHI2 [87]. Orto cnenuduueckoe B3aUMOACHCTBUE BBI3BIBAET
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MHTUOMpoBaHuEe CcJoXkHOro (epMmenTtaruBHoro mporecca CAI u mpuBogut K
HAKOIUICHUIO CYKIIMHATA, O.-KETONITIyTapara u nuTpara [88], Biusis HAa HOPMAJIbHOE
¢dbynkuronupoBanue meradonuueckoro mytu L[TK u motok snekrponoB k OTL u,
CJIeI0BAaTENbHO, MUTOXOHpPHUATBHOE JbIXaHue. J[pyrue nukapOOHOBBIE KUCIOTHI,
Takue Kak CyKIMHWI-KoA GpepMeHT CyKIIMHUI-KOH3UM A-CUHTETa3a KaTaIu3upyeT
npeBpaienue cykunHmwi-KoA u AJ1® (unu ['JI®) B8 CoASH, cykuunat u ATO (unu
['T®), mpomecc, Takxke U3BECTHBIM Kak «pochopuiupoBaHue Ha YpOBHE
cyoctpara» (SLP) [107] moxkeT kocBeHHO perynupoBarb aktuBHOCTh C/AI. Kupuu u
ap. npennaraioT GoOpMy peryiasanuu «C mpsMon cBsa3pio» [109], mockonbky
HakoIieHne CyKIMHWI-KOA B MUTOXOHJpUsAX OyaeT CroCOOCTBOBAaTh aKTHUBALIUU
CYKIUHATIETUAPOreHasbl, (pepMeHTa, OTBETCTBEHHOTO 3a OKUCICHHE MPOAYKTa
JEAUINPOBAHUS aKTUBATOPA.

Hpyroit kimacc unrubutopoB CJII' BkIIOYaeT TakWe COEIUHEHHS, Kak
kapOokcuH, TeHOoMITpudTOopaneTon (TTDA) u 6-6eH30UTaMHUHOMYPUH, KOTOpPbHIE
JEUCTBYIOT KaK HEKOHKYPEHTHBIE UHTUOUTOPHI, CBA3BIBASICH C CAUTaMU, OTJIMYHBIMU
OT KaTaJuTU4ecKoro neHtpa pepmenta. KapOokcuH, pyHrunu, ucnonb3yeMblii B
CEJIBCKOM XO35ICTBE, CBA3BIBAETCS C IPYIIIAMU JKeje3a v cepbl cyobenuauibl CAI2,
HapyIasi MepeHoC 3IEKTPOHOB BHYTPU (PEPMEHTHOTO KOMILIEKCA. AHAJOTUYHBIM
oOpazom, TTDA B3auMOJEHCTBYET C CAaWTOM CBsI3bIBaHUSI yOMXUHOHA (cailT Qp)
CAI, npenoTrBpamias MEPEHOC 3JIEKTPOHOB Ha YOuUxuHOH u Omokupys OTLI,
nockonbky TT®DA oOmanaer cnoCOOHOCTBIO XEIaTHPOBaThb HETEMOBOE JKEJE30,
BEPOSITHO, Onaromaps CTPOTOM CTEpPUYECKOM CHenuPUYHOCTH B CHUCTEME
CyKUMHATAeruaporeHassl  nuroxpoma b [107].  UYrto  kacaercs  6-
OCH30MJIAaMUHOIYPUHA, TO OH HMHTUOUPYET TPAHCIOPT HJIEKTPOHOB HMEHHO B
knactepe 3Fe-4S. [49].

Heopranuueckue oaHO- W JByXBaJEHTHbIE aHUOHBI ObUIM OINHCAHBI Kak
TIOJIOKHTEIEHBIE MOLYIIATOPBI CyKIMHATAEIHAporeHassl, Takue kak Cl-, Br-, SO472,
popmuar 1 CIO472, MOryT cTabUIM3MpOBAaTh AKTHBHYIO KoH(popmauuro CJIT,

BCPOATHO, 3a CUCT HOHU3AWH THCTUANHOBBIX OCTAaTKOB, K KOTOPBIM ITPUCOCAUHCHA
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(¢naBuHOBas rpynna. Takum o06pa3zom, HU3KHUi ypoBeHb pH B quanaszone ot 5,5 10
7,0 TNpUBOIUT K «CIOHTAHHOW» akTuBanuu 3T1oro ¢epmenta [109]. C apyroi
CTOPOHBI, WOHBI Br~ moryT uHruOupoBath ¢epMeHTaTuBHYIO akTuBHOCTH CJI
MOCPEICTBOM JBYX PAa3HBIX MEXaHU3MOB, KOTOPBIE 3aBHUCSAT OT KOHLEHTPalUH
cykuuHara. [Ipy HU3KMX KOHUEHTpAUUAX CYKUHHATa MPOUCXOAUT KOHKYPEHTHOE
MHTMOMpOBaHUE, KOrJa JBa HOHAa OpoMHAa BBITECHSIOT CYKIIMHAT U3
KaTaJINTUYECKOTO LIEHTpa. DTOT MPOIECC UAET NapajlieIbHO OKUCIECHUIO (UiaBUHA
Y TIPUBOAUT K CABUTY B CTOPOHY (DEPMEHTATUBHOIO OKHUCIICHHS U3-3a OTCYTCTBUS
BOCCTaHOBUTENBbHOU crmocoOHOCTH. Torma kak mpu BBICOKMX KOHIIEHTPALIUSIX
CYKIIMHATA B MPUCYTCTBUU Br~ HHTHOMpPOBaHNE MOXKET ObITh HEKOHKYPEHTHBIM [45].

AKTHBHOCTb CYKIIMHATIETUIPOTEHA3bI TAKKE PETYIUPYETCS HATTUUUEM TAKUX
Makpomouiekyil, kKak AT® nu AJID, 3a cueT yBeIUUYEHHUS IbIXaTEIbHON AKTUBHOCTH U
OKUCIUTENbHO-BOCCTaHOBUTENbHOTO Oananca Q. Oty aktuBauuio CJIT mMoxxHO
MMOHMMATh KaK KOCBeHHOE cieAcTBue oOpazoaHusi ATD nocne pochopunupoBanus
AJI® BHYTpM MHUTOXOHJAPHAIBHOIO MAaTpPUKCAa WA 4YEepe3 AaKTHUBHOCTh
aJIcHUJIaTKUHA3bl B MEKMEMOpaHHOM TIpocTpaHcTBe. OHAKO, SKCIIEPUMEHTATbHBIN
aHaJIM3 3THX HAOMIOAEHHWM IOKa3bIBaeT, 4To akTUBHOCTH CII' cTumymnmpyetcs
HenocpeacTBeHHO AJ[D/AT® u mpouCXOIUT HA IUTOIUIa3MaTUYECKOH CTOpOHE
BHYTpPEHHEN MeMOpaHbl MUTOXOHIpuu [35].

Kak ymnomuHanoch Bbiie, HaHowacTuibl xkeneza (HY-Fe) xocBenHo
MOAYJIUPYIOT AKTUBHOCTH CYKIIMHATAETUAPOTE€HAa3bl B PACTECHUSAX KaHOIbl. [lpu
obpaborke HY-Fe HaOmromamoch MOBBIINIEHHE AaKTUBHOCTH — JbIXaTeJbHBIX
(bepMEHTOB UCCIEAYEeMOr0o PacTEHUs U, KaK CIEJCTBHUE, YCUIMBAJICA METa00IN3M
nukina Kpebca. DTo ynydilleHHME AaKTUBHOCTU PECIHUPATOPHBIX (HEPMEHTOB,
ocobernHo CJII, moTeHIHaNIbHO CIOCOOCTBOBAJIO YCKOPEHUIO POCTa pPAaCTEHUM
kaHouibl. [ToBbimienne akruBHoctu CUIL, nnayuuposannoe HY xene3a B paCTeHUSX,
CBSI3aHO C AKTUBAIMEW AHTUOKCHUIAHTHOW CHUCTEMBI. JTa aKTUBALUs IpPUBETA K
3HAQUYUTENIbHOMY  CHWXKEHHUIO  cojepkaHus mepokcuaa Bogopoaa (H20»),

MpeA0TBpAIllasi THUIIUUPOBAHKUE OKUCIIEHUS THOJOBBIX rpymnin B hepMenTax [154].
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Hpyroii tun perynasuun  QynkuuonupoBanuss CJIT  ocymectsisercs
MOCPEACTBOM MOCTTPAHCISIIUOHHBIX MOIU(DHUKALINI, KOTOPBIE MOXKHO Pa3IeIUuTh HA
yeTeipe THNA; (ochoprinpoBaHue, AcalETUIUPOBAHUE, CYKIIMHUIUPOBAHUE U
MPONMUOHWINPOBAHUE.

®dochopunupoBanue  uwiam  aepocHopunupoBaHUE  OCYIIECTBISAETCS
MPEUMYIIECTBEHHO (DepMEHTaMU TUPO3MHKUHA3HOTO THUMA M MOXET BIHATH Ha
Karanutuueckyro QyHkuuio cyoreauuuibl CIAI'1, a Takxke Ha EPEHOC SIEKTPOHOB
M0 3JEKTPOH-TPAHCIIOPTHOM 1LIENMH y Pa3IMYHbIX OpraHu3MoB. [Ipumepom 3TOrO
apisietcsa Tupo3uHkrHasa (FGR), koropas nanenena Ha nonoxkenne CHUI'A Y535 u
Y596 y kpbic, U ee akTUBaLUs 3a cyeT akTUBHBIX (opm kuciopoaa (ADK) urpaer
pelaroIly0 pojib B META0OJIUYECKUX KOPPEKTHUPOBKAX B TAKUX YCIOBUSX, Kak
OTpaHUYCHHE MUTATEIBHBIX BEIIECTB, TMIIOKCHS/PEOKCUTEHALIUSI U aKTUBanus -
KieTok [34]. Ipyras MUTOXOHApHaIbHAs TUPO3UHKKHA3A (c-Src) dochopunupyer
NDUFV2 u CAI'A B npixarensHbix Komiuiekcax | u II. ®docdhopunupoBanue
NDUFV?2 Bnusier Ha apixanue u cogepxkanne AT®, Torma kak dhochopuarpoBaHue
CAI'A, He u3meHsst GepMEHTATUBHYIO AKTUBHOCTh, HAPYIIAET MEPEHOC IJEKTPOHOB,
MPUBOAS K 00pa30BaHUIO aKTUBHBIX (hopM Kucioponaa. Ode KuHa3bl COoCOOCTBYIOT
perymsiuuu  CHI' npu  pasnuyHbeix  oOcrositenbcTtBax.  Kpome — Toro,
MUTOXOHApHUaNbHBIE (ocdaraspl, Takue kak PTPMTI1, mnporuBoaeicTByIOT
aKTUBHOCTU KuHa3bl, neochopunupys CAI'A u Bausas Ha yTHIM3ALUIO TIIOKO3bI
MUTOXOHApUsIMH Y Danio rerio [143].

ALIETHIIMPOBAaHUE OOBIYHO CBSI3aHO C JI00aBJIEHUEM WIM yAaJleHUEM
alETUIIbHBIX TPYNI K OCTarkaM JU3WHA. JTU MOAU(UKAIMA MOTYT BIHSATH Ha
HECKOJIbKO OCJIKOB B Pa3JIMUHBIX KIETOUYHBIX Mporeccax. Y MIEKOMUTAIOIINX
¢dnaBonporenn cykiuHataeruaporenaza (CHAI'A) nelictByer kak cyOcTpar s
HAJI+-3aBucumoii aeanerunasnl (SIRT3). SIRT3 — BaxHas MUTOXOHApHATbHAS
JiealieTuiiaza, OTBETCTBEHHAS 32 JICAlETHIMPOBAHUE PA3IUYHBIX METa00INYEeCKUX
(bepMEeHTOB U  KOMIIOHEHTOB OKHUcCIUTeNnbHOro docdopunupoBanus [57].

UccnenoBanue, nmpoBeleHHOE Ha MbImax, nokaszano, 4yro C/AI'A moasepraercs
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alleTUJIUPOBAHMIO MO OMPEACICHHBIM OcTaTkaM Ju3uHa. Jeanerunuposanue CII'A
¢ nomoibio SIRT3 ycunupaeT aktTuBHOCTH KomIuiekca II, Biusist Ha Bxoj cyOcTpara
B €r0 aKTUBHBIN LIEHTP, YTO YKA3bIBAET HA PETYIATOPHYIO POJIb AIETUIMPOBAHHUS B
MUTOXOHAPHUATHLHOM META00IH3ME.

CyKUMHUIMPOBAHUE U MPOMUOHUIMPOBAHNE — JIBE HEJJABHO OOHAPYKEHHBIE
MOCTTPAHCIAIIMOHHBIE MOIU(PUKAIINY, BIUSIONINE HA OOKOBBIEC IIENU JU3UHA U HA
CTpYKTYpy u ¢yHKIMIO Oenka. CyKIMHUIUPOBAHUE MPOUCXOIUT B HECKOJIBKHUX
oenkax, Bxiroyass CAI'A u C/AI'B, 1 caifThl CyKIMHIWINPOBAHUS HE IEPEKPHIBAIOTCS
C yXe WACHTU(DUIMPOBAHHBIMU CaWTaMH aleTUIMPOBAHUS, YTO TO3BOJISET
npeanonoxuts auddepennuansuyo peryiasuuio. SIRTS u CobB yuacTByroT B
JNECYKIIMHUIUPOBAHUU JIM3UHA Yy MIIEKOMUTAIOMMNX U OaKTEpUN COOTBETCTBEHHO.
SIRTS B mepBylo ouepeab WHTHOUPYET KOMIUIEKCHI PECHUPATOPHBIX OEJIKOB,
Bkmrouass C/II. HepmaBHO BbIsiBIeHHOE mnponuoHunupoBanne B CII'A oxumaet
JTaTbHEUIIUX HCCIENOBAHUM H3-3a €r0 PEryISTOPHOTO 3HAuYeHUs B (PyHKIUU U

coxpanenunu CIII' y pa3BUTBIX opranu3moB [139].

1.2 MonexkyasipHO-3MUTe€HETHYECKHE acieKThl PyHKInonupoBanuss CJI'

CykuuHaTaeruporenasa JeUCTBYeT Kak OENOK-TIOCPEIHHK MEXKIY IBYMs
BOXXHBIMU METa0OJMYECKUMH TporieccaMu B pa3zButum pactenuit: 1[TK, rae ona
JNETUJIPUPYET STHTAPHYIO KUCIOTY U MEPEHOCUT 3IEeKTPOHBI uepe3 DTL nnsa cuaTesa
sHepruu [11]. ¥V Beiciux pacteHuil yeTblpe CyObeANHUIIBI, COCTABISAIONINE OETOK
CIT, xogupyroTcs B 1€pHOM T€HOME MYJIBTUT€HHBIM ceMeicTBOM. Takum 00pasom,
cyosenununa CAI'l kogupyercst neymst renamu: SDHI-1 v SDH1-2; CyObeauHuna
CAI'2 — tpems renamu: SDH2-1, SDH2-2 wn SDH?2-3; Cyowenununa CAI'3 - nByms
reHamu, SDH3-1 wn SDH3-2; u cyowegununa CAI'4 - ren sdh4. CornacHo
ruccienoBanusmM durepoa u ap, 1sa rena SDH1-1 v SDH -2 BBICOKOKOHCEPBATHBHBI
Yy Pa3HbIX OPraHU3MOB U, CJEAOBATEIbHO, OHH KOJUPYIOT OCIKU C MOXOKHUMHU

AMUHOKHCIIOTHBIMH ~ TtocienoBarensHoCcTsIMU  [78]. Kpome TOoro, smaHHbIe
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CTPYKTYpPHBIE CXOJICTBA MOJUIENTUIOB CYObEIUHHUIIBI | OTpaxkaroTcsi Takxke B
crocoOHOCTHU cBs3bIBaThCs ¢ KoakTopom DA/l u cyObcTparoMm, B JaHHOM Cilydae
CYKIIMHATOM. AHAJIOTUYHBIM oOpazoM, reHwl sdh2-1 w SDH2-2 Takkxe HUMEIOT
CXOXKHME€ CTPYKTYPBI U, KaK CJIEICTBUE, KOJUPYIOT OCIIKHU, MaJI0 OTJIUYAIOIIUECS IPYT
or npyra. OmHako, SDH2-3 ctpykrypHO oTnudaerca oT SDH2-1 w SDH2-2 n
MpeJCcTaBIsieT COO0OM T'eH C BBICOKOCTEIM(PUYHOM SKCIPECCHEH, 3aBHUCAIICH OT
TKaHU U CTaguu pa3Butus pactenus [117]. B orouume ot cyObenuHwil,
cocTapisronux karanutudeckuit nentp C/I, mexmeMOpaHHbIe CyObEIUHUIIBI
CAI'3 u CAI'4 paznuyaroTcs 1O CBOUM aMHUHOKHCJIOTHBIM MOCIIEIOBATEIIBHOCTAM Y
Pa3HBIX BUJIOB, HO UX CTPYKTYpa U (PyHKIIUU COXPAHSIIOTCS.

MyTanuu B reHax, KOIUPYIOMMUX CyObeauHulbl, BXoasamux B coctaB C/I,
HEMOCPEICTBEHHO BIHUAIOT Ha aKTUBHOCTH 3TOTO (PEPMEHTA U €r0 PETYISITOPHYIO
criocooHocTh B L[TK, mpuBoAs kK HAKOTUIEHUIO CyKIIMHATA, U3MEHEHUIO COJIEp KaHuUs
OPYTHUX OpPraHWYEeCKHX KHCIIOT, CKOPOCTH [JbIXaHHs MUTOXOHIpui. Kak
YIOMUHANOCh BbIlie, Haauuue uzopopm CJII' 3aBHCUT OT TKaHM WJIM OpraHa,
MOATOMY HW3MEHEHHUS B KOJMPYIOIIUX MX Te€HAX BBI3bIBAIOT Jud@epeHranbHbe
dbusnogornyeckre mnepecTporku. B apabumoncuce, mamenenus rema SDHI-2 B
KOPHSIX OKa3bIBaIOT MUHHMMAJIbHOE BJIIMSHUE HA POCT PACTEHUN, BO3MOXHO, M3-3a
HHU3KOIO YPOBHS €ro 3kcripeccun. OnHako, nsmenenue SDH [-1 BnvsieT Ha pa3BUTHE
ramMmeTo(UTOB, IPUBO/IS K CHUKEHUIO TPOAYKIIUH CEMSIH ITIABHBIM 00pa3oM MOTOMY,
yTo TpaHcKkpunthl SDHI-1 cnenu@uyecku dKCOPEeCcCUPYOTCS B I[BETaX M, TaKUM
o0pa3oM, MOAYEPKUBAIOT €ro BaXKHYIO poOjib B pa3Butuu rametrodurto [117].
Cumxenue axtuBHoctTu C/II' HaOmomanoch y TeTEPO3UTOTHBIX MYTAHTHBIX
pactenuit SDHI-1/sdhl-1, oqHako pacTeHHs] IEMOHCTPUPOBAIM 00Jiee BBHICOKHE
ckopoctu accuMmmisiuu CO2 U yCKOPEHHBIN POCT MO CPABHEHUIO C KOHTPOJIBHBIMH
pacTeHHsIMU. DTO YIY4YlIEHHE KOPPEIUpPOBAIO C OOJNbIIEH OTKPHITOCTHIO H
IJIOTHOCTBIO YCTBHUIL, UTO YKa3bIBaeT Ha syuinee noromeHne CO2, B TO Bpems Kak
apyrue (QOTOCHUHTETHYECKHME U METa0OJIMYeCKHe TapaMeTpbl HE MOKa3alu

cyliecTBeHHbIX pasznuuuid. Kpome toro, pacrenus ¢ nedururom CIIT mokazanu
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JYYIIUA POCT B YCIOBUAX OFPAaHUYEHUS a30Ta, YTO MO3BOJISIET MPEANOIOKUTh, YTO
HE3HAUUTEJIbHbIE META00INYECKUE U3MEHEHHS] MOTYT BIUATh HAa TaKHE Ba)KHbIC
npouecchl, Kak (YHKUUs YCTbHUIl M accumuanus aszora [81]. SDHI-I Takxe
y4acTBYeT B peaklMM pacTeHU Ha TMAaTOTeHbl. AHAIU3 METa0O0JIOMUKU H
AKCIIPECCUU T€HOB B XJIOMKE, MHOKYJIUPOBAHHOM Verticillium dahliae, noka3zan, 4To
GhSDHI-1 B KOpHSX JAEMOHCTPUPYET 3HAUUTEIbHYI AaKTHUBALMIO MOCIHE
WHOKYIISIIIUM W WHIYKIHUIO CATUIUIOBON KuciaoTod. DyHKIMOHATBHBIA aHaIU3
MOKa3aJl, YTO XJONOK C TmojaaBileHHbIM GASDHI-1 mnposiBaseT OOoJbLIyIO
BOCIPUMMYMBOCTh M3-3a2 BOBJIEUYEHUS HMMMYHHON CHCTEMBI W TOBPEKIACHUS
CHUTHAJIBLHOTO yTH CAJUIINIOBOU KHCJIOTHI, a B Arabidopsis,
cBepxakcrnpeccupyromuit GASDHI-1, nposiBisger OONbIIYyI0 YCTOWYUBOCTH K V.
dahliae [199].

Uccnenosanus, nposenennusie Li et al. y Oryza sativa nmokazanu, 4To reH
OsSDH?2-1 BaxxeH B mpoliecCe pPa3BUTUSA pacTeHUl, 0COOEHHO B (OPMUPOBAHUU
JUCTbEB U CTApEHUM, a TaKXKe B Mpou3BojcTBe 3epHa [118]. Araujo et al. B
AKCIIEPUMEHTAX, NPOBENEHHbIX Ha Solanum lycopersicum, HaOMIONAIUCh, YTO
cBepXxaKcrnpeccus Mmytanta SISDH?2-2 yny4diiaer pOTOCUHTE3 B pe3ybTare Jydiuei
MeTabonndeckoi accumMuisiiuu AocTynHoro CO2 Mo CpaBHEHHUIO ¢ KOHTPOJIbHBIMU
pactenusimu. Kpome TOro, Tak ke OBLUIO OTMEYEHO BBICOKHE CKOPOCTH
TPaHCTIUPAIIMU U YCTHUYHON mpoBoAMMOCTU. CKOPOCTh HHKJIA TPUKAPOOHOBBIX
KHUCJIOT CHUXAETCsl, YTO BBHI3BIBAET H3MEHEHHE YPOBHS METa0OJHMTOB, O YeM
CBUJIETEIILCTBYIOT HU3KME KOHILIEHTpaluu ¢pymapara u manara [37].

Perynsuus skcnpeccuu reHOB y paCTEHUM, KaK U Y IPYTUX BBICIINX 3YKapHOT,
MpeACTaBisieT CcoO0OM CHOXKHBIM W BaXHBIM mOpolecc JUisi  KIETOYHOIO
(GYyHKIIMOHUPOBAHUST W aJanTalli OpPraHu3MOB K  (U3UOJOTUYECKUM U
AKOJIOTUYECKUM YCIOBUSIM. DKCIIPECCHUSI TEHOB MOXKET UMETh TudPepeHInanbHbIi
XapakTep, TO €CTh KaXJbIi TeH MOXET MpOSBISATh HEOJAMHAKOBBIE YPOBHU
AKCIIPECCUU B 3aBUCUMOCTH OT TKaHU WA OpraHa, CTaJuy Pa3BUTHS PACTEHUS WIH

B OTBET Ha PA3JIM4YHbIE CTHUMYJIBI OKpyXaromen cpeasl [166, 22]. Ognako, xorga
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HaOJIIOIAI0TCA CXO/IHBIE MAaTTEPHBI SKCIIPECCUM, CUMUTAETCS, UTO TU T€HBI HAXOASITCS
B COBMECTHOM perymsiiuu. W3BECTHO HECKOJIbKO YpOBHEW, Ha KOTOPBIX
pEeryiaupyeTrcsl SKCIPEeCcCUsi TeHOB, TaKUX Kak TpaHckpumius, npoueccuHr PHK,
TpPaHCIALMS U MOCTTpaHCcIdaonHas Moaudukanusa oenko [148]. Ho, BHe Besikoro
COMHEHHUS, TOW (POPMOU pEryisluu HKCIPECCUU TEHOB, KOTOpas Mpou3Belia
PEBOJIOLINIO B CIOCO0AX MHTEPIPETALUH B3aUMOOTHOIIIEHUH T€HOB C OKPYKAIOIIEH
Cpelou, SIBISETCS SMUICHETHYECKasl PEryisiiusa. DMUTeHeTHYeCKasl peryisius He
BKJIIOYaeT u3MeHeHuil B mnocnenoBarenbHoctd JHK wunum B kakux-nubo ee
TpaHCKpUOUpPyeMbIX Mpoaykrax. OmHo u3 Hamboliee pacnpoCTpaHEHHBIX (HOpM
AIIUTEHETUYECKOU perynsiuu sBisiercss MmetwinpoBanne [HK, kotopoe moxer

AKTUBHPOBATh WJIN CTUMYJIHUPOBATH IKCIIPECCUIO TEHOB [22].

1.2.1 OnureneTnyeckas peryJisiius y BbICIINX PAaCTEHUN

N3ydeHue 3MUTe€HETUKNA PACTEHHUM CO BPEMEHEM Pa3BUBAJIOCH: OT MEPBBIX
OTKPBITHUI HEMEHJIEJIEBCKOIO TEHETHUYECKOTO MOBEeACHUS 10 (yHAaMEHTAJIbHBIX
OTKPBITHI B OTHOIIEHUU OeNKOB, Moaupuimpyomux xpomaru, u PHK, koropsie
PETYJIIUPYIOT 3KCIPECCHI0 TE€HOB Yy 3yKapuoT. Pa3HOOOpasue 3MUreHeTHYecKuX
NyTell y pacTeHUN YIMBHUTEIBHO U UIPAET PELIAIOLIYI0 pOJib B (PEHOTHIIMYECKOU
IJJACTUYHOCTU  TOCTAMOPHUOHATBHOTO  Pa3BUTHUS,  MO3BOJSS  PACTCHUSIM
aanTUpOBaTbCd M BBDKMBATh B MU3MeHsAwoWeWcs cpene [32]. Pacrenusd
JEMOHCTPUPYIOT  3aMEYaTeIbHOE  CBOWMCTBO  JMUICHETUYECKOW  PETYJISLNH,
WCMOJIb3ysl BCE OCHOBHBIE €€ MEXaHW3Mbl, M3BECTHbIE y 3yKapuoT. [Ipu 3ToMm
pa3palaThIBAIOT PETYISITOPHBIE MyTH HA YPOBHE, HE UMEIOIIEM aHAJIOTOB y APYTUX
opranu3mos [181].

VY BBICHIMX PacTE€HUMN CPe/Id Pa3TUIHBIX CIOCOOOB PETYISIIIUN AKTUBALINHU WU
J€aKTUBALIUM TPAHCKPUIIMA TE€HOB HEOOXOJIMMO YUYWUTHIBATH METWJIUPOBAHUE
npomotopa [68]. MetunupoBanue /JTHK B ompeneneHHBIX MOCIEA0BATEILHOCTIX

OUTO3HWHA ABIACTCA OAHHUM U3 OCHOBHBIX MCXadHHU3MOB SMUT€HETUYECKOM peryisanun
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B PA3JIMYHBIX YCIOBUSX pa3BuTus pactenuil [23]. Crenenp metunupoBanusa JJHK
oOecrnieurBaeT miIaTGoOpMy sl CBS3bIBAHUSI OENKOBBIX KOMILIEKCOB, KOTOPbBIE
MOAUGUIHUPYIOT THUCTOHBI, TEM CaMbIM U3MEHSA CTPYKTypy XpoMaTuHa U
JOCTYIMHOCTh TeHeThuecko wuHbopmaruu [27]. DTOT mpouecc MNpPOUCXOAUT B
Pa3IMYHBIX KOHTEKCTaxX ITOCIIEIOBATEIIbHOCTEN B TE€HOMAX pAaCTEHUW, OTpa)kas
JUHAMHUYECKHI OanmaHc MexAy (EepMEHTAaTUBHBIMU AaKTUBHOCTSIMHU, KOTOPBIC
YCTAaHABIIUBAIOT, NOJJICPKUBAIOT WM YIAISIOT MeTHiMpoBanue [195].

depMeHThI, MOAU(UIIUPYIOIINE TUCTOHBI, TAKKE UTPAIOT PEIIAIOIIYI0 POIb B
SMUTCHETUYECKON PETYISIUUN Yy PACTEHUM, BIUSAS HA SIMUTCHETUYECKUE COCTOSHHUS
MOCPEACTBOM J00ABIICHUS WM YAAJICHUS! MOCTTPAHCISIIIMOHHBIX METOK TMCTOHOB.
Monudukanu THCTOHOB, TaKW€ KakK alleTUIMPOBaHUE, METWIUPOBAHHUE,
CyMOWIIMpOBaHUEe, YOUKBUTHUHUpOBaHUE U (OCPOPUIUPOBAHUE, PETYIUPYIOT
JOCTYITHOCTh TPAHCKPUIILIMOHHOTO armapara K ONpeAeJ€HHbBIM YY4acTKaM T'€HOMa,
TE€M CaMbIM KOHTPOJHPYS dKcIpeccuto reHoB [20]. Ot MoanduKanuy BIUSIOT HE
TOJIBKO Ha CTPYKTYPY XpOMaThHa, HO U Ha PEKPyTUPOBaHUE OEIKOB, yUaCTBYIOIINX
B TaKUX MPOILIECCaxX, KaK TpaHCKpUIuus, perukanus u penapauus [JHK [180].

PHK-onocpenoBanHoe 3amMalluMBaHUE TE€HOB SIBIISIETCS  €II€  OJHUM
KJIIFOYEBBIM ~ JMUTEHETHYECKUM  MEXAHM3MOM Yy  PAacTeHUM, BKIIOYAKOUIUM
CKOOPJIMHUPOBAHHOE JIEWCTBHE Pa3IMYHBIX Ki1accoB Hekoaupyromux PHK, takux
kak Manele PHK wu pmnumasele Hekomupyromme PHK. Otm PHK  wmoryr
MOAU(UIIMPOBATh CTPYKTYpPY XpOMaTHHA WM MOAABIATH TPAHCKPHUIIINIO, 00pa3ys
kapkacel PHK, k koTopbiM mnpukpemisaiorcs ructoHoBeie Oenku u  JIHK-
Metuntpancdepassl. Y pacrenuit mytu PHK-unTepdepenunu omnocpenyrorcs
MuPHK, MuxpoPHK n xPHK, BbICTynaromme perynstopamMu 3KCIIPECCUU T'€HOB
[189].

Kak yxe ObUIO oONKMCaHO, PACTEHUS HMEIOT MHOXECTBO MEXaHHU3MOB
AMUTCHETUYECKON PETYISLNH, KOTOPBIE B3aUMOICHUCTBYIOT APYT C APYTOM U, TAKUM
00pa3oM, rapaHTUPYIOT HOPMaIbHYIO pabOTy reHEeTUYECKUX (DYHKIIMH Ha MHOTHUX

ypoBHsX [94]. AKTHBalUMS 3TUX PETYISATOPHBIX IMYTE€W BIUSAECT HA U3MEHEHHUS B
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CTpyKType XpomaruHa u noctynHoctd JJHK u, B koHeuHOM HTOTrE, HAa SKCIPECCUIO
reHoB [181]. Tounas peryasuusi 3TUX SMUTEHETUYECKUX MPOIIECCOB HEOOXOauMa
JUTs1 TOTO, YTOOBI PACTEHHUSI MOTJIM a/IAIITUBHO PEarupoBaTh HA Pa3INYHbIE CTUMYJIBI
OKpY>KalIlel cpeAbl U pa3BUTHs, oOecreunBasi TEM CaMbIM HUX BbDKUBAHUE U

Pa3MHOXKEHHE B U3MEHSIOIINXCS YCIOBUAX OKpYX)arouen cpensl [32].

1.2.1.1 Metunuposanne JJTHK

Kak wmpl ynomunHanu panee, metuinupoBanue JHK sBnsercs «BakHBIM
MPOLECCOM  JBINHUICHETUYECKOM PErysiliik, OHO MPOUCXOJUT MOCPEACTBOM
n3buparenbHoro gqobdasnenus: -CH3 rpymnm K octarkaM IIUTO3UHA B ONPEIEICHHBIX
nocnegoBarenbHocTax 1enu JHK». [42]. DOra xumuyeckas Moaudukanus
MPOUCXOJIUT TIIABHBIM 0O0pa3oM B MATOM MOJOKEHHM YIepoAa IUTO3MHA, YTO
MPUBOJIUT K 00pa3oBaHUIO S-meTuianuTo3uHa [23]. s Toro 4TtoObl MPOHU3O0IILIO0
metunupoBanue JIHK, nHeoOxomumbl 1Ba BakHEWIIUX cyOcTpaTa: IUTO3UH U
kopaktop  S-agenoswin-L-metnonun  (SAM)  [47]. ®epmentst  JIHK-
MetunTpancdepassl (DNMT) OTBETCTBEHHBI 3a KaTajdu3allui0 dTOM pPEaKIuu U
UCIIONB3YIOT KJIIOUEeBblE ocTaTku, Takue Kak Cys-1226 u Glu-1266, nns
CTaOMIM3aluy aKTUBHOTO IIEHTpA.

[Iporiecc MeTUITMPOBAHUSI BKITIOYAET B CEO0SI PSiJi CKOOPAMHUPOBAHHBIX IIATOB.
[lepBoHaYanbHO UUTO3UH CTAOWIMU3UPYETCS B AaKTHUBHOM LIEHTPE 3a CUET
B3aumogencTBus ¢ octatkoM Glu-1266. Ocratok Cys-1226 3arem AeilcTByeT Kak
HykJIeodus, arakys 6-ii aTroM ymiepoja IIMTO3WHA, BbBI3BIBAS  CEPUIO
MEePErpynmnupoBOK B JABOMHBIX CBS3SIX KOJblA. DTa MEPErpyniupoBKa oOnerdaer
nepeHoc nporoHa mexay ocrarkoM Glu-1266 u azorom 3 murto3uHa. [Ipucyrcreue
kopaktopa SAM B aKkTUBHOM IIEHTpE OOJerdaer ajJKWIMPOBAHUE IIUTO3WHA,
MPUBOASAIIEE K OOpa3oBaHUIO S-METUIUTO3MHA. BrociencTBUM HEU3BECTHBIN

OCHOBHOM OCTaTOK JENPOTOHUPYET VYIJIEPOJ S5 IUTO3WHA, BOCCTAHABIMBAs
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apoMatuyHOCTh Koiblla. Hakonen, kommuieke JHK-OGenok muccounuupyer, B
pe3ysbrare 4yero 0opa3yercsi MeTUIIMPOBAHHbBIN TUTO3MH [194].

B konTekcte Boicmiux pactreHuit metunupoBanue JJHK npencrasnsier coboit
pa3zHooOpa3HbIe 3aKOHOMEpHOCTH, BKiItodas MmetunupoBanne CG, CHG u CHH (rae
H mpeacrasnsier coboil ajieHNH, IUTO3UH WIM THUMUH). XOTS NPEUMYIIECTBEHHO
HaOmonaetrcss metunupoBanue CG, merunupoBanue CHG u CHH taxxe urpaer
BAKHYIO POJIb B JIHUIreHETHYECKOW perymamuu [151]. ¥V Takux pacTteHuil, Kak
apabujorncuc, 3a MOJJEpKaHUE METUIUPOBAHUSA B ITUX KOHTEKCTaX OTBEYAIOT
paznuunbie pepmentsl. Hanpumep, JIHK-metuntpancdepaza 1 (MET1) orBeuaer
3a metunupoBanue CG, a xpomometrwinasel 2 u 3 (CMT2 u CMT3) u JIHK-
Metuntpancdepassl de novo DRM1 u DRM2 yuactyroT B MetriinpoBannun CHG
u CHH. Pacnpenenenue 3tux (hepMEHTOB BapbUpPyeTCS B 3aBUCUMOCTH OT BUJIA
pacrenuil. Haripumep, y Oryza sativa naentuduiupoBansl Ase nzohopmel MET u
nse uzodopmel IIMT, a y Zea mays oGHapykeHa Toibko onHa uzopopma MET u
JIB€ XpOMOMETHIIa3bl. buojgoruueckrue GyHKIIUH TOMOJIOTMYHBIX OEJIKOB CeMeicTBa
DRM erie noHOCTBIO HE BBISICHEHBI y TaKUX BUOB, Kak O. sativa u Z. Mays [42].

Cnenyer oTMeTuTh, uTo y pacteHuidt MmetwinpoBanue JIHK uzbuparensno
JIOKaJU3yeTCsl B OMPENENICHHBIX T'eHaX M AJIE€MEHTAaX T'eHoMa. XOTS TeHbl OOBIYHO
Metuwiupytoress no CG BHYTpH HX Tela, MOCIEI0BATEIBHOCTH MOOMIBHBIX
AJIEMEHTOB, KaK MPaBUJI0, METUIUPYIOTCS No HeckonbkuM cartam CG, CHG u CHH
[151]. DTO0 MeTUIMpOBaHHE B MOOMJIBHBIX AJIEMEHTaX M MPOMOTOPHBIX 00IaCTIX
MPUBOJIAT K «MOJIYAHUIO» TE€HOB, TOTNA KAK METWIMPOBAHWE BHYTPHU TEJ T'€HOB
MOXXET UHAYLHPOBATh dKCIpeccuio reHoB. Takum o6pazom, metmnupoBanue JTHK
HMMEET JIBOMHOE BO3JCUCTBUE: OHO BIUSET HA HHTEHCUBHOCTHU 3KCIIPECCUU T€HOB U
OJTHOBPEMEHHO 3alIUIIAET T€HOM OT JEpPEeryaupyeMoid aKTUBHOCTH MOOWMIbHBIX

3JIEMEHTOB [79].

1.2.1.2 Pone metunupoBanus JHK B peryssiuu 3Kkcrpeccuy reHoB
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Perynsauuss reHoB — (yHIaMEHTAJIbHBIA MPOIECC, OMPEACIISIIOIIUN
JKCIPECCUI0O TEHOB B KIJIETKaX, W OJHAM U3 KIIOYEBBIX SMUTCHETHYECKUX
MEXaHU3MOB, Y4YaCTBYIOIIUMX B 3TOW pEryisiuuM, siBigeTca metwinpoanue JHK
[180]. DTOT mpouecc MOXKET OKa3blBaTh PA3JIWYHOE BIWSHUE HA TPAHCKPHUIILUIO
T€HOB B 3aBUCHUMOCTH OT MECTAa METUJIMPOBaHUSI B TeHOME. B OONbIIMHCTBE cllyyaeB
MpU METWIMPOBAHUHU MPOMOTOpPA TIeHa OOBIYHO HAOMIOJAETCS] WHTUOMpOBaHUE
TPAHCKPHUIIUH. ITO MOXKET MPOUCXOJUTHh HANPAMYIO, IPEAOTBpaIlasl CBA3bIBAHUE
aKTUBaTOPOB  TPAHCKPUIIIIMK, WJIA KOCBEHHO, CIIOCOOCTBYSI  CBSI3bIBAHUIO
penpeccopoB TpaHCKpUMIUK [27].

C apyroii CTOpOHBI, CYIIECTBYET MEHEe U3YUYEHHbINH ()eHOMEH, IPU KOTOPOM
METWIMPOBAHUE MPOMOTOPA MOXKET aKTUBUPOBATh TPAHCKPUIILHMIO TEHOB.
[Ipennonaraercsi, 4T0 3TO MOXKET MPOUCXOIHUTH 3a CUET YCUJICHHS CBSI3bIBAHUSA
HEKOTOPBIX AaKTHUBATOPOB TPAHCKPUIIIUU WM HWHTUOUMPOBAHUS CBSI3BIBAHUS
penpeccopoB TpaHckpunuuu [195]. OgHako, TOYHBIE MOJEKYIISIPHBIE MEXaHU3MBI
€lle HEe JI0 KOHIIa MOHSITHBI U TPEOYIOT ISl CBOETO BBISICHEHUS JOMOJHUTEIbHBIX
HCCIIEIOBAHUN.

Baxuno ormerutrs, uto metunupoBanue JIHK nHa mnpomotopax oObIYHO
ABJISIETCA pe3yabTaToM U Py3un MEXaHU3MOB METUJIUPOBAHUS U3 TPAHCTIO30HOB U
IpYrux ONu3ieKalMX MOBTOPOB. DTHU 3JIEMEHTHI TAKXKE SIBISIOTCS MUIICHSIMHU
MEXaHU3MOB aKTUBHOTO AeMeTminpoBanus [JHK a1t 3a1uTel reHOB OT MOIaBIEHUS
TpaHCKpUNUUH. B cuTyanusx, Korga reHbl aKTUBUPYIOTCS IyTEM METHUJIMPOBAHHUS
JIHK nmpomMotopa, akTUBHOE AEMETHJIMPOBAHUE MOXKET MPUBECTH K IOJABICHUIO
TPAaHCKPUIIUK 3TUX TeHOB [ 132].

Jpyrum  BaxXHBIM  acCIleKTOM  siBigeTca  MmetunupoBanue JIHK B
MOJIHOPA3MEPHON  KOIUpYIOled o0O0JacT, KOTOpO€ OOBIYHO MPOUCXOAUT B
LEHTPaJIbHBIX 3K30HAX. B oTIMuKe OT METHWIIMPOBaHUS IPOMOTOPA, KOTOPOE MOXKET
MOAABIATH WJIM YMEHBIIATh TPAHCKPUIIIUIO T€HA, METWJIMPOBAHUE B KOAUPYIOILIEH
00JacCTH MOXET HMHTMOMpPOBATH AJIOHTALMIO0 TPAHCKPUIIUU, YTO MPUBOAUT K

00pa30BaHUIO MEHBIIETO U, BO3MOXKHO, HEAKTUBHOTO TpaHckpunTa [91].
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BHyTpureHHO€ METWIMPOBAHUE TAKKE WUIPAET BAXXKHYIO POJIb B PEryJALUU
DKCOPECCUU TE€HOB, NPENOTBpaIlas AaKTHUBAUMIK CKPBITBIX CANTOB Havaia
TpaHckpunuuu. B Mepucremarnueckux KJIeTKax pacTeHuid abeppaHTHas
TPAHCKPUMIHUS MOXET Mpou3BoAuTh AByxuenodeunbie PHK, xoTopeie 3amyckaror
MEXaHU3M METUJIUPOBAHUS MO MPUHIUITY OOPaTHOM CBSI3U U MOJABISIOT CKPBITHIC
MPOMOTOPBI, U3 KOTOPBIX OHUW MPOU3OLLINA. JTO METUIMPOBAHUE CAWTOB Havaia
CKPBITOM TPAHCKPUIIIINU TOJJEpKUBaeTCcs B MU PepeHIIUPOBAHHBIX TKaHSIX, TIIE
XpOMaTUH COXpPaHSeT CBOK HEJOCTYNHYK CTPYKTypy, a aleppaHTHas
Tpa"nckpunuus noxasnsiercs [ 132].

Momudukamms JIHK B  pasHbIX KI€TKaX W TKaHAX JUHAMHYECKHU
pEryIupyeTcss B MPOLECCE POCTa U PA3BUTUA PACTCHUM, a TAKXKE B PA3IUYHBIX
YCIIOBHSIX OKpyXawmoumed cpeasl [32]. DTO yka3plBaeT Ha PEUIAIONMIYIO pOJb
Moaudukanuit JJTHK B perymsiiuu sSKcOpeccud TeHOB M B (PU3MOJOTHMYECKHUX
npoieccax pacreHuil. Moaudukanu oCHOBaHMM, MPOUCXOIANIME B MPOMOTOPE,
ONMU3NIeKAINX PETUOHAX W BHYTPU Tejia T€Ha, MOTYT BIUATHh HA SKCIPECCUIO T'eHa.
Kak nmpaBuino, monuduxanuu ocHoBanuii JIHK momaBiastoT TpaHCKPHUIILIHIO T€HOB;
OJTHAKO B HEKOTOPBIX CIydasX 3TO TaKkKe MOXKET CIOCOOCTBOBATH TPAHCKPUIIIUU

reHa [27, 32].

1.2.1.3 DnureHernvyeckue MOAU(PUKALNHA META00IM3Ma PACTEHUI B YCIOBUAX

aOHMOTHUYECKOI0 CTpecca

MetunupoBanue JJHK u moguduxanuu ructoHOB — QyHIAaMEHTaIbHbIE
SIMUTCHETUYECKHUE MPOLECCHI, KOTOPhIE MOTYT BIIMATh Ha aJalTalyI0 PACTEHHU K
HeOIaronpusiTHBIM YCIIOBUSIM OKpyxatoieit cpeast [32]. HenaBuue uccnenoBanus
TIIATEJIBHO U3y4Yuiu poiib MmeTiwiinpoBanud JJHK B peakuun pacTeHnil Ha IIUPOKUI
CIEKTp a0MOTHMYECKUX CTPECCOB, BKJIIOYasi »xapy, xonon [3, 4], 3acyxy [191],
3acosieHue [65] m npyrue. JTH HCCIENOBaHUs, OXBAaTHIBAIOIIME PA3JINYHBIE BUIBI

paCTeHHﬁ, BBIABHUIIN 3aKOHOMCPHOCTH BBI3BAHHOT'O CTPCCCOM MCTUJIMPOBAHUA 1/ Uan
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nemetunupoBanust JJHK, kak mio0GanbHO, Tak U B KOHKPETHBIX Jokycax [114].
Kpome Toro, Habntonanacek cBsizb MEXAYy M3MeHeHUssMU B MetunupoBanuu JIHK u
perysiuend TPaHCKPUIILIMK T€HOB, YYacTBYIOIIUX B peakuusx Ha crpecc [5]. B
HACTOAIIIEE BPEMSI OJHO M3 MHOTOYMCIICHHBIX HAIpPABICHUNW HCCIEIOBAHUM
HaIlpaBJIEHO Ha TOHUMAHUE TOTO, KaK ONpe/ieNIEHHbIE (PAKTOPBI OKPYKAIOIIEH Cpebl
MOTYT BIIUATH HAa CIIOCOOHOCTh PACTEHUM pearupoBaTh Ha CTPECC UIIH «CTPECCOBYIO
namsATb» [165] U Kakyr poiap B 3TOM MPOLECCE UTPAET METUIIMPOBAHUE TE€HOB.
JIOKyMEHTallbHO MOATBEPKIACHO, uTO MeTuanpoBanue JJHK MoxeT n3MeHSATbCS B
YCJIOBUSX CTpecca, HEOOXOUMBI TaJIbHEHIITNE UCCIEI0BAHUS, YTOOBI ONPEACIINUTD,
SBJISIIOTCSL JIM ATU W3MEHEHUS aJanTUBHBIMU M CHOCOOCTBYIOT BBIKHBAHUIO U
MPOYKTUBHOCTU PACTEHUM B HEOJIArOMPUSITHBIX YCIOBHUSX.

DKOJIOTUYECKHE CTPECCHI BBI3BIBAIOT Y PACTEHUM SIIUTEHETUYECKNE PEAKIINH,
O YEM CBHUJIETENBbCTBYIOT WM3MeHeHus B metwiupoBanun JIHK, xotopeie moryr
MPOSIBIIATECA KAaK THUNEP- WM runoMmerunupoBanue [176]. Kak yxke roBopuioch
BBIIIEC, 3TH SIUINCHETUYECKHUE MPOIECCHl CYIIECTBEHHO BIIHSIOT Ha MOIYJIALUIO
JKCOPECCUM TEHOB Yy PACTEHHWM, NOABEPrarolMXCs pPa3IU4YHbIM  BHJIAM
abuoTuueckoro crpecca [114].

MetunupoBaHnue MPOMOTOpPAa MW Tella TE€HA CTAHOBUTCA KIIFOUEBBIM
MEXaHU3MOM PETYJSIHAM JKCIPECCHM TE€HOB B OTBET Ha JTOT THUII CTpecca,
JEMOHCTPUPYS. TEHOTHI- M OpraHo3aBUCUMYIO0 crnenuduuHocTs. Y Brassica
oleracea B yCIOBUSIX HU3KOTEMIIEPATYPHOTO CTPECCA OTMEUEHO CHUXKEHHE CTETIEHU
metunupoBanust JIHK mnpomortopnoit obmactu rena CBF, uto cormacyercs ¢
YPOBHSIMH TreHeThueckor skcnpeccuu [3]. Takxke ObUIO OTMEUEHO, YTO YPOBHH
METUJIMPOBAHHKS UCCIEAYEMOTO I'€Ha BOCCTAHABIMBAKOTCS MPU NMEPEHOCE PACTEHUM
B OJaronpusTHBIE YCIOBUSI pPOCTa, BeposiTHO, 3a cueT cuctembl DME/ROSI,
o0OecrneunBaroIeit oOpatumoe JTEMETUINPOBAHNE/METUITUPOBAHUE
cootrBeTcTBYytommx nocuenoBarenbHocterd JHK [4]. B ycnoBusix rumokcum B
MPOMOTOPHOM 00JIaCTH TE€HOB, KOAMPYIOMIMX OEJIOK MIyTaMaTAerHuApPOreHasbl Y

pacTeHHil KyKypy3bl, HaOIIOAANIOCh, YTO W3MEHEHUs] MpOuUiss METUIUPOBAHUS
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npomMotopoB reHoB GDHI w GDH2 00patHO TpONOPIUOHAIBHBI YPOBHSIM
IKCTIIPECCHH ATUX TeHOB [6]. VMccrmemoBanus Ha coeBhIX 000axX BBISBHIN (DAKTOPHI
TPAHCKPHUIIHAH, KOTOPBIE IIOJOXKHUTEIBHO PEAarupyroT Ha COJEBOM CTpecC H
KOHTPOJUPYIOTCA n3MeHeHussMu B meTmnpoBanuu JJHK, Bximtouas MYB, b-ZIP u
yieHoB cemeilictBa AP2/DREB. AxTuBamusi 3TUX METHWIMPOBAHHBIX (HDaKTOPOB
TPAHCKPUIIIUA KOPPEIUPYEeT C MOAU(DUKAIUSIMU THCTOHOB, TaKUMH Kak
MOBBIIEHHOE TpuMeTuanpoBanue TuctoHoB H3K4 u anerunuposanune H3K9, uro
CBUJAETEIBCTBYET O  B3auUMOCBSI3M  Mexay MetunupoBanneM JHK u
MoAu(UKAIUIMU THCTOHOB B OTBET Ha cojieBoM cTpecc [172]. B uccnenoBanusx Ha
puce ObulO OOHapyXeHO, 4TO m[IoOanbHble YypoBHM MetwinpoBanus JIHK
BapbUPYIOTCSI B 3aBUCMMOCTH OT COJIEBOTO CTpecca, NpU 3TOM OoJblias
BO3MOXHOCTh  HacTpodku MetwinpoBanuss JIHK cBsizana ¢ Oonblieit
YCTOMYMBOCTBIO K cTpeccy [77]. AHanu3 snureHoma B nonyisiuusix Arabidopsis
thaliana BBISIBUN CyIIECTBOBAHUE KOJIMYECTBEHHBIX SIUTEHETUYECKUX JIOKYCOB,
CBsI3aHHBIX ¢ MeTrimpoBanueM [JHK, 4To moka3bIBaeT KOPPEISIUI0 MEXAY 3TUM U
aganTanuent pactenuil. O0IIETeHOMHBIE pa3Iu4us B ypoBHsAX MeTminpoBanus JJHK
CBSI3aHbI C reorpauyeckuM IPOUCXOXKIEHUEM, a Takxke ¢ AuddepeHnanIbHON
AKCHPECCUEN TEHOB, HHAYLUUPOBAHHON 3MUAIUICIIIMHU, YTO MOAYEPKHUBAET CI0KHOE
B3aumozencTeue Mexay mMerwiupoBanneMm JJHK w amantanumein kK okpyKaromeu

cpene [151].

1.2.1.4 MetuinpoBaHre TPOMOTOPOB U PETYJISIUS SKCIIPECCUU T'€HOB,

konupytomux CI'

3a mocnegHee NecsATUIETHE ObUIM MPOBEIEHBI OOIIMPHBIE HCCIEAOBAHUS
AKCIIPECCUU T€HOB U METUIIMPOBAHUSI IPOMOTOPOB I'€HOB, KOJIUPYIOLIUX Pa3TUYHbIC
CyObeAMHUIIBI CYKIIMHATACTUIPOTEHA3bl Y PACTEHUI. DT UCCIIeIOBAHUS 3aTPOHYIIU
IIUPOKUN CHEKTP acCMeKTOB: OT TMHAMUKH M3MEHEHHUsSI CTaTyca METUIUPOBAHUS 0

€ro CBiA3H C TpaHCKpI/IHLIHOHHOﬁ AKTHBHOCTBIO HaA pPa3HbIX CTaAuAX pPOCTa H
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pa3Butus pacteHuil. Kpome TOro, ObLI0 M3y4EHO BIUSHHUE PA3TUUYHBIX YCIOBUM
OKpY>KaroIIEeH CPebl, TAKUX KaK CBET U AHOKCHS, Ha SIUT€HETUYECKYIO PETYIISALINIO
AKCHPECCHUU ITUX TEHOB.

BrisiBiICHBI CITOXKHBIE 3aKOHOMEPHOCTA METHUJIMPOBAHHUS IMPOMOTOPOB T'€HOB
CHI, xoTopble TECHO CBs3aHbI C NPOPWISAMU SKCOPECCUU HUX TE€HOB. bbUIO
OOHapyX€HO, YTO W3MEHEHMS YPOBHEU METHJIMPOBAHHS KOPPEIUPYIOT C
W3MEHEHUSIMU TPAHCKPUIIIMOHHOW aKTUBHOCTH ATUX cyobenunut] C/I, dyto
YKa3bIBaeT Ha BaXXHYIO poib MeTwinpoBanus JJHK B ToHkol perynsiiuu GyHKIUH
MHTOXOHJIPHH U SHEPreTUYeCKOTro MeTabonmn3Ma B kietkax [70, 67, 71, 69, 66].

B nepBrie nHU nipopacTaHus ceMsiH Zea mays HaONwonanach TeCHas CBA3b
MEXIY OJIUTCHETUYECKOW PETYISIIUEN M JKCIPECCHEN TEHOB, KOIUPYIOIINX
(h1aBONPOTEUHOBYIO CYObEANMHUILY CYKIIMHATAETUAporeHasbl. s renos SDHI-1 u
SDH-2 axTuBHas TPAHCKPUIILMS ObLJIa OYEBUHA B TEUCHHE MEPBBIX ISATU JTHEH,
YTO COBMAAANIO C HU3KUM METUIIMPOBAHUEM B UX IPOMOTOPHBIX o0nacTsax. OgHako,
HAYMHAsl C IMIECTOTO JHS, YPOBEHb METUJIMPOBAHUS 3HAUUTEIBHO YBEIWYWIICS,
nocturnyB 75% u 50% nist SDHI-1 n SDHI-2, cooTBeTCTBEHHO. Takoe CUiIbHOE
METUIMPOBaHKe pomoTopa SDH -1 3aMeTHO MOJABIISIO €r0 TPAHCKPUIILIHIO, B TO
BpeMsl Kak MetwiupoBanue SDHI-2 He MOJHOCTHIO MHTHOMPOBAIO AKCIPECCHUIO
reHa, octaBasicbh Ha ypoBHe 30% or makcumyma Ha 10-i1 qeHb. DTH pa3Iu4us BO
B3aMMOCBSI3M Mex1y MeTunupoBaHueM CpG-OCTPOBKOB M 3KCIPECCUEHW TE€HOB
MOTYT OBbITH CBSI3aHBI IJIaBHBIM OOpa3oM C BapHallMSIMHU MOCIEI0BaTEIbHOCTEN
MIPOMOTOPOB M COBMECTHOM PETYJALMEN 3TUX T€HOB, BO3MOXHO, IOJ BIUSHUEM
TpeOoBaHUii cCuHTEe3a crielu(UUIECKUX MENTUI0B, YIACTBYIOIIUX B METa00INYECKUX
npoueccax BO Bpems nuiieBor ananrauuu [70]. C mpyroi CTOpOHBI, B T€Hax,
konupytomux cyobenuuuily 2 CHI, namuune CpG-0CTpOBKOB HaONIONANoOCh B
npomotopax SDH2-1 v SDH2-2, Ho He B SDH?2-3, 4TO yKa3bIBAE€T HA Pa3IN4Ms B
ciocooHoctn ux peryiasiuuu. [ns SDH2-1 oOHapyXkeHO H3MEHEHUE YpOBHEU
MetunupoBanus BHyTpu CpG-0CTpoBKa, B TO BpeMsl Kak Apyrue Hykineotuasl CG

COXpaHSIOT CBOM craryc MertunupoBanusa. Hamporus, mns SDH2-2 ypoBHH
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METWJIMPOBAHHUS B LIEJIOM YCUJIUBAIOTCS, a B SDH2-3 NaHHBIM MIOKA3aTeNlb OCTAETCA
ctabunbHbIM [67]. C npyroit CTOpOHBI, B OTIIMYKE OT reHoB, koaupyrommx CIAI'l u
CIAI'2, npomotopsl reHoB SDH3-1 u SDH3-2, KoIupyOIUX TPEThIO CyObEeINHULLY
CAI, runepmeTrwyipoBaHbl ¢ nepBoro AHsA. OAHAKO, 3T YPOBHU METWIIUPOBAHUSA
3HAUUTENIbHO CHIKAIOTCA B clieaytomue 8§ aHeil anga odoux reHoB. Kpome Toro,
HaOnroanach mpsiMasi CBsI3b MeXIy ctarycoM meTunupoBaHus CpG-0CTpOBKOB B
npomoTope SDH3-2 U KOIWYECTBOM TPAHCKPHUIITOB 3TOr0 I'€HA, YTO MO3BOJSAET
MPEANONIOKUTH META00IMYECKYIO aIaTallMI0 BO BpeMs rpopacTtanus [71].

HccnenoBanuss Ha JIMCThIX KYKypy3bl MOKas3ajdd, 4YTO DJKCIpEecCus U
METUJIMPOBAHKE TPOMOTOPOB IF'eHOB, Koaupytomux C/I, cBerouyBcTBUTENBHBL. 1101
IeUcTBUEM cBeTa sKkcnpeccus renoB SDH -2, SDH?2-3, SDH3-1 u SDH4 cauxaetcs
[0 CPAaBHEHHIO C TEMHOTOM. B yCIOBHSIX KpacHOro M JABbHErO KPacHOrO CBETa
TeHbl, KOAUPYIOIINE KaTaTuTUYECKue CyObeAMHUIIbI, Hauboliee peryaupyroTcs, B
omnune ot cyobenuuun 3 u 4. I'en SDHI1-2 0coOEHHO 4yBCTBUTENIEH K O€IOMY U
KPaCHOMY CBETY, 3HAYUTEIBHO CHWXAasg €ro SKCIOPECCUI0 U JEMOHCTPUPYS
YBEJIIMYEHUE METWIMpoBaHus mpomotopa. C npyroi croponsl, SDH?2-3
JEMOHCTPUPYET CHUIXKEHUE OJKCIPECCHUH TMpPU CTAOWIBHOM METWIUPOBAHUU
npomotopa. Xots ansa SDH3-1 u SDH4 nabnionarTcst pa3iniuus B METUIIUPOBAHUU
MIPOMOTOpa, 00 U3MEHEHHUIX B UX IKCIIPECCUH HE coobIaeTcs [69].

B  Oeckucnoponubix  ycnoBusix SDHI-2  NeMOHCTpPUPYET  HH3KOE
METUJIMPOBAHKUE MTPOMOTOPA HA BO3AYXE, HO OHO yBenuuuBaeTca 10 50% uyepes 3
yaca B N2, O0CTaBasiChb IOCJE ATOTO Ha BBICOKOM YpOBHE, a 3kcrpeccus SDHI-2
HEMHOTO CHIDKaeTcs mociie 6 gacoB skcno3unuu. B armocdepe CO» akcnpeccus
HE3HAYUTEIIbHA TaKe Yepe3 3 yaca, HO METWIMPOBAHUE NMPOMOTOPA 3HAYUTEIIBHO
BO3pacTaeT ToOibKO dYepe3 24 uaca. SDH2-3 nemoHcTpupyeT Oosee HH3KYIO
skcrpeccuto B atmocdepe Nz ¢ HEOOJIbIIMM yBEIMYEHUEM METHIMPOBAHUS
npomotopa. B COz ero skcripeccusi CHIXKAeTCs e11ie O0JIbIIe, XOTS U HE KOPPeTupyeT

¢ MetunupoBanueMm Impomoropa. C apyroi crTopoHsl, SDH3 3kcmpeccupyercs
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npuMepHo Ha 50% kak B atMmocdepe Na, Tak u B CO2 10 CpaBHEHUIO C BO3IYXOM U
HE KOPPEIUPYET CO CKOPOCTHIO METHIIMPOBaHUs [66].

Takum o00pa3oM, HCCIENOBAHUS DSKCIPECCHUM TE€HOB W METUJIMPOBAHUS
npomoropa reHoB CJII' y pacteHuil obecneuwnin Ooiiee TIyOOKOE MOHHMAaHUE
PETYISTOPHBIX MEXaHU3MOB, KOTOPbIE KOHTPOJUPYIOT (QYHKIIMIO MUTOXOHAPHUM U
SHEPreTUYEeCKUil MeTaboIN3M B OTBET Ha (PU3UOIOTUUECKUE U3MEHEHUS U YCIOBUS
OKpY>Karomlel cpelbl. ITU pe3yabTaThl HE TOJBKO PACIHIMPSIOT HAIIU 3HAHUS O
MOJICKYJIIPHOM OHMOJOTHM PACTEHHUM, HO TakKe HUMEIOT Ba)XXKHOE 3HAUCHHUE s
VIAYYIIEHUSI YCTOMYMBOCTH CEIbCKOXO3SIMCTBEHHBIX KYJIbTYp B  KOHTEKCTE

HU3MCHCHMA KIIMMAaTa.

1.3 AOuOTHYECKUH CTPECC U BIUSHUE COJIEBOTO CTPECca Ha METabOIU3M

pacTeHui

3acoJieHHe BBI3BAHO TJIABHBIM 00pa3oM 4Ype3MEpHbIM HAKOIUIEHHEM COJeH B
MOYBE U MPEACTABISET COOOU KpUTHUECKUN (PAKTOP, OKa3bIBAIOIIUMN CYIIIECTBEHHOE
BIIMSIHUE HA POCT W Pa3BUTUE PACTEHUM, 3aTparuBasi Takue (yHIaMEHTAJIbHbIC
MPOLIECCHI, KaK MPOPACTaHUE, PA3BUTHE CEMSIH, POCT, IBETEHUE U TUIOJOHOIIECHUE
[201]. TTockonpky NaCl siBnsieTcsi HauboJjiee pacTBOPUMON U PACIPOCTPAHEHHOM
COJIBIO, OHA BBI3BIBAET COJIEBOM CTPECC, U3-3a TOTO, YTO OTPAHUYMBAET MOTJIONICHHE
BOJIbI M TUTATEIbHBIX BellecTB pacteHueM [2]. depuuut Boasl u aucOanmaHc
MUTaHUS TNPUBOJAT K TNEPBHUYHOMY CTPECCY Yy pACTEHUM, IO3TOMY OHH
CTAJIKUBAIOTCS ¢ HEOOXOAUMOCTBIO 3a/1€MICTBOBATH a/JAITUBHBIE MEXaHU3MBbI, YUTOOBI
BBDKHUTH U MPOLBETATh B CPEJE C BBICOKOW COJEHOCTHIO. B OCHOBHOM 3TOT BHJ
CcTpecca UHAYUUPYET MOBBIIIEHNE BHYTPUKIETOYHOTO OCMOTHYECKOTO JABIICHUS U,
KaK CJIeJCTBUE, HAKOIUIeHHe HOHOB Na' B Tokcnueckux kKonuuectsax [90]. B orser
Ha CUTHAJIBI COJIEBOTO CTPECCA PACTEHHS KAK HEMOBUKHBIE OPTaHU3MbI PEATU3YIOT
pa3IMYHbBIE PETYJISTOPHBIE W AJANTHUBHBIE MEXAHU3MBI; HANPUMEpP, PEryJISLHS

HOHHOI'O TrOM€0CTa3d, aKTHBAllHUA IIYTH OCMOTHYCCKOTO CTpECCa, OIMMOCPCAOBAHHC
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nepejadyd  CUTHAJOB  PACTUTENbHBIX TOPMOHOB M MOAYJALMS  JUHAMHKHU
IIUTOCKeJIeTa U cocTaBa kiaeTounoi crenku (Puc. 3) [90]. B miemom comeBoit ctpecc
BBI3BIBAET pa3HOOOpa3Hbie (PUBMOJOTUUECKHE U MOJICKYJISIpHbIE W3MEHEHUS,
MPENATCTBYS POCTY PACTEHUM 32 CYET UHTUOUPOBaHUS (POTOCUHTE3A, COKpAIICHUS
JOCTYITHBIX PECYPCOB U IOJABJIECHUS EJICHUS U pacmnpeHus kinetok [19]. Takxke
OH BIMSET Ha OOpa3oBaHUE CBETOMOTJIOMIAIOIIMX KOMIUIEKCOB U PEryJHpyeT
nepexonbl coctossHuil (orocunternueckoro ammaparta [131]. Ilostomy oueHb
BAXKHO paciindpoBaTh MEXaHU3MBI, JIeXkKaI[Me B OCHOBE 3TUX (PU3UOJOTUYECKUX U
OMOXUMHUYECKUX PEaKIMi Ha COJIEBOM CTPECC; ATU PE3YIbTAThl MOTYT MPEIIOKUTh

HCHHBIC CTpAaTCrun Ui YJIYy4YIICHUA ypO)KEIfIHOCTH CEJIbCKOXO03SMCTBEHHBIX

KYJIBTYP.
[ CorneBoii cTpecc J
HakonneHne TOKCHIHBIX Ob6pazoBarne AOK
YPOBHEI HOHOB \
(Bnnm crpecca] [ OcmoTtnueckuit J [ Honnsrit ] [ OKuCIUTEIBHBIN J
CHM>XEHHE BOJHOIO Hapymenve IlepexucHoe
[MOTEHIIMAJIA 6ananca K/Na* OKHCIICHHE JTUIIUIOB

——OxucineHue 6eIKoB

L IToBpexnenue JJHK

l

OTBeTEI Haxorieaue CaZ"-3aBHCHMBIN 1 ©
OCMOJIMTOB: IIPOJINH, (SOS), UHTE3 aHTHOKCH/IAHTOB,
IIyTamar, ITTHIHH- KAT, COZ,
OeTanH, IOIUOJIBI

Puc. 3. Bnusiaue coneBoro crpecca Ha METa00I1u3M PaCTCHUH.

1.3.1 OcmoTrueckuii cTpece

Bpennoe Bo3nencTBre 3aCOIEHNS HA PACTEHUS BHAYAJIE TIPOSABISETCSA B BUJIE
KPaTKOBPEMEHHOTO OCMOTHYECKOTO CTpPECCa, a B JAJbHEHIIEM — B HAKOIUIEHUH

TOKCUYHBIX HMOHOB B pacTuTelbHbIX TKaHsax [90]. OcmoTmueckuid crpecc,
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BBI3bIBAEMBIN B OCHOBHOM XJIOPUJOM HATpHUsl, BOSHUKAET HA HAYAIBHOM 3Tare ux
BO3JEUCTBUS U3-3a MOCTENEHHOTO MOTJIOIIEHUS HOHOB U MTOCIEAYIOIIETO CHUXKEHUS
BOJIHOTO TOTEHUHAIA BOKPYT KOPHEBOM 30HBI, YTO MPUBOAUT K YMEHBIICHUIO
MPOBOJIUMOCTH BOJIBI B PACTUTEIBHBIX KIETKAaX, CKOPOCTH POCTA PACTEHUU H
Pa3BUTHIO HOBBIX JIMCTHEB, MPUYEM 3TOT OPraH SIBISETCS OJHUM K3 Hauboiee
YyBCTBUTEIIbHBIX HaJ KOPHIMU [2]. InuTenpHOE BO3AEHMCTBUE BBICOKOM COJIEHOCTH
BBI3BIBAET HAKOIUIEHHE TOKCHYHBIX MOHOB, Takux kak Na', CI” u S04, KOTOPBIE
CTUMYJIIPYIOT HOHHYK) TOKCHYHOCTh W YXYJAUIAKT YCBOCHUE MHUTATEIIbHBIX
BEIIECTB, YBEINYMBAs MMOBPEXKIAECHUE PACTUTEIBHBIX KIETOK U TKaHew [40].

B otBeT Ha 3T0, y paCTEHHI NOSBIISIIOTCS Pa3JIMYHbIEC 3AIIUTHBIE MEXAHU3MBI,
MO3BOJISIIOIIME CHPABUTHCS C yMeHbIIeHueM aoctynHoctd H>O u yBenmueHueM
KOHIEHTPAIIMA TOKCUYHBIX MOHOB. DTHU MEXAHU3MBbI 3aBUCIAT OT OCMOTHYECKHUX
CUTHAJIBHBIX IyTEW, KOTOPBIE PETYJIUPYIOT PA3JIMYHBbIE MPOLECCH], TAKHE Kak
reHEeTUYeCcKasi HKCIPECCHsl U aKTUBalus (PepMEHTOB, YUACTBYIOIIUX B OMOCHUHTE3E
OCMOITPOTEKTOPOB. OCHOBHBIMU OCMOJIUTAMH, HAKAIIMBAIOIMIMMHUCS B YCIOBHUIX
COJIEBOTO CTpecca, SABJISIOTCA HU3KOMOJIEKYJISIPHBIE OPraHUYECKUE COJIUTHI, TAKHUE
Kak MPOJIMH, TIyTaMaT, IIUIUH-0eTauH, MOJIUOJIbl U YTIEBObI, KOTOPBIE 00Iadat0T
(yHKIIMEH CHUXKEHHSI OCMOTHUYECKOTO MOTEHIIMala U AaBiaeHus B uuto3oiie [170].
OTH OCMOJUTHI TaKXKe CIYXXaT CUTHAIBHBIMU MOJIEKYJIaMU, WHAYIUPYIOIIUMU
HaKOIICHUE TOPMOHOB, Takux Kak aOcuuzoBas kuciota (ABK, ABA), xoropsie
SBJISIIOTCS CUTHAJIBHBIMU MOJIEKYJIAMH, AKTUBUPYIOUIUMU CHUHTE3 Pa3IUYHbIX
O€JIKOB, CBA3AaHHBIX C PETyJSAIUed pa3BUTHS PACTEHUN B YCIOBUSX 3aCOJICHUS.

[201].
1.3.2 MoHHbIN cTpecc
B ycnoBusx coiieBoro cTpecca HampsIMyl0 Ha HWOHHBIM OanaHc B

PACTUTCIIbHBIX KIICTKAX, I''IAaBHBIM o6pa30M, BJIMACT HAKOINICHHC HMOHOB HaTpPHA.

[TocTenenHoe YBCIIMYCHUC KOHICHTPAIIUHN Na* A0 TOKCHYHOTO YPOBHS M3MCHACT
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MOHHBIM TOMEOCTa3, TO €CTh, TPAHCHIOPT MOHOB. MI3BECTHO, YTO TPAHCIOPT MOHOB
HATpHS B PACTUTEIIbHBIE KIIETKH TPOUCXOAUT MMACCUBHO U HECENEKTUBHO [26]. [Ipu
BBICOKOM  KOHIICHTpAalldM HMOHOB Na' BO  BHEKJIETOYHOM IPOCTPAHCTBE
TEHEPUPYIOTCA HM3MEHEHUS SJIEKTPOXMMHUYECKOr0 MOTEHLHANa IJIa3MaTHYEeCKOU
MeMOpansl, nepeMernarore Na® B cTopony mmromiasmel [18]. Ilpu coneBom
CTpecce MPOUCXOUT AETONApU3aIUsd MEMOPAHHBIX MOTEHIIMATIOB, YTO MPUBOIUT K
ncxmouenno noHos ClI™ m K', Biusas Ha amexBatHoe cootHomenue K/Na' mus
MOJACP>KaHUST HU3KOTO YPOBHSI HATPUSL U BBICOKOTO YPOBHS KaJIMsl B IIUTOILIA3MeE,
YTO MPEIOTBpAIAET MOBPEKICHUE KJIETOK U JNEe(PUIUT MUTATEIbHBIX BEIIECTB B
YCIOBUSAX COJIEBOrO crpecca. YTOOBI MOIEPKUBATh PHEMIIEMBIA ypoBeHb Na',
pacTeHus pa3paboTali pa3InYHbIe CUCTEMBI yaaneHus Na'" u3 nuroruiasmel [126].

BreitecHenne Na™ M3 KJIETOK — OCHOBHOM MeTOX OOpPBOBI pACTEHHM C
COJIEBBIM CTPECCOM. DTOT MpOIECcC, B OTIMYMe OT abcopbiuu Na', sBisercs
AKTUBHBIM, U OCHOBHOM MYyTh €ro HCKJIIOUEHHS] MPOXOAUT 4Yepe3 aHTUIIOPTEPHI
Na'/H", koropsie TpancrnoptupyrorT Na“ B o6men Ha H'. Anrtunoprepsr Na'/H,
pacIojIoKeHHbIE B IJIa3MaTHYECKOH MeMOpaHe, TpaHCcImopTHPyIoT Na' B amoriacr,
a amrunoprepsl Na'/H', pacnosiokeHHblE B BaKyOJdH, OTBETCTBEHHBI 3a
Hojyiepkanne KommapTMmerTanusanun Na* B Bakyousx [24]. Kpome Toro, oHuM u3
HanboJee BaXKHBIX IyTed BhITecHeHMs: M30bITka Na' sBiserca Ca’'-3aBucHMBI
(SOS), xotopslit cocront u3 Ca**-6enkos SOS1, SOS2, SOS3, 0TBETCTBEHHBIX 32
OoOHapy»XeHUE U JAEKOJUPOBAHUE CUTHAJIOB KAJbIHS B IIUTO30JI€, CTUMYJIUPYEMOM
M30BITOYHOM coJIeHOCTHIO [80].

PacTtenns, «omymas» Na' M runmepocMonspHocTb, Hakarmmparor Ca’,
aKTUBUPYIOT Mepelady CUTHAJIOB akTUBHBIX (opM kuciopoaa (ADK) u uaMeHstor
cBOM PochomunuaHbIi cocTaB. DTU CUTHAJIBI aKTUBUPYIOT aIAITUBHBIE MPOIECCHI
JUisi OOJIETYeHHsT COJIEBOTO CTpecca, BKIOYAs MOJJEepKaHWe MOHHOrO OajaHca U
OCMOTHYECKOTO TOMEOCTa3a, MHIAYKIMIO TMepe/ladyll CUTHAJIOB (PUTOTOPMOHOB, a
TaKXKe PEryIslui0 JUHAMHUKUA IIUTOCKEJIETa M CTPYKTYpPhl KIETOYHOM CTEHKH.

BrnocnenctBun ¢ moMmomipr psiga MyTed NOEpedadyd CUrHaja pOCT PACTEHUM
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3aMCIUICTCA W AKTUBHUPYCTCA MeTa6OJ'II/13M, HOBBIHIaIOH_II/Iﬁ COHGYCTOP’I‘{HBOCTI)

[126].

1.3.3 OKkucauTenbHbIN CTPECC

OKHCIUTENBHBIM  CTPECC,  BBI3bIBAHHBIM  3aCOJICHHOCTBIO,  SIBJISETCSA
CIIEICTBUEM BO3JEUCTBHSI HMOHHOTO M OCMOTHYECKOIO CTpecca. YBEJINYEHUE
koHmeHTpanun uoHOB Na“ m Cl° BBI3BIBACT HAKOIUICHHE AaKTUBHBIX (HOopM
KHCJIOPO/A, KOTOPbIE PEICTABIIAIOT COO0N YaCTUYHO BOCCTaHOBIIEHHBIE (popMBbI O2,
oOnasarIme BBICOKOM paJMKAIbHON PEAKIMOHHOM CIOCOOHOCTBIO; CYyNEpPOKCU
(O2"), mepexkucsy Bopopona (H202) unu runpoxcunbhbii pagukan (OH®) [110].
Boicokne  koHueHtpauuum ~A®K  HampsMyloo — BIMSIIOT Ha  HOPMAaJIbHOE
(GYHKIMOHUPOBAHUE  PACTUTENBHBIX  KJIETOK,  BBI3bIBAs  OKHCIHUTEIBHOE
MOBPEXJICHUE OHOJOTMYECKUX MOJIEKY]1 B KJIETOYHOW MeMOpaHe, TaKuX Kak
JUNUABL, OCNKHM M HYKJIEHMHOBBIE KHUCIOTHL. O2 MOMKET OKHUCIATH ONpPECICHHbIE
AMUHOKHUCIIOTHI, TAKHE KaK THCTUJINH, METUOHUH U TpUnTopaH. OH TakKe BbI3bIBAET
MIEPEKUCHOE OKHUCJIEHHUE JIUMHUJIOB, TEM CaMbIM OCJA0JIAsl KIETOYHbIE MEMOpPaHBbI.
H>02 moxer oxkuciars SH-rpynmsl. bronornueckas tokcmyHocTh HoOz moxer
YBEIUYMBATHCS B MPUCYTCTBUM METAUIMYECKUX KaTaJIU3aTOpPOB B pe3yJbTare
peakiuii tuna [abepa-Beiicca win ®enrtona. ['mapoxcunbhbiit pagukan (OH")
oOnazaer 0O4eHb BHICOKUM CPOICTBOM K OMOJIOTMYECKUM MOJIEKYJIaM B MECTE CBOETO
CUHTE3a, pearupysi CoO CKOPOCTIMH, IPAKTUYECKH KOHTPOJIUPYEMbIMU AU dy3ueit
[29]. B ycrmoBusIX BBICOKOM COJICHOCTH pPe3ko Bo3zpactaeT npoxykuus ADK u
U3MEHsIeTCs (PU3HOJOTMYECKUII roMeocTa3 KJIETKU. BhICHIMe pacTeHus pa3BHIA
CIIO)KHYIO CHUCTEMY 3allUThl OT OKHUCIUTEIBHOIO cTpecca, BbI3BaHHOTO ADK,
COCTOSILIYI0 M3 HHU3KOMOJEKYJISPHBIX AHTUOKCHJAHTOB, BKJIIOYAs KapOTHHOMJBI,
ackop0ar, IyTaTUOH U TOKO(EPOII, a TAK)KE AHTHOKCHIAHTHBIX (DEPMEHTOB, TAKHX

KaK CyIEepOKCUIIUCMYTa3bl, KaTajaa3bl U [NIyTaTHOH-aCKOpOaTHBINA LUK [31].
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1.3.4 Bnusgnaue 3aconeHus Ha GyHKIIMOHAIBHOCTH ITUKJIa TPUKApPOOHOBBIX

KHCJIOT

[{ukn JAUMOHHOM KHUCHOTHI WM HUKI TpukapooHoBbix kucior (ILITK)
SABJISIETCA «IEHTPAJIbHBIM KOMIIOHEHTOM METa0o0Jiu3Ma U KJIETOYHOIO JbIXaHUS
[115]. OH oOecneunBaeT CHUHTE3 VYIJIEPOJHBIX CKEJIETOB, HEOOXOAMMBIX MJIsI
OMOCHHTE3a AMUHOKHCIIOT, JKUPHBIX KUCJIOT, HYKJIEUHOBBIX KUCJIOT U BTOPUYHBIX
MetabonutoB [161]. Kpome Toro, oH Takxke oOecredmBaeT BOCCTaHABIMBAIOLIUE
MOJIEKYJIbI, HEOOXOauMble mJig cuHTe3a nbixarenbHoro AT® B DOTI[ [200].
®depmeHThl U UHTepMenuarel, ydactByromnme B [[TK, mmpoko uzyuens (Tadm. 1).
Onnako OMOXMMUYECKUE U PEryIsTOPHbIE U3MEHEHHUSI Ha MOJICKYJISPHOM YPOBHE
ATUX OEJIKOB B YCIIOBUSIX COJIEBOTO CTPECCA Y BBICHIMX PACTEHUU eIlle JajdeKu OT
noHuManusi, nockonbky [[TK perymupyercs Ha HECKONBKHMX 3Tamax IHKIA B
3aBUCUMOCTH OT YCJOBUW OKpYyXKarolled cpeipl, CTaAuil pa3BUTHS U BUJIOB
pactenuil. CnegoBaTesnbHO, HEOOXOAMMBI JOMOTHUTEIBHBIE HCCIEIOBAHUS IS
BbIsICHEHUs anantuBHOM criocooHocTu L[TK B ycnoBusix abnotuueckoro crpecca.
WccnenoBanusi, TpoBEICHHbIE HA PACTUTEIBHBIX TKAHSIX, MOKA3bIBAIOT 3aMETHOE
M3MEHEHUE aKTUBHOCTH (pepmeHTOB, yuacTBytomux B [[TK, B oTBeT Ha 3aconeHue y
Pa3HbIX BUJIOB PACTECHUI.

Hutparcunraza (LIC) (Kd 2.3.3.1) mpencraBiseT co0oil TroMoaMMEpHBIN
0esloK, yclioBHO oOo3HayaeMblid kak mnepBbid gepment L[TK, ocymectBiustonuii
HeoOpaTuMyro KoHjeHcanuioo aneTwi-KoA ¢ oxcamoaneratrom ¢ oOpa3oBaHUEM
nutpara. @akTUUECKU, PEAKIIUS B BHICOKOW CTETIEHU K3€PrOHNYECKA U OTPEIeIsIeT
CKOpPOCTh MOJHOTO IUKIA. [[uTpaT — o/lHa U3 OpraHUYECKUX KUCIOT, COJIEPKAHUE
KOTOPOl yMEHBINAETCS] WM YBEJIMYMBAETCS B YCIOBUAX COJEBOTO CTpecca B
TUCTBhAX miueHunbl U gumeHs [187, 50]. VYV conedyBCTBUTENBHBIX TE€HOTHUIIOB
Flueggea  suffruticosa  aKTUBHOCTb  LMTPATCHUHTA3bl  CHUIKAETCs, a y
COJIEYyCTOMYMBBIX TE€HOTUIIOB AKTUBHOCTH HTOr0 ()epMEHTA TMOBBIIIAETCS, YTO

00yCJIOBJIEHO YBEITMYEHUEM COJEP KaHUsl MUPOBUHOTPAIHON U JIMMOHHOM KUCIOT B
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MpoIlecce MpopacTaHusi, YTO TO3BOJSAET MPEANOJIOKUTh, YTO JIbIXaTeIbHbIN
MeTaboau3M colsieyctoMunBoro F. suffruticosa Obul yculieH, 4TOOBI H30€KaTh
MOAABJICHUS ITPOPACTAHUS CEMSH B YCIOBHSIX COJIEBOTO cTpecca [190].

Ha ypoBue akonutassl (KO 4.2.1.3) HegaBHue uccienoBanusi Yepkacckukca
U JIp. OTMETUJIM, YTO «aKTHUBHOCTb 3TOro ¢epMEHTa B JIUCTHSX MIIECHUIIBI
3HAYMTEILHO BO3pAacTaeT B MEpBbIe Yachl Bo3AehcTBUA Ha mpopocTtku NaCly [30].
AHaJIOTUYHBIE pe3yabTaThl ObUIH 3a)UKCUPOBAHBI ABTOPAMU Ha JIUCTHAX KYKYpPY3bl,
IJ€ aKTUBHOCTh MUTOXOHJIPUAJIbHOW aKOHMTa3bl BO3pacTraja B MPOPOCTKAX,
noaBepriiuxcst  BoznerctButo  NaCl.  JluHamMuka  akTUBHOCTHM  aKOHUTa3bl
COOTBETCTBYET YBEJIMYEHHIO KOHILIEHTpalWu TpaHCKpuntoB reHa ZmACOI,
KOJIUPYIOIIETO MUTOXOHJIpUANbHYI0 (OpMYy AaKOHUTa3bl. OTH HW3MEHEHHS B
skcripeccun reHa ZmACQOI MOryT ObITh CBSI3aHBI C Pa3HbIM YPOBHEM CHHTE3a U
Jerpaiaiuu 0eyika akoHUTa3bl B MUTOXOHAPUSIX, MOCKOIBKY 3TOT (PEPMEHT B CBOUX
Fe-S rpynmax MoxeT ObITh BHICOKOUYBCTBHUTEJIEH K HEOOPATUMON OKUCIUTEIbHON
MHAKTUBALIMY U JIETPaJalliy aKTUBHBIM KUCIIOPOJOM U a30TOH, YTO MOXKET MPUBECTHU
K CHMDKEHHIO €r0 aKTUBHOCTH [65].

Mzouutparneruaporenaza (M) (KD 1.1.1.41), npeBpaiiaer OKUCICHHBIN
HAJL (HAA®P) B HAJAH (HAIADPH) u karanu3upyeT OKHUCIUTEIBHOE
JeKkapOOKCUIIMpOBaHUE wu3oIUTpara A0 2-okcorntytapara. W' cuuraercs
KJIFOUEBBIM YH3UMOM, JIMNMUTUPYIOIIUM CKOPOCTh B IIUKJIE TPUKAPOOHOBBIX KUCIIOT.
B naByx passeix coprax puca MTY 1010, u Nonabokra, depmeHTaruBHas
aktuBHOCTh U/II" umeer auddepeHimpoBaHHblil XapakTep B YCIOBUSX COJIEBOTO
ctpecca. B MTU 1010, npu wunkybaumu B 100 MM NaCl, nabmomamock
3HAUYMTEIbHOE CHIKeHNE akTUBHOCTH M /I" kak B KOpHAX, Tak 1 B moberax, Ha 42%
u 36%, coorBercTBeHHO; Jlimsi Nonabokra TenaeHnms Oblla MPOTHBOMOJIOMKHAS:
oOHapyXeHO yBennueHue mzyuyaemoro epmenta Ha 37% B kopHsax u Ha 32% B
noderax Mo CpaBHEHUIO C KOHTPOJIbHBIMU O0Opa3iiaMu, MPU UACHTUYHBIX YCIOBUSIX
skcnepuMenTa [59]. OueBunHO, uto peryisinua aktuBHoctu MJIIT mpu comeBom

CTpecce 3aBUCUT OT KOHKPETHOI'O COPTa PACTEHH.
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Ha crnengyromeit craguu LTK, wMynstudepMeHTHBIN KOMIUIEKC —2-
okcornmyTtaparaeruaporenaza (OIII') xaranusupyeT nexkapOOKCHIMpPOBAHUE 2-
OKCOITyTapara, Imojydass B KadecTBe NpOAyKToB CyKUMHUI-KoA u CO;, HA/+
JNEUCTBYET KAK AKIENTOp JJIEKTPOHOB, a KOA Kak MEpeHOCUYMK CYyKIIMHWIBHOMN
rpynnsl. [149]. D10 cTporo perymupyeMblid 3Tam, W YYBCTBUTEIBHOCTH 2-
okcormytaparaeruaporeHassl k NaCl xopomo wuszyueHa. IT1oT ¢GepMEHTHBIN
KOMIUIEKC, Kak nokazanu Che-Othman et al., ”THTUOUPYETCS B YCIOBUSAX 3aCOJIEHUS,
YTO MPUBOAUT K HAKOIUIEHUIO 2-OKcormyTapara [S1]. AHanorudHble pe3yibTaThl
HaOmoganuch B cTeOsix U KopHAx Nicotiana tabaccum, nakyOupoBaHHbIX B 200
MM NaCl [55]. OnHako npu uzydeHuu peryisuun aktusHocTy 2-OT'JIK B nucThsix
KyKypy3bl TMOJ] BIHMSHHUEM COJIEBOTO CTpecca B TE€pBbIe Yachl HWHKyOaluu
HaONIONAIOCh CTUMYIHpYIOIee ACHCTBHE XJIOpUJAa HATpus. AHalU3 YpOBHS
TPAHCKPUNITOB TeHOB, koaupyromux pepmentsl 2-OIUAK; ZmOGDHI1, ZmOGDH?2
u ZmOGDH3 B cpaBHEHUU C KOHTPOJIBLHBIMU 00pa3iiaMy BBISIBIIIM KOPPEJISIIIUIO C
M3MEHEHHEM aKTUBHOCTH pepmenTa [1].

Haxomnenune 2-okcoriyTapata 3a Cue€T HWHTMOMPOBAHUSA OJIHOTO U3
KOMIIOHEHTOB MYJIBTHU(EPMEHTHOTO KOMILIEKCA 2-0KCOTITyTapaTAeTuIPOTreHa3bl pu
BO3JICUCTBUU COJIM MPUBOJUT K AKTHUBALUM LIYHTOBOTO META0OIUYECKOTO MyTH
(FTAMK-11yHT), 006€cnieurBaroiiero aibTepHaTUBHOE CHA0XKEHHUE YITIEPOIOM 32 CUET
OKHCIICHUSI TIIyTaMaT B CYKIIMHAT. DTO BbI3bIBACT AeuIUT CcyKIuHUI-KoA, u
nosToMy (pepMeHTaTUBHAsI AaKTUBHOCTh CYKIUHUI-KOA-CHUHTa3bl MO CHHTE3€
CYKIIMHAaTa HeoOs3aTebHa B ycJIOBHUSAX 3acoiieHus. Kpome Toro, crout
MOMYEPKHYTh, 4TO [-cyObenuHunia CyKIUHUI-KOA-CHHTETa3bl  HaNpsIMyIO
uHrubupyercs B JIUCTBAX Solanum Ilycopersicum, torna kak ¢(yukius [AMK
MOJIOKUTENBHO perynupyercs [174].

B pesynbrare aktuBanmu anerepHaruBHoro nyta ['AMK mnpoucxomut
OBICTpOE yBEIMYECHUE MPOAYKIMU CYKIIMHATA, KOTOPOE KaTaIU3UpPyeTCs: OEITKOBBIM
KOMIUIEKCOM cykuuHaraeruaporenassl (CII) ¢ monydyenuem gymapara. U3BecTHo,

dTO KOJMYCCTBO CYKIHMHATA YBCIWMYHUBACTCA C TPCTLETO JHA BOBHGﬁCTBHH Ha
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MPOPOCTKU TIHIEHUIIB pa3audHbiXx KoHIeHTpauuit NaCl [50]. Awnanmoruunsie
pe3yabTaThl YCTAHOBIICHBI B KOPHSIX KyKypy3bl [83]. KpoMe TOro, B H30JIMpOBaHHBIX
MUTOXOHAPUSIX MIIECHUIIbI, THKYOUPOBAHHBIX B COJHU, 3aPETUCTPUPOBAIHN BaKHbBIC
u3MeHeHus B conepxanuu oexxoB CUAI'l, CAI'2 u CAI'S [101].

Odymaparruaparaza (OI') (KO 4.2.1.2) unu pymapasa npeacrasisier coOoi
BBICOKOKOHCEPBATUBHBIA TOMOTETPAMEPHBIA (PEPMEHT, UMEIOIIUNA BE U30(POPMBI:
MUTOXOHAPHAIBHYIO U HUcTONMYecKyt0. OI' karanusupyer oOpaTUMyI0 PEaKIUIo
ruAparanuu/aeruaparanuun  pymapara go L-manara. dymapaza CTUMYIHPYETCS
COJIEBBIM CTPECCOM B JIUCTHSIX Zea mays. AKTUBHOCTb (hyMapa3bl B MUTOXOHIPUSAX
Bo3pactaeT B TeueHue 6 4 unkybanuu ¢ NaCl. B nuuro3one akTUBHOCTH (pyMapasbl
JEMOHCTPUPOBAJIA HEMPEPBHIBHOE CHUYKEHUE BO BPEMS COJIEBOIO CTPECCA, BILUIOTH J0O
YETBIPEXKPATHOTO CHUXKEHUS 3HaueHUM uyepe3 12 u mHKyOaluu Mo CpaBHEHUIO C
HCXOJHBIM YpOBHEM. AHAJIU3 JKCIpeccuu reHoB pymapaswl ZmFuml v ZmFum?,
KOJIUPYIOIIUX COOTBETCTBEHHO MHUTOXOHAPUAIIBHYI0 W LHUTO30JbHYI0 (OPMBI
(dbepMeHTa, TOKa3ajd yBEJIIMUYCHHE TPAHCKPUNTOB ZmFuml B TeueHUE MEPBHIX 6 U
nnkyOanuu ¢ NaCl ¢ nocnenyromum cHuxeHueMm [65].

Manaraeruaporenazsl (MJI') karanusupyior oOpaTuMoe B3auMHOE
MpeBpallleHue Manara u okcaioarerara ¢ ucnonszoBanuemM HAJI(H)/HALD(H) B
KayecTBe KOo(akTopa W PErylupyloT Pa3BUTHE PACTEHUHM M HX YCTOMUYMBOCThH K
abuotnueckomy ctpeccy. Peakius pepmenta M/II" Ha 3aconeHue nccienoBanach Ha
paznmuunbix Mozensix pacteHud. NaCl (150 MM) unruoupyer HAHAD+MJI B
Me30¢uIIIe KYKypy3bl B T€UeHUE IEpBOTo yaca ctpecca [73]. Onnako, B HAJID-MD
(dhepMeHTaTUBHAsA aKTUBHOCTH BO3pacTalia rmociue 6 yacoB unkyoauuu [72]. Y Oryza
sativa skcupeccusi reHoB OsMdhl, OsMdhl2 wuayuupoBanach B HPUCYTCTBUU
NaCl B pasznuunbix TKaHsx [142, 168]. Y apaOunornicuca CBEepXdKCIPECCHS
SODNADP-ME v ZmNADP-MDH TmoBBIIIa€T COJIEYCTOMYMBOCTH MPOPOCTKOB. B
A0n0HAX cBepxadkcnpeccuss MdcyMDH yaydmaeT yCTOWYMBOCTD K XOJOLY H

COJICBOMY CTpPECCY 3a CHCT CO3aaHUsA 0oyice BOCCTAaHOBUTEIBHBIX OKHUCIUTEIBLHO-
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BOCCTAHOBUTEIILHBIX COCTOSHUM W IIOBBLILICHUS YPOBHA C&J’IHHHHOBOﬁ KHCJIOTHBI

[186, 193].
Tabnuua 1.
Bmusinue NaCl Ha konuentpanuto metradonutoB [{TK
[NaCl]
MetaboJut Opranusm Opran mM | Buusinne | Ccbuika
Hordeum vulgare 100 + [187]
JUCThSI
L 300 + [188]
Glycine max JUCThSI 45 - [196]
Triticum aestivum| JHUCTbS 150 - [S1]
Hurpar Zea mays L nober 150 - [83]
Cicer arietinum | UBETHI U
+
L. CTPYUKH 225 [61]
Arabidopsis
nober +
thaliana 100 [92]
Hordeum vulgare
JIICTBA +
L 100 [187]
Axonurar | Triticum aestivum| JHUCTbs 150 - [51]
Cicer arietinum | UBETHI U
+
L. CTPYUKH 225 [61]
Hordeum vulgare 100 + [187]
JUCThSI
L 300 + [188]
N3ouutpar
Cicer arietinum | UBETHI U
+
L. CTPYUKH 225 [61]
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Arabidopsis

mooer
thaliana 100 [92]
Triticum aestivum| JHUCTbs 150 [51]
Hordeum vulgare
2- JINCTHS
L 300 [188]
OKCOTITyTapar
Glycine max JIACThS 45 [196]
Zea mays L mooer 150 [83]
Hordeum vulgare 100 [187]
JIACThS
L 300 [188]
Glycine max JTACTBS 45 [196]
Triticum aestivum| JUCTbs 150 [51]
KOpPEHb 150 [83]
CyxkiuHar Zea mays L
mooer 150 [83]
Cicer arietinum
CTPYUYKH
L. 225 [61]
Arabidopsis
mooer
thaliana 100 [92]
Triticum aestivum| JHUCTbs 150 [51]
Hordeum vulgare
JIACThS
L 300 [188]
Glycine max JIACThS 45 [196]
dymapar
Cicer arietinum
CTPYUYKH
L. 225 [61]
Arabidopsis
mooer
thaliana 100 [92]
Mamnar JIACTBS 100 [187]
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Hordeum vulgare
+
L 300 [188]
Triticum aestivum| JHUCTbS 150 - [51]
Glycine max JCThS 45 - [196]
KOpPEHb 150 + [83]
Zea mays L
mooer 150 - [83]
Cicer arietinum
CTPYYKH +
L. 225 [61]
Arabidopsis
nooer +
thaliana 100 [92]

1.3.5 DnexTpoH-TpaHCIOPTHAS LIEMTb MUTOXOHAPHUHN U COJIEBOM CTpECC

OxkucnurenpHoe ¢ochopuaupoBanue — 3To Tporecc cuHTe3a ATD B
MUTOXOHApHATBHON MeMOpaHe AT®-cuHTa30il B pe3yibTrare nepeHoca EeKTPOHOB
ot HAJIH nim ®AJIH2 x Oz, co3maromuil 31eKTPOXUMHUYECKUI TPaJueHT Yepe3
BHYTPEHHIOIO MeMOpaHy MHTOXOHJAPHMIA 3a C4yeT TpaHcmopra woHoB H' w3
MHUTOXOHJIPHATBLHOTO MaTpUKCa B MeXMeMOpaHHOoe mpocTpaHCcTBO [46]. Bcee
anektponsl monangaot B OTL[ uepes HAJI(®)H (renepupyemslii paziuyHbIMU
JNEruAporeHa3aMu B MHUTOXOHJPHUAJIBHOM MATPUKCE WM MEXKMEMOpaHHOM
MPOCTPAaHCTBE/IIUTOIUIa3Me) WU 4epe3 (¢naBuHOBBIE HyKieoTuasl (DAJIH>,
®MHH?), koTopbIe 00BIYHO CBSI3aHBI C OEJIKaMU, Ha3bIBAEMbIMHU (H1aBONTPOTEHHAMMU.
JlpyruMu ciioBamMH, B PaCTEHUSIX JEKTPOHBI MOTYT npoHukarh B DT yeTbipbms
yHukanbHbiMU nyTsaMu: [. ITyte Marpuunsii—HAJI(®)H, II. Ilyte marpuyHbIi—
®AJIH2, III. Ilyte mexmemOpanHoe mnpoctpanctBo—HA(D®)H u IV. nyts
MexxkmemOpanHoe npoctpancTBO—DAJ[H, [159]. Bkiaa kaxaoro u3 3TUX 4eThIpeX

HYTeﬁ 3aBUCHUT OT @HSHOHOFH‘ICCKOFO COCTOAHUA KIICTKH H BOBHCﬁCTBHH
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OMOTHYECKOTO U aODMOTUUYECKOTO CTPECCOB. B HOpMaNbHBIX YCIOBUIX HIUKIUYECKAs
akTuBHOCTH [[TK siBIs€eTCSI OCHOBHBIM HCTOYHHUKOM BoccTaHoBuUTenei s DTL
[41].

Kak yxe ObUI0O CKa3aHO BbIIIE, B MPOIECCE OKUCIUTEIBHOIO
dbochopunupoBanust cuntesupyercss ATD. DddexrtuBnas reHepanus ATD
MUTOXOHAPUSIMUA HMMEET BaXKHOE 3HAYEHUE [JIsi OOecCIeyeHus DHEPruu,
HEOOXOAMMOM 1T MEXaHHU3MOB TOJIEPAHTHOCTH K 3aCOJICHHIO B pacTeHusx [39].
ConeBoii cTpecc HaNpsAMYIO BAUsET Ha (QYHKIITMOHATBHOCTD OEIKOBBIX KOMILIIEKCOB,
yuacTtBytomux B OTL[. B M301upOBaHHBIX MUTOXOHJPUSAX KYKYpPY3bl aKTUBHOCTD
HA/IH: yOMXHHOHOKCUAOPEAYKTa3bl WM KOMILUIEKCA | 3HAYUTENbHO CHUYKAETCA C
yBenuuenueMm koHneHTtparuu NaCl. Opnako, ObUIO TakXe 3aMEYeHO, 4YTO
(YyHKIIMOHAIBHOCTD 3TOTO (DEPMEHTHOTO KOMILIEKCA MOXKET ObITh BOCCTAHOBJIEHA C
MOMOIIbI0 AaHTUOKCUJIAHTOB, TaKMX KakK ackopOar, IIyTaTHOH, Karajiaza U -
tokodepon. C apyroi ctopoHsl, komiiekca Il MeHee 4yBCTBUTENEH K COJIEBOMY
CTpeccy Hu3-3a MPUCYTCTBUS OCMOIPOTEKTOPOB, TAaKUX KaK MPOJUH WM TJIUIWH-
Ooetaun [89]. OTu pe3ynbTaThl ObUIM MOATBEPKACHH HAa Me30(WIIEe M KIETKaxX
000JOYKM amapaHTa W B JIMCThSIX IINHHATa, A€ HAOMI0AaIoCh yBEIUYEHUE
karanutndecko aktuBHocTH C/AI' m xoHueHntpanuu nponuna [14]. Xors nponauH
HaKaruIMBaeTCsl MPU COJEBOM CTpecce M 00eCHeurBaeT 3allUTHYI0 (YHKIIUIO
komIuiekca I1, ero poibs B BOCCTaHOBIICHUH MOCIIE BO3ACHCTBHS 3aCOIEHHOCTH, KOTIa
B €ro OCMONPOTEKTOPHOM (YHKIHUHM OOJibllle HET HEOOXOAMMOCTH, €Ille He
BBISICHEHA. Y MIIECHUIIBI MUTOXOHAPHAIBHOE JABIXaHUE CTUMYIUPYETCS B OTBET Ha
NaCl, korma sk3orennbie HAJIH u cykunuHar ObUIM NpPEeNOCTaBIEHBI B Kau€CTBE
cyOcTpara, a HOTOK 3JIEKTPOHOB ObLI CBSI3aH C FeHepalie MPOTOHHOTO rpaJueHTa
4yepe3 BHYTPEHHIO MeMOpaHy, noajaepkuBas 3G(HEKTUBHOCTh OKUCIUTEIHBHOIO
dbochopunupoBanrsi U OOLIYI0 MOTPEOHOCTH B SHEPTrUU BO BpPEMsI CTPECCOBBIE
coctostHus [ 101]. Mutoxonapuanbabie D TL] pacTeHrii UMEIOT ABa aJbTEPHATUBHBIX
MyTH TPAHCIOPTA OHIIEKTPOHOB, H3BECTHBIE KAK MYTh LHUTOXPOM-C-KUCIOPO/I;

OKCUJIOpPENYyKTa3a, YyBCTBUTEIbHBIM K LHMAHMAY / aHTUMHLMHY A, U MYyTh
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aJITEPHATUBHAS OKcHJIa3a (AO), YyBCTBUTEIIbHBIN K LUAHUIY
canuuuinrugpokcamoBoit kuciote (SHAM) [177]. XoTst HOTOK 31€KTPOHOB 1O MyTH
IUTOXPOMOKCHUIA3bI CBSI3aH C BbIpaboTkON AT®, TpaHCHOPT IEKTPOHOB MO MYyTH
AQO He coxpaHSET PHEPIruI0, U HEPTUSl pACCEUBAECTCS B BUIE TeIUia. B ycimoBusx
COJIEBOTO CTpecca UHTMOUpPOBaHKE MyTell uTOXpoMokcuaa3bl uiau AO MpUBOAUT K
PE3KUM H3MEHEHUSIM (PYHKIIMOHAIBHOCTH MPOIECCOB OKUCIUTEIBHOTO JBIXaHUS
MutoxoHApuil. Cpean n3MeHeHuM, Ha0II0/IaeMbIX B SKCIIEPUMEHTAX, TPOBEACHHBIX
Ha JIUCTBSX TOPOXa, OTMEUYAETCS MOBbIIeHNE KOHLIeHTpaunu ADK u kak ciencTeue
pE3KO€ CHUKEHUE YCTHbUYHOM MPOBOJUMOCTH, (POTOCHHTE3a U (POTOXUMHYECKHUX
peakiuid. Taxke HaOmOnaNOCh yBelWueHHe CckopocTu BbieneHus COz wu
ANEKTPONPOBOJHOCTH, YTO YKa3blBA€T HA HEMOCPEACTBEHHOE BO3/ICHCTBUE Ha
MeMmOpany. Ha ypoBHe 3KcIipeccuu TeéHOB COJIEBOM CTpecC MPUBOJUT K aKTUBAIUU
nytd AO myTeMm noBblilieHus ypoBHS u3opopm PsAoxla n PsAox2, a Takxxe ypoBHs

oenka AO B TkaHsAx aucTheB P. sativum [36].

1.4 Ponb TpaHCKpUMNIIMOHHBIX (PAKTOPOB B PETYJIAIIMU IKCIIPECCUU T€HOB B

YCJIOBUAX 3aCOJICHUS

Kak ynoMuHanoch paHee, ONHUM H3 KIIOYEBBIX AaCHEKTOB aJalTUBHOIO
OTBETA PACTCHUW SIBJISIETCS PETYJSIUUS SKCIPECCUU TEHOB, KOTOpas IO3BOJSET
aKTUBUPOBATh WM UHTUOUPOBATH CIEU(PUUECKIE Te€HBI, YYaCTBYIOIIHE B IIPOIIECCe
TOJIGPAHTHOCTH K CTpeccy, Kak OMOTHYEeCKOMY, TaKk M abuoTthueckoMy. B ciydae
COJIEBOTO CTpECCa, Pa3JIMYHBIE AaHAIU3bl TPAHCKPUIITOMA PACTEHHUU BBISIBUIN
B3aMMOCBSI3b MEXIY CUTHAIBHBIMH MYTAMU U JPYTHMHU CTPECCOBBIMU CTUMYJIAMH,
YTO MPUBOAUT K U3MEHEHUIO0 TU(PepeHInaIbHON IKCIPECCUN MHOTOYUCICHHBIX
F€HOB B 3aBUCHMOCTH OT WHTEHCUBHOCTH U MPOAOIKUTEIBHOCTH CTPECCOBOM
peakiuu [36]. B a3Tom mpoiiecce BaxkHYIO pOJib UTPAIOT Takue OeIKku, Kak (GaKTOPHI
tpanckpunuuu (T®P), TO nelcTBYIOT Kak KaK MOJIEKYISpHBbIE MEPEKII0YaTENH,

KOTOPBIC KOHTPOJJIHUPYIOT AKTUBHOCTH I'CHOB M CKOPOCTH TPAHCKPHIIOUK ITYTEM
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CBs3bIBaHUS cO crenudpuueckumu nociuenosarenbHoctsmu JIHK B mpomoTopax
reHoB. TakuMm oOpa3zoM, kjeTouHas (PyHKIUS HU3MEHSIETCA B PA3IUYHBIX TKaHSIX
pacTeHUH 3a CYET CHHTE3a CHEeUUPUUECKUX  OENKOB,  YIyYIIArOIINX
MeTab0INYECKYI0 afanTallMOHHY0 CIOCOOHOCTH pacTeHui [105].

T® knaccuuUpyrOTCsS Ha HECKOJIBKO CEMEMCTB, KaXK/10€ U3 KOTOPHIX UMEET
onpenienéHHble PYHKIIUA U POJIM B PETYIALIMU F€HHOM SKcIpeccuu. B KoHTekcTe
3aconieHus, gaktopsl Tpanckpumiuu, Takue kak WRKY, NAC, ERF/AP2, bZIP u
JpyTue, UrparoT PEeIIaroulyIo PoJib B MOIYJISAIIMY aalTUBHBIX OTBETOB, 0COOEHHO B
pETyJIALMY TEHOB, CBA3aHHBIX C TOJIEPAHTHOCTHIO K COJIEBOMY cTpeccy [48, 16].

B pacrenusix, T®O WRKY mnpexacrasistor coboil 0oAHO W3 KpyMHEHIINX
cemerictB T®. B cBoeit ctpykrype kaxasii T® WRKY cogepxut N-KOHIEBOM
JIHK-cBsi3piBaronuii joMeH U C-KOHIIEBOW JOMEH IIMHKOBOTO Majblia. N-KOHEI,
m3BecTHbIi kKak WRKY, coctour m3 60 aMHHOKHUCIOTHBIX OCTaTKOB, U €TrO0
MPUMEYATENbHON oO1ei 0COOEHHOCTBIO SIBISICTCS renTanenTuaHas
nocnegoBaresibHOCTh WRKYGQK (Puc. 4) [52]. Crpykrypsl C-KOHIIEBBIX
[IMHKOBBIX MaJIbIIEB Pa3HOOOpPa3HbI, B 0OCHOBHOM oTHOCsTCA K Tuny C2H2 u C2HC,
ofHaKo oHU Takxke cymecTBytoT B popme CX29HXH n CX7CX24HXC. CemeiicTBo
WRKY noapaznensiercs na 3 rpynnsl (rpynna [, 11 u III) B 3aBucuMocTu ot
konnyecTBa ToMeHOB WRKY u Thna cTpyKTypbl ©X MOTUBOB «LIMHKOBBIX MTAJIBLIEBY.
I'pynna I conepxur nsa nomena WRKY u ogun C2H2, rpynna II — onun nomen
WRKY u ogun C2H2, a rpynna I[II — onna WRKY u onun CH2C [123].

Td WRKY cnenududecku CBSI3BIBAIOTCS C IHC-3JIEMEHTAMH ITPOMOTOPHOM
obOnactu, Ha3biBaeMbiMu «W-0okcamu». lleHTpanbHON MOCIEN0BATENLHOCTHIO
apisiercas TTGACC/T, koTopasi MO3BOJIIET UM AaKTUBUPOBATh WM TOJABIATH
AKCIPECCHUIO ONPEAEIEHHBIX T€HOB, COACPKAIINX ITU NOCIEI0BATEIBHOCTH B CBOEH
perynstopaoi obnactu [136]. UccnenoBanus renoB, kogupyronux oeiaku WRKY,
Yy pa3HbIX BHUJIOB PACTEHHN MOATBEPKIAIOT MX CIOCOOHOCTh pearupoBaTh Ha
abmoTnueckuil crtpecc. Y MPOPOCTKOB MIIECHUIIBI BHICOKUN YPOBEHBb SKCIPECCUU

renoB WRKY naOmromancs B Haudane xojomoBoro BoszaeictBus mpu 4°C [178].
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Ceepxakcnpeccust ZmWRKY114 B puce CHUXKAET TOJEPAHTHOCTh K COJEBOMY
CTpPECCY M YyBCTBUTEIHHOCTh K a0CIU30BOM KUCIOTE, YTO MPUBOAUT K CHIXKEHUIO
TEMIIOB pocTa u BbDKMBaeMoctH [44]. Pacrenus ¢ wmyramumen ZmWRKY33
JEMOHCTPUPOBAIIA MOBBIIICHHYK) YCTOWYHMBOCTH K COJIEBOMY CTpecCy IO
CpaBHEHHIO C pacTeHus MU aukoro tumna [119]. B Zea mays WMHTEHCUBHOCTH
akcrpeccu reHoB WRKY BappupyeTcs B JHUCTBAX M KOPHSX IPOPOCTKOB B
YCIIOBHSIX COJIEBOTO cTpecca [93].

Tpanckpunuuonnsie Gakropsl cemeirictBa NAC (NAM, ATAF u CUC) [173]
TaKXKe SIBJISIOTCS Ba)XXHBIMU TE€HETHMUYECKUMH peryiastopamu pactenuil. Ha
CTPYKTYPHOM YpPOBHE 3TO CEMEHUCTBO OEJIKOB HMEET CXO0XHe N-KOHIEBbIC
CTPYKTYpPBI, KOTOPbIE XapaKTepU3yIOTCS HAIUYUEM MSTH BBICOKOKOHCEPBATHUBHBIX
cyonomenoB (A-E) (Puc. 4) u conepxar okosno 160 aMUHOKHUCIOTHBIX OCTaTKOB.
Jlomen A oGneryaer oOpa3zoBaHue (PYHKIMOHATIBHBIX TUMEpPOB, JAoMeHbl B u E
CrocoOCTBYIOT (ByHKIIMOHAIBLHOMY pazHooOpasuto reHoB NAC, a cyonomensl C u
D otBeuator 3a cBa3piBanue JIHK. C-xonernr O6enka NAC comepkuT 007acTh
aKTUBALIMU TpaHCKpunuuu [ 122].

®daktopsl NAC B 0TBeT Ha aOMOTHYECKHE CTPECCOPHI, TAKHE KaK 3aCOJICHHE,
3aCyXa W BBICOKME TEMIIEPATYPhl, AEUCTBYIOT KakK KIIIOUEBBIE PETYIATOPHI,
MOBBIIAIONINE CTpeccoycTOUUnBOCTh [164]. IlomHoreHomMHOE mpoduUIUpOBaHUE
AKCHPECCHUU U UCCe0BaHus TpaHCKpunTtomMa BeIsiBIIIM psal NAC TF, yuacTByrommx
B peaknusax Ha abuotmdeckuil ctpecc. B xopusax apabumpomncuca 33 rema NAC
3HAYUTEIBHO U3MEHWINCH Y pacTeHui, nHKyoupoBanHbix B NaCl [106], Torna kak
y puca 40 renoB NAC pearupoBaiin Ha 3acyxy u 3acoyieHue [75]. CBepxakcnpeccus
reHa Vitis vinifera NACI7 'y TpaHCreHHOro apaOHAOINCHCa TMOBBIIIAET
TOJIEPAHTHOCTh K COJIEBOMY, OCMOTHYECKOMY M MOPO3HOMY CTpECCY, a TaKxke
YyBCTBUTEJIBHOCTh K a0ciu30Boit kuciore. Anamornano, GmNACO06 unaynupyer
HAaKOIJIEHWE OCMOJIUTOB, TAKUX KaK MPOJIUH U NIUIIUH-OETauH, CHIXKAsl BO3/ICUCTBUE

aKTUBHBIX (JOPM KUCIOPOJA U MOAACPKUBasi roMeocTa3 noHOB Na+ [121].
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WRKY —  WRKYGQK [{uHKOBBIH Maner;

AP2/ERF — B-Jluer H B-Jluer H B-Jluecr - o-cnmpams —

b - ocHOBHas ZIP — o6nacTh TuMepU3aluu
bZIP — JIHK-cBs3siBatomas |  JICHIMHOBOM 3aCTEXKKH-
obnacth MOJIHHH

Puc 4. KoncepBaTuBHBIE CTPYKTYPBI U IOMEHBI TPAHCKPUIIITUOHHBIX (PAaKTOPOB

WRKY, NAC, AP2/ERF u bZIP [136]

CynepceMeiicTBO  TpaHckpunuuoHHbIX  ¢daktopoB  AP2/ERF, Ttaxxke
m3BectHoe Kak AP2/EREBP, umeer JIHK-cBs3biBaromuii 1OMEH, COCTOSIINAM
npuMepHo u3 40—70 aMUHOKHCIIOT, KOTOpble 00pa3yloT TpH B-Lenu U o-CIUpalb
(Puc. 4) [197]. CynepcemeiictBo AP2/ERF cocTtouT u3 4eTblpex OCHOBHBIX
MOJICEMENCTB HAa OCHOBE CXOJICTBA MOCJIEIOBATEILHOCTEM U KOJIMYECTBA JOMEHOB:
AP2, RAV, DREB u ERF. Kak ¢akropsl Tpanckpunuuu, AP2/ERFs perynupytor
TeHbl, YYaCTBYIOIME B PA3JIUYHBIX OMOJIOTMYECKUX MPOIIeccax, BKIIOYAsl POCT,
pa3BUTHE, TOPMOHAIBHBIE PEAKIIUU U CTPECC, MTOCPEACTBOM TPAHCKPHUIIIIMOHHBIX U
MOCTTPAHCIAIIMOHHBIX MexaHu3MoB [133]. 3a mocnemnue ronwl, B Arabidopsis
thaliana 6v10 unentudunrponano 122 rena, 139 renoB— B Oryza sativa L [141],
322 rena — B reHoMme Iriticum aestivum [155] u 229 renoB — B Zea mays [53].
AP2/ERF Takke ydacTByIOT B peakIusiX aOHOTHYECKOTO CTpecca y PACTEHHI.
Hanpumep, OsEREBPI w OsEREBP2? wmopynupytotr 3kcnpeccuro OsRMC,
HETaTUBHOIO PETYISATOpa COJIEBOro crpecca puca [163]. B kykypy3e akTUBHOCTH
reHoB ZmAP2-1, ZmDREB86, ZmDREBS8S5, ZmERF82 v ZmDREBS8(0 BbicOKa MOCTE
JIByX4aCcOBOI'0 COJIEBOTO cTpecca [53].

dakTopsl TpaHCKpUMNIKMK JdehnHoBON MonHuu (bZIP) npencrasmnstor coboit
OJTHO W3 HauOoliee IMHPOKO PACHPOCTPAHEHHBIX U KOHCEPBATUBHBIX CEMEUCTB B

[IapCTBE AYKApUOT, OOHAPY>KEHHBIX B PA3IMUYHBIX OpPraHU3MaX, TAKUX KaK pacTEHUs,
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KUBOTHBIE U MHKpPOOpPraHu3msel [62]. HazBaHue 3TOr0 ceMeicTBa MpOUCXOIUT OT
noMeHa bZIP, cocrosmmii HM3 JABYX BBICOKOKOHCEPBATHBHBIX JIOMEHOB B
nocienoBarebHOCTH OT 60 10 80 aMHUHOKHCIIOT, pacIoNOKEHHBIX B HEMTPEPBIBHOM
o-crimpanu, no3possroniei oenkam bZIP ces3biBathes ¢ JJHK (Puc. 4). IlepBbiii u3
TUX JIOMEHOB HMeEeT MocieaoBareabHocTh N- X 7-R/K, HeoOxomumyro ais
Jokanmu3anuu ®u crneruduyeckoro cBsa3piBanusg ¢ JIHK, Torma kak BTopoit
COOTBETCTBYET OOJACTH JIEMIIMHOBOM 3aCTEXKKH, BaXXKHOW sl (HOPMHUPOBAHUS
nuMepHoM cTpykTypbl st cBsizbiBaHus ¢ JIHK. Ilomumo nomena bZIP, atu TD
COIEp)KAaT JOMOJIHUTEIbHBIE MOTHUBBI, TAKHE€ KaK CalT DIyTaMUHA W CaWT
dbochopunupoBanusi, ACUCTBYIONIME KaK aKTUBATOpbl TpaHckpumniuu [82]. Y
pactenuiit bZIP B3auMOJEHCTBYIOT C Pa3IUYHBIMU PETYIATOPHBIMU 3JIEMEHTAMH,
takumu kKak ABRE (CCACGTGGQG), PB (TGAAAA), GLM (GTGAGTCAT), G-box
(CACG-TG), H-box (CCTACC) u ACE (ACGT) [82]. ®akTopsl bZIP, Gnaronaps
CBOEH BBICOKOKOHCEPBATUBHOW CTPYKTYpe M CIIOCOOHOCTH B3aMMOJEHCTBOBATH C
MHOKECTBOM PETYISATOPHBIX ANEMEHTOB, UTPAIOT LIEHTPAJIBHYIO POJIb B aJaNTaluu
W BBDKMBAHUM PACTEHUW B YCIOBHUSX HU3MEHSIOMIMXCS YCIOBUU OKPYKAOLIEH
cpensl, TakuX Kak nepeoxiiaxkaenue [17, 25], 3acyxa [125, 198] u 3aconenue [84,

202].
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I'masa II. OKCIIEPUMEHTAJIbHAS YACTD

2.1 Llenp u 3a1a4u UCCIIEAOBAHUS

L[CJ'IBIO ﬂaHHOﬁ pa6OTBI SABJISIJIOCH U3YUYCHNEC M3MCHCHMUA OMOXMMHYCCKUX U

MOJIEKYJISIPHBIX acrecToB (YHKIIMOHUPOBAaHUS (DEpMEHTa CYKIIMHATIECTUPOTEHA3BI

U CYKLIHMHAT-OKCHUJIA3HOW cUCTeMbl B JHUCThAX pacreHud C3 um C4 tuna npu

KPaTKOBPEMEHOM COJIEBOM CTpecce.

I[J'IH JOCTHXKCHUS LICIIN OBLIM ITOCTABJICHBI CJICOYIOMUC 3a1a491:

1.

[TonyunTte BbeICOKOOUHILEHHBIE Tpenaparsl C/II' U3 THUCTBEB KYyKYypy3bl H
MIICHUIBI W W3YYUTh BJIUSHUE COJIEBOIO CTpecca Ha HEKOTOpbIE
KMHETUYECKUE CBOMCTBA OYUIIEHHBIX N30()e€pPMEHTOB;

Ouenuts pabOTy CYKIIMHAT-OKCUIA3HOM CHCTEMBI B MHUTOXOHAPHUAIHHOM
JBIXaHUU U €€ 3aBUCUMOCTDb OT OKHCJIEHUS CYKIIMHATA, B YCIOBUAX COJIEBOTO
cTpecca;

Onpenenuts Ouoxumuyeckue acnekrtsl ¢yHkuuonuposanuss CHI, B
pacrenusix (Zea mays L., Triticum aestivum L.) in vivo B yCIOBUSX JEHCTBUS
COJIEBOTO CTpECCa;

BrisButh 3aBucumocts aktuBHOCTH CJII' M ypOBHSI TPAaHCKPHUNTOB T'€HOB,
KOJIUPYIOIIUX €€ CYObEeIUHMIIbI, B JUCThAX KYKypy3bl WU IMIICHUIIBI TPHU
3aCOJICHUU;

[Ipoananu3upoBarb npoMOTOpHYIO o6nacTte reHoB CJI' u omnpenenuth
HaJlMyue CalTOB CBSI3bIBAHUS (DAKTOPOB TPAHCKPUMIUHU, PETYIUPYIOMIUX UX
IIPU 3aCOJICHUH;

UccnenoBare ponb MetuwnupoBanus CG-IUHYKIECOTHIO0B MOPOMOTOpPa B

perymanun TpaHckpuniuu reHoB CIII' B yCIOBHSIX 3aCOJIEHUS B JIUCTBSX

KYKYpY3bl.
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2.2 O0OBEKTHI U METOJIBI UCCIIETOBAHMS

2.2.1 O0OBEKTHI UCCIIETOBAHUS

OObeKTaMH UCCIEAOBaHUS B JAaHHOM paboTe SBISIIUCH JIUCThSI MPOPOCTKOB
Zea mays L. (copt Bopouexckas 76) u Triticum aestivum L (copt T'anuna). Ha
MPOTSKEHUU BCETO JKCIEPUMEHTAIBHOIO IMPOLECCA HCHOJIB30BAIM JIUCThA 14-
JTHEBHOTO pOCTa 00OMX BUIOB pacTeHUU. PacTeHus BbIpanuBaid TUIPOIOHHBIM
CrOocOOOM B CTaHAAPTHBIX YCHOBUSIX TMpu Temieparype 25°C u 12-uyacoBoM

CBETOBOM JIHE C HHTEHCHBHOCTBIO cBeTa 25 B1/M2.

2.2.2 DKcnepuMeHTalbHask MOCTAHOBKA MO MOAEIUPOBAHUIO COJIEBOTO CTpECca

MonenupoBaHue cTpecca, BBI3BAHHOIO XJOPUIOM HATpHsi, B JIUCTHSIX
MPOPOCTKOB Zea mays v Triticum aestivum NPOBOAWIN ITyTEM UHKYOAllUU paCTEHUN
B 150 MM pactBope NaCl. IlpenBaputenbHo y OpOPOCTKOB YIANSIA KOPHEBYIO
CUCTEMY, UTOOBI 00€CTIEYUTh OBICTPOE MOMIONIEHNE NOHOB TKaHbIO Jucta. O0umi
MHKYOallMOHHBIA TIepuoJi cocTaBiisl 24 vaca npu temmneparype 25°C co cMeHou
COJICBOTO pacTBOpa KaxkJaple 6 4acoB, YTOOBI M30€kKaTh KOJICOAHUM KOHIICHTPAIIUU
PacTBOPEHHOIO BellecTBa M3-3a ucnapeHus. OTOop o0pa3loB MEpBOW TPYMHIIBI
pacTeHuii npoBoauiu nepea nukyoanueit B pactsope NaCl. B cnegyronux rpynmnax
ObUTH O0TOOpaHbl 00pasikl mocie 6, 12 u 24 yacoB Bo3naeicTBus. KoHTpoabHBIE

pacTeHuss UHKyOHpPOBaJIU B BOJIE.
2.2.3 Onpenenenne akTUBHOCTH CYKIIUHATAETUAPOTE€HA3BI
Meton wu3MepeHHs AaKTUBHOCTU CYKUMHATAETUAPOreHa3bl OCHOBAaH Ha
OBICTpOM BOCCTaHOBJIEHUU 2,6-nuxiopdenonunnodenona (AXDOUD) B cucrteme,

rJe MPUCYTCTBYIOT cyKHMHAar M (eHasunMmeracyiabpar (OPMC) B KayecTBe

MIPOMEKYTOUHOTO MEPEHOCUYUKA AIEKTPOHOB U CKOPOCTh BOCCTaHOBIEHUA JIXDPNUD
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MPOTNOPIIMOHANIbHA aKTUBHOCTU (pepmeHTa [63]. Peakiiuu npoBOoAMIN B KOHEUHOM
obweMe 3 mi B cpene, conepxamieid 30 MM kanuii-pocdarnsiit 6ydep, pH 7,8, 10
MM cykuuHar Harpus, 0,08 MM JAXDOU®, 2 MM a3ung Harpuss B KadyecTBE
MHTUOUTOpa HUTOXpOMOKcHaa3bl U 20 Mk oOpasna. Peakiuum wHULUMpPOBAIU
nobasinenueM ®MC no koHeuHoi koHIeHTpauuu 1 MM. CHIXeHuE ONTHUYECKOU
IJIOTHOCTH TpoBoauiau Ha crekrpodoromerpe Evolution 260 Bio (Thermo Fisher
Scientific, CIIIA) mpu anuHe BomHbl 600 HM. 3a 3HaueHne FE TpUHUMAIU

KOJINUECTBO pepMeHTa, KaTanuzupyroliee 1 Mmkmonb cyoctpara 3a 1 mun npu 25 °C.

2.2.4 Beiaenenne MUTOXOHAPUHN U3 PACTUTEIIBHOTO MaTepurasa

Brigenenue MI/ITOXOHI[pI/Iﬁ N3 JINCTBCB U3YUYCHHBIX paCTeHI/Iﬁ OCYHICCTBJISAIN C
IMOMOIbKO OCMOTHYCCKOIo rpajucHTa Ha OCHOBE MaHHHMTa II0 MCETOAY,

npeoxxenHomy Millar A.H, et al [138]. ¢ HEKOTOPHIMU MOAUDUKAITASIMHU.

2.2.5 Onpenenenne akTUBHOCTH CYKIIMHATOKCHIA3HON CUCTEMBI

OueHky (QYHKIMOHUPOBAHMS CYKIIMHATOKCUAA3HOW CHUCTEMBI B MpoOIEcce
OKUCIUTENbHOrO (ochopuaupoBaHus NTPOBOAWINA OINPEACTICHUS TOTIOMICHUS
KUCJIOPO/a, 3aBUCSINETO OT OKHUCIEHUS CYKIMHAaTa B  H30JMPOBAHHBIX
MUTOXOHAPUSIX mojsiporpaduueckum MeToaoM. OmnbITBl  TPOBOAWIM  TPU
ctangapTHbIX yenoBusx (25 °C u 101,32 kxIla) ¢ ucnons3oBaHUEM 3JIEKTPOIA TUIIA
Kmapka u cucremsr Oxytherm (Hansatech Instruments Ltd., Pentney, UK).
Muroxonapuu (50 MKI), BbIJICIICHHBIE U3 ONBITHBIX PACTEHUN, HHKYOUPOBAHHBIX
Ha 150 MM NaCl B treuenue 0, 6, 12 u 24 4, ¥ U3 KOHTPOJIBHBIX PACTEHUHN 100ABIISIN
B KaMepy CO Cpellod isi M3MEpPEeHHs ¢ MOoCieAyrIuM gobaBieHueM 5 MM
cykuuHata. Ilocie craOuiau3anuu TMOTJIOUIEHUS KUcIopojaa (cocTrosiHue 2)
nobasnsim AJI® (koHeunas koHueHTparus 100 HM), 4tOo nOPUBOAWIO K

MOMJIOLICHUIO KUCIIOpOAAa B COCTOSIHMM 3 A0 Tex mop, noka AJI® He ucromancs
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(coctosinme 4). UnrnbupoBaHue MUTOXPOM-C-OKCHIA3bl TOCTUTAJIOCH TOOABICHUEM
I MM KCN [109]. ¥YcroilunBoe K IHaHUAAM MHUTOXOHJAPHUAIBHOE JbIXaHUE
Oompeaessaan KaK CKOPOCTh IMOTJOIIeHUus Kuciopoaa mocie modaBineHus KCN B
kadecTBe uHruouropa [102]. CKkopocTh OKHCIEHUS CYKI[MHATA BBIPAXKAIA B HMOJIb

1

O, mua ! Mr! Oenka.

2.2.6 OnpeneneHue KonyecTBa Oeyka

O6miee konuuecTBO Oenka, omnpenensau no wmeroxy Jloypu [152],
OCHOBaHHOMY Ha 00pa30oBaHMU KoMILIeKcoB Cu >~ IeNTUIHEIX CBA3EH, B KOTOPHIX
Cu*? BoccTaHaBIMBaETCA 10 OJAHOBAJIECHTHOTO MOHA B IIEIOYHBIX yenoBusax. Cu'l u
paguKalibHbIE TPYIIBI TAPO3UHA, TpUNTO(PAHA U IUCTEUHA PEATUPYIOT C PEaKTUBOM
QdonmuHa ¢ oOpa3oBaHHMEeM TMPOAYKTa, KOTOPBI BOCCTaHABIMBAETCA JO

MOJIHOICHOBOTO/BOIBL(PPAaMOBOTO CHHETO.

2.2.7 Boigenenue u o4ucTKa n30()epMEHTOB CYKIIMHATAECTUIPOT€HA3bI

JIaHHBIN METOJT HKCTPAKIIUU U OYUCTKH M30(EPMEHTOB BKJIIOYAET YETHIPE CTAIUU:
nepBasi - TOMOT€HU3AIUsl PACTUTEIBLHOIO MaTepuaia; BTopas - OcaxkJeHue OEJIKOB
cynbdarom aMMoHMS 10 HachleHUuss 60%; TpeThs - reNb-PUAbTPAIUs WIH Tellb-
MpOHUKaOIIask Xxpomarorpadus uepe3 KoJIoHKy ¢ cedanexcom G25, B OCHOBHOM JIJist
yaaneHuss HW30BITOK Cyab(aTHBIX COJeH U JPYTUX HU3KOMOJIEKYJISPHBIX
COEIMHEHU; YETBEPThI - MOHOOOMEHHYIO XpoMaTorpaduio ¢ HCMIOIb30BaHUEM
JIDAD-Sephacel, xkoTopblii mpeaAcTaBiIsIeT CcO0OM ClIaObIii aHMOHUT HAa OCHOBE
rPaHyJUPOBAHHOM LEJUTIONO3bI [15]. DmronpoBaHre MPOUCXOAUIO MPU CKOPOCTHU
noTtoka 1 My/MuH ¢ ucoib3oBaHueM JinHeiHoro rpaauenTa KCl. Jlins monuTopunra

(dbpakiuii onpenensyii akTUBHOCTh CYKIIMHATAETUAPOTreHA3bI.
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2.2.8 DnexkTpodopeTruueckoe UCCIEAOBAHNE CYKIIMHATIETUAPOTreHa3hI

2.2.8.1 DnextpodopeTHdecKuil aHaIu3

CocraB u aexkTpodopeTHIeCcKy0 nMoABMKHOCTh n3odopm CII onpenensiau
MyTeM TMPOBEACHHS EKTpodopesa B MoTuakpuiIaMUAHOM Tene mo J[pBucy u
Maypepy [60, 21]. DnexTpodopeTrdeckoe paznenenue 6enko npoBoauau B 0,05 M
Tpuc-ruuuHoBoM OydepHom pactBope, pH 8,3, nmpu temneparype 4°C u cuie

AJIEKTPUUYECKOro Toka ot 1,5 mo 2,5 MA.

2.2.8.2 Cneuuduyeckoe nposiBieHNe N30(pepMeHTOB

Crnenuduueckoe NposiBICHUE CYKIIMHATIETUAPOTreHa3bl POBOJIUIU B CPElIE,
conepxaniet 0,05 M tpuc-HCI-6ydep, pH 7,4, 0,01 M ®MC, 0,01 M cykuunar
Hatpus u 0,01 M HuTpocuHuit TeTpazonuii xyopun. WukyOauus rens

OCYHIECTBIISIIACH B TEMHOTE npu Temneparype 37°C.

2.2.8.3 Onpenenenrie rOMOr€HHOCTH (DEpMEHTHBIX MPENapaToB
[OMOreHHOCTh ~ OYHMIIEHHBIX  MpEenapaToB  ONPEACSUIM  METOAOM

YHUBEpPCAIBHOTO OKpallMBaHus OEJKOB B rejisix HUTparoM cepedpa [167].

2.2.9 UccnenoBanue KUHETUYECKUX OCOOEHHOCTEHN peryisaluu

n30(p€pMEHTOB

JIns u3yyeHusT KUHETHYECKUX M PETyISTOPHBIX CBONCTB H30()€pPMEHTOB
CYKIUHATJIETUAPOreHa3bl HCIOIb30BaIM OUYHUILNEHHbIE U 3JeKTpodopeTnyeckue
TOMOTEHHbIE TMpenaparbl. PEpMEHTATUBHYIO AKTUBHOCTH KaXJOW MOJYYECHHOU
130()OpMBI OIPENIETISIIN CIIEKTPOPOTOMETPUUECKHU TP PATUUHBIX KOHIIEHTPALIHUIX
cyoctpara. Koncrantel Muxasnuca 1 MakCUMalbHbIE CKOPOCTH PACCUUTHIBAIKUCH C
UCIOIb30BAHUEM  TpaUUYECKOro MeToAa OOpaTHBIX  JIBOWHBIX  BEIWYUH

JlaiinyuBepa-bépka [127].

59



Onpenenenue ONTHUMANBHBIX 3HadyeHMH pH oCymecTBiIsAnoch myTem
U3YYEHHUS] 3aBUCUMOCTH CKOpPOCTH (DEPMEHTATUBHOM pEaKUUU OT pas3IMnYHBIX

3HayeHui pH.

2.2.10 Dkcrpakuusa cymmaprou kinerounorn PHK u JIHK

2.2.10.1 Beinenenne cymmapsnoit PHK

ToranpHyro  kierounyro PHK  Bepgemwm ¢ ucnons3oBaHuEM
MoauduuupoBaHHoro mporokona skcrpakuuu SDS-LiCl [185]. PacturenbHblii
Marepuanl roMOr€HU3UPOBAIH B JIN3UPYIOIIEM pacTBOpe, coaepxkamem 2% SDS, 2,5
M NaCl, 100 MM Tpuc, 25 MM DTA u 1,5% P-mepkantostanona. Pa3zgenenue
OpraHUYeCcKOM M BOAHOM (a3 OCYIIECTBISIN SKCTpakuue (eHoa-xsaopodopM-
M30aMUJIOBBIM criupToM (25:24:1). Ocaxnenue ToTanbHOM Kietounoir PHK
MPOBOJIUIIM B TPU CTaJUU C UCIOJH30BaHHEM pa3audHbiX KoHIeHTpauuit LiCl u

ancrara HaTpusl. O0ecconuBaHue ocaaka IIPpOBOAXIN 3TAHOJIOM.

2.2.10.2 Beigenenue JIHK

Brigenenne JHK wu3 pacturenbHOro Marepuana NDPOBOAWIM MyTEM
roMmorenusanuu B 0ydepe, conepxamem: 3% I[TAb (macc/00.), 1,4 M NaCl, 0,1 M
tpuc-HCI, pH 8,0, 0,5 M 3/ITA u 0,3% 2-B-mepkantodTanon [33]. DKCTpaKIniO

OCYIIIECTBIISIIU C UCIIOJIb30BaHUEM XJIOPOPOopMa:M30aMUIIOBOTO criupTa (24:1).

2.2.10.3 DnexTpodope3 HyKIEUHOBBIX KHCIIOT B arapo3HOM Tejie

Jnsa ananu3za Beigenenubix PHK u JIHK ux pazgenenue npoBoauiam METOI0M
anekTpodopesa B arapo3Hom reine [116] B 6ydepe TAE ¢ Opomucteim stuanem EtBr
B KauecTBe MHTepkanupyromero kpacutens («BioChemica PanReac Applichemy,
CHIA). dns JHK u PHK ucnonb3oBanu 1% arapo3uslii renb, 1is npoaykros [1L[P
— 2%. JIOKyMEHTHPOBAHNE U AHAJIM3 Tels OCYIIECTBIANMN dyepe3 cuctemy SERVA

BlueCube 300 («SERVA», I'epmanus).
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2.2.11 Peakiust 00OpaTHOU TPAHCKPUIIIUU

Cunte3 kIHK ocymectBusinu ¢ ywactuem peeprtassl Ha ocHoBe MPHK
aHanu3upyeMbix oOpasuoB. beun ucnonb3zoBan Habop OT-MMLV («EBporen»,
MockBa, Poccusi) ¢ «BBIpOXKISHHBIMY» MpaniMepoM, random-npatimep COTIIACHO

HHCTPYKIIUU ITPOU3BOANTCIIA.

2.2.12 IIposenenue 11L[P B peasibHOM BpeMEHH

[1IIP B peanprHOM Bpemenu npoBoamin Ha mpudope LightCycler 96 («Rochey,
[IBenus). B kauecTBe MHTEpKaNIHMpyIOIIEeTro kpacuTens ucnonb3oBaiu SYBR Green
I («Sigma Aldrichy», CILIA).

Ammndukanus (35 UMKIOB) BKItOUana: qeHarypamus — 95°C, 5 MuH; OTKUT
npaiimepos, ripu 56-60°C — 20 ¢, nerexuus 72°C — 15 c; u anonrauus B teuenue 10
MHUHYT nipu 72°C.

®akrop onoHramuu  Ef-la ¢ reH-cienM(pUUYECKUMU  TNpaiMepamu
WCIONB30BAIM B KAueCTBE KOJWYECTBEHHOTO MATPUYHOTO KOHTposs. Jlis
OTPUIIATENIBHOTO  KOHTPOJs  ucnoiib3oBaium  ToTaidbHyto  PHK.  Onenky
OTHOCHTEJBHBIX YPOBHEH TPAHCKPHUIITOB NPOBOAWIM MeTomoM 22ACT [129].

[lonbop  mpaiiMmepoB  MNPOBOAMJIM  HAa  OCHOBE  HYKJICOTHIHBIX
MOCE0BATEIbHOCTEN, TMPEJACTABICHHBIX B MEXIyHapoJHON 0aze JaHHBIX
GenBank, c MTOMOIIIBIO MpOrpaMMBbl Primer3Plus
(https://www.primer3plus.com/index.html).

e T7aSDHI (LOC123102465): npsamoii 5’-CTGGGTTACCCCTTCAGGAT-3’,
oopatabii 5’-CACGAGATGCCAGATCATTG-3’, Tomura 57 C, Pasmep
IIPOIYKTOB, 174 1.H.

e T7aSDH2 (LOCI123156079): npsamoir 5’-TGTACGAGTGCATCCTCTGC-3’,
oopatabii 5’— TGGTATCCTCGAGCTTGGAC-3’, Tomwra 58 C, Pasmep

IIPOYKTOB, 217 1.H.
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TaSDH3-2 (LOC123050789): mpsimoit S’-TTAGACGCTCCTCAGGCATT-3,
ooOparablii  5’-GAACGTAGCGCTCAACTGTG-3’, Tomxura 58 C, Pazmep
IIPOIYKTOB, 188 I.H.

TaSDH4 (LOC123063298): npsimoii 5’~AAAGACAGTTGCTGGGATGG-3’,
oopatabii  5’-GCTGATGCTGTTCTTCGACA-3’, Tomwra 58 C, Pasmep
MpOAYKTOB, 220 m.H.

ZmSDH]I-2 (LOC118472916): psIMOi 5—
TTGTGCAAACAGGGTAGCAG-3’, oOpaTHbIN 5—
TGCATGTTGAGACGGATCTT-3’, Tomura 58 C, Pa3zmep npoaykros, 150

I1.H.
ZmSDH2-3 (LOC109944584): npsiMoii 5
GAGAGGCTACAGGCAATAACTGAG-3’, 0GpaTHbIH 5

AGTTTTAAACATTGATTCTTATTG-3’, Towxura S8 C, Pazmep npoayxros, 195
L.H.

ZmSDH3-1 (LOC100283351): mpsimoii 5°~AAGGAGGCTTCTCCATCTCC—
3’, obparnbiii 5’— CAGAGCTGCTACAGGGGAAG-3’, Tomura 59 C, Pazmep
IIPOYKTOB, 215 m.H.

ZmSDH4 (LOC100280324): mpsimoii 5’~AACCCACTGGGAAGAGACCT —
3’, ooparHbiit 5’-GACGATTGACGCGAGAATTT-3", Tomura 59 C, Pa3zmep
MpOAYKTOB, 187 m.H.

TaSDHAF1 (LOC123100313): mpsimoit 5’— AGTTCCGTGAGAATGCCAAG—
3’, oboparubiii 5’-ATGCTCGACACGTTGTTCTG-3’, Tomwmra 58 C, Pasmep
IIPOIyKTOB, 170 1.H.

TaSDHAF2 (LOC123113731): npsimoit 5’~ACCCAGACTTGTGGAAATGG—
3’, obparubii 5’~ATCCAGACCCCTCTTGTCCT-3’, Tomura 58 C, Pasmep

IIPOIYKTOB, 191 m.H.
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2.2.13 bucynspurnas moguduxanus JJTHK

Monudukanuto JIHK Oucynbhutrom HaTpusi IpOBOJUIN MO CXEME COTIACHO
paHee OIMyOJIMKOBAHHOMY MPOTOKOJY C HEKOTOPHIMU M3MEHEHUsiMH [58]. DTambl
BitovaroT: 1. [denarypamuio JJHK; 2. UuakyOarus ¢ Oucynb(puTOM HATpusi Mpu
MOBBIIIIEHHON Temrmeparype; 3. Ynanenue Oucynbdura myteM oOeccoiauBanus; 4.
HecynbpupoBanue agaykToB cCyinbGoHUIypalnmia mnpu IienodyHom pH; u 5.
VYnanenue necyibGUpyroIero pacTpopa.

Ha mnepBom »srtame x 50 wmkn oOpasumoB JIHK moGapmsim 5wk
CBEXKEIIPUTOTOBIICHHOM JIeHAaTypupyrouien cpeasl, cogepxamed 3 M NaOH u 0,5 M
OMTA, pH 8,0. O6pa3usl uakyoupoBaiu npu 55°C B TeueHue 25 MUHYT B TEMHOTE.

JlezaMuHMpOBaHUE MNPOBOAWIM J00ABIEHHEM K 00pas3laM HAaCHIIEHHOTO
pactBopa OucynbpuTa HATpUs B MNPUCYTCTBUM TruapoxuHoHa, pH 5,0 wu
nHKyOupoBanu nipu 55°C B TeueHHE 5 4acOB B TEMHOTE.

ObecconuBanue  oOpasuoB  Oucynbpur-moauduuupoannon  JJHK
MPOBOJIMJIM B TPU CTAJAUU OXJIAXKICHHBIM 3TAaHOJIOM KOHIleHTpauui 65%, 75% u
85% ¢ ucrnonp30BaHMEM alerara HaTpusi B KOHEYHOW KoHueHTpauuu 0,3 M. B
KaXKJI0M cTanuu oopasibl eHTpudyruposanu npu 12000 06/mus - 10 muH.

HecynbpupoBanue MoaudunupoanHsix oobOpasnoB JHK mnpoBoaunu B
menouHort cpeae modasnenueM NaOH no xonmentpamuu 0,3 M. Jlanee oOGpasiisl
nHkyOupoBanu B teueHue 20 muH, npu 37°C. Ocaxnenue JJHK ocymectBisiu

no6asnenueM 3 M CH3COONa u aByx 06bemMoB 85%-Horo 3TaHoa.

2.2.14 Ananu3 npoMOTOPOB I'€HOB U MOI00P MPAMEPOB AJISI METHII-

cneuuduynoit [P
Hns  upentuduxanuu  CpG-OCTPOBKOB  HCHOJIB30BAJIUCh  KPUTEPUH,

Brtovatomue ydyactku JJHK gnunoit ne menee 200 m.H., conepxaniue 6onee 50%

FyaHI/IHa/HI/ITOSI/IHa N COOTHOIICHHUC Ha6n10z[aeMor0 U OKNAaACMOro MnmpucCyTCTBHUA
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CpG-nunykneorunoB > 0,6 [120]. Ha ocHoBaHMM JaHHBIX KPUTEPUEB OBLIU
MpoaHaIM3UPOBaHbl TTpoMoTopHbIe obOnactu reHoB CJII. Ilogbop cnenmdpuueckux
npaiimepoB i aHann3a CG-AuHYKIEOTUA0B OCYIIECTBIISIIICS C TOMOIIBIO OHJIANH-

nporpammbl MethPrimer — LiLab (PUMCH).

2.2.15 IlpoBenenue metun-crnernuduanoi I[P

Ouenky craryca MeETWIMPOBaHUS U3yYeHHBIX CpG-IUHYKICOTUIOB B
npomoTopax reHoB C/I' ompenensiim ¢ momompio Metwiacnenuduaron TP u
nocneayouero aekrpodopesa B 2% araposznom rene. MC-TILP npoBonunu Ha
amrudukarope «Tepuuk» («IHK-Texnonorusi», Poccus) ¢ ucmnoiab3oBaHUEM
nporpammbl - ScreenMix (OAO «EBporen», MockBa). B kauectBe wmarpuiibi
ucnonszoBanin  JIHK, mnpensaputensHo monuduuupoBaHHy0 OuCYIb(QUTOM.
UucneHHble 3HAYEHUS CTaTyca METUJIMPOBAHUS PACCUMTHIBAJIM HA OCHOBE aHAJIM3a
npoaykrtoB IILP. Uccnexyemble HUTO3WHBI MOTYT OBITh HEMETUIMPOBAHHBIMH,
METUIMPOBAHHBIMU WJIM YAaCTUYHO METUIIMPOBAHHBIMU, B COOTBETCTBUHM C ITUM

YUCIICHHBIN NIEpeBOJI MPOBOAAT 10 EnpuHueBy ¢ coaBT. [67].

2.2.16 AHanu3 TpoMOTOPHOM 00JIaCTH T€HOB Ha HAJWYHE CAaliTOB

CBSI3bIBAHUS COJIE3ABUCUMBIX (PAKTOPOB TPAHCKPUMIIUU

buoundopmarnueckuit ananu3 perynaropHoil ob6mactu reHoB CHIT nHa
Halliyue CaWTOB CBA3BIBAHUSI TPAHCKPUIIIUOHHBIX (PAKTOPOB TMPOBOAMIH C

MOMOINbI0  0a3bl JAaHHBIX PACTUTENbHBIX TPAHCKPUIIIMOHHBIX  (HaKTOPOB

PlantRegMap/PlantTFDB v5.0 (https://planttfdb.gao-lab.org/). Ananu3s pe3ynsraToB
U UX TPEACTaBICHUE OCYIIECTBISUIA C MOMOIIBIO MPOrPAMMHOIO 00€CredYeHus

TBtools.
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2.2.17 Craructudeckasi o0paboTKa JaHHBIX

CraTucTu4eckyto 00paboTKy IKCIEPHUMEHTAIHHOTO MaTepuaia IPOBOIMIIN C
MoMoIIbIo nporpammel Jamovi v. 2.5.4 nius MacOS. [Iporpammuoe obecrieueHue
JUTSL aHalTM3a JAaHHBIX (TIPOrpaMMHOE 00eCTieueHre C OTKPBITBIM MCXOIHBIM KOJOM
https://www.jamovi.org Cunneit, ABctpanus). [lo kaxaoMy meTony HU3MEpeHUU
MPOBOAIA TPU TIOBTOPA KAXKIOTO M3 aHAIM30B. J(MCTIEpCHOHHBIA aHamW3 ObLI
MPOBENCH ISl OMPEACIICHHs] JTOCTOBEPHBIX PA3IUYMiA CPEAHUX 3HAUYCHUU
MOJIYYCHHBIX JTAHHBIX MEXAY TPYIIAMH W3 TPEX WIH YEeThIPpeX OMOIOTHYCCKHUX
moBTOpoB. COINIacHO ATOMY KpPHUTEPHIO, JaHHBIC TMPEJACTABICHBI KaK CPEIHUC
3HAYEHUSI C COOTBETCTBYIOIIMMH CTAaHIAPTHHIMA OTKJIOHCHUSMH W YpPOBHEM

3HadeHus p < 0.05.
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['masa III. PE3VYJIBTATEHI U UX OBCYXJIEHHUE

3.1 Biustnue coneBoro crpecca Ha PyHKIIMOHUPOBAHKUE CYKIIMHATAECTUIPOT €HA3bI

3.1.1 Bausanue NaCl Ha akTUBHOCTb (pepMeHTa CyKIIMHATACTUIPOTEHA3HI B

HN30JIMPOBAHHBIX MUTOXOHAPHUAX

Bosgeiicteue  xmopuaa Hatpus Ha  (PEepMEHTATUBHYIO aKTUBHOCTH
cykuuHataeruaporenassl (CIN), ObL10 U3y4eHO B MUTOXOHIPUSIX, BBIJIEICHHBIX U3
14-nueBHBIX NUCThEB Zea mays L. n Triticum aestivum L., KOTOpble UHKYOUpPOBAIU
B TeueHue 5 MHH npu paznuuHbix KoHueHtpamusx NaCl ot 0 go 300 MM. Ilpu
NPOBEJCHUN aHajdW3a JMHAMUKW KaTaauTudeckod aktuBHoctn CIAIT B
MUTOXOHAPUSIX, BBIACICHHBIX W3 JIUCTHEB KYKypy3bl, MOKa3aHO, YTO MpHU
koHreHTpauuu NaCl ot 50 no 150 MM HaOa0mam0Ch NOCTENEHHOE YBEIMUYEHUE
aKTUBHOCTHU (pepMeHTa, nocturaronias makcumyma rpu 150 MM NaCl. Bo3pactanue
aKTUBHOCTU wu3ydaemoro ¢epMmeHta coctaBwio 35,48% 1o CpaBHEHHIO C
KOHTpOJIbHBIM BapuantoM. Onnako, npu 200 MM NaCl 3ToT nokaszarenb CHU3UICA
nuiib Ha 17,74%, a 3aTrem HaOM0aI0Ch 3HAUUTENbHOE yrHeTeHue akTuBHOCTH CIT
(cMm Puc 5). Bausaue NaCl Ha aktuBHOCTh CJII” B MUTOXOHAPHSAX, BBIJICTICHHBIX U3
JUCTHEB MIICHUIIBI, TAKXKE MPOSBISIO AHAJIOTUYHYIO TEHJICHIIUIO, C YBEIUYEHUEM
obOmeit aktuBHocth Ha 21,58% mnpu 100 MM NaCl no cpaBHeHUIO ¢
MUTOXOHAPUSIMHU, HHKYOHMpOBaHHBIMHM B pacTBope 60e3 NaCl. B nauanazone
koHueHTpauuii ot 100 1o 300 MM aktuBHOCTH C/II" pe3KO CHMKANaCh, YTO MPUBEIO
K CHIDKeHHUIO Ha 59,37% 10 cpaBHEHHIO C KOHTPOJIBLHBIM 00pa3lioM M Ha 66,73%

OTHOCHUTEJIFHO MakcuMasibHOM akTUBHOCTH mpu 100 MM NaCl (cm Puc 5).
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OO0mas akTUBHOCTB, E/T c.M.

0,00 | | | | | | —
0 50 100 150 200 250 300
[NaCl] MM

Puc. 5. O6masi akTUBHOCTh CYKIIMHATAETUIPOTEHA3bl B MUTOXOHAPHUSIX JIUCTHEB
KyKypy3blI (1) u nmienuirst (2) npu aeictBuu pa3ubix koHueHtpanuii NaCl. /lannbie
M0 AaKTUBHOCTHU NPEACTABISIOT COOOM CpeHee 3HAYeHHE TpeX OMOJIOTMYeCKHX

oBTOPOB * SD.

Heb6onpmoe moBwimenne koHmeHTpaunuu NaCl B peaknMOHHOM cpene,
coJiepKaIeil M30JIMPOBAaHHBIC MUTOXOHIPHH, BBI3BIBAIO PA3IMYHOE ITOBBHIIICHUC
dbepmeHTaruBHON akTuBHOCTH CJIIT B 3aBHCMMOCTH OT BHJA PACTCHUA.
[IpucyrcrBue anmonoB ClI™ B ompemenéHHBIX KOHIIEHTPAIUAX MOXKET HaIMpsIMYIO
aKTUBHPOBATh KaTATUTUYECCKUN EHTP (pepMeHTa, Haxomsmuiics B cyObenuauniie 1.
IIpeanomaraercsi, 9TO 3TO MPOUCXOAUT 4YEpe3 MEXaHU3M B3aUMOJICHCTBHS C
AMUHOKHCIIOTHBIMU OCTaTKaMU CalTa CBsI3bIBaHUS CyOcTpara, aHAJIOTHYHBIN
B3aUMOJICHCTBHUIO JIPYTUX OPTAaHWMYECKUX AaHWOHOB, YTO BIHSET Ha CPOACTBO
cyoctpara k depmenty [109]. CkopocTh, ¢ KOTOpOil (PEepMEHT pearupyer Ha
pa3TUYHBIC KOHIIEHTPAIIUHU XJIOPUIa, MOXKET YKa3bIBaTh HA PA3INYUS B CTPYKTYPHOU
CTaOMILHOCTH TOJIUIICIITHIHON e M OpraHMU3allid KaTAIMTHYECKOTO IIEHTpa

CAI' y 1aHHbBIX BUJIOB PACTEHHUI.
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3.1.2 Ouuctka n30pepMEHTOB CYKIIMHATAECTUAPOreHAa3bl U U3yUEHUE UX

KHHCTHUYCCKUX XaPaKTCPUCTUK

B pamkax uccnenoBanus Obliia MpoBeIeHa MHOTOCTAIUMHASL OYUCTKA SH3UMA
CAI' u3 14-nHEBHBIX 3€JEHBIX JHUCTHEB KYKYpYy3bl U MIICHUIIbI, BHIPALICHHBIX B
YCJOBUSIX COJIEBOTO CTpecca.

B pe3ynprare NpoBENEHHOIO METOAA OYUCTKM OBUIM  MOJYYEHBI
BbIcOKOOUHIeHHbIe u30(epmenTsl CHIT kak u3 00pa3lioB KyKypy3bl, TaK U W3
nueHunbl. JJaHHBIA METOJ] AKCTPAaKIMU M OYUCTKU BKJIIOYAET YETHIPE CTaIUU:
nepBasi - TOMOT€HU3AIUsl PAaCTUTEIBLHOIO MaTepuaia; BTopas - OCaxJaeHue OEJIKOB
cynb(darom aMMoHMS 110 HachlleHUuss 60%; TPeThs - reNb-QUAbTPAIUs WIH Tellb-
MpOHUKaoIIas Xpomarorpadus uepe3 KoJIoHKy ¢ cedanexcom G25, B OCHOBHOM ISt
yaaneHuss W30BITOK Cyab(aTHBIX COJed U JPYTUX HU3KOMOJIEKYJISPHBIX
COEIMHEHUI; YETBEPThI - MOHOOOMEHHYI0 XpoMaTorpaduio ¢ HCIOIb30BaHUEM
JIDAD-Sephacel, xoTopblii mpeAcCTaBiIsIeT CcO00M ClIaObIi AaHMOHUT HAa OCHOBE
IPaHyIUPOBAHHOM [EJUTIOJIO3BI. [Tonyuennble M30()epPMEHTHI
CYKIMHATAECTUAPOreHas3bl, U3 JIUCTHEB MPOPOCTKOB Zea mays W Triticum aestivum,
BBIPAIICHHBIX B CTaHJAPTHBIX YCJIOBUSAX WU B MPUCYTCTBUM XJIOPUIA HATPUA,
JEMOHCTPUPYIOT Pa3HyI0 CTeNeHb copOIuu Ha kosoHke JIDAD-Sephacel.

[locne npoBeneHuss MOHOOOMEHHOM Xpomarorpaduu C HCMIOJIb30BaHUEM
JUHEWHOTO TpaJieHTa XJIOpUJa Kanus Obuih BhiAeNeHbl ABe uzodopmbr CIUIT u3

OTBITHBIX U KOHTPOJbHBIX pacTeHuit (Tabm. 2).
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TaoOmuma 2

Pesynprarel o Bbeigenenuto uzopopm CHIT u3 nuctbeB Zea mays mpu

cTaHJapTHBIX ycaoBusax (n =3, p <0.05) [15]

O6mas VnenpHas
benok, Brixon, | CrenieHb
Cragus AKTHBHOCTB, | AKTUBHOCTb,
MT % OYHCTKH
E E/Mr Genka
T'omorenar 31,420 0,425 0,014 100 1
®pakuonuposanre (NH4)2SO4
20-60% 5,689 0,312 0,055 73,41 4,05
I'enb-¢unsrpanus Ha cedanexce
G-25 3,756 0,285 0,076 67,06 5,61
Xpomarorpadus vHa [[DAD- 0,085 0,088 1,035 20,71 | 76,54
(Sephacel) 0,074 0,081 1,095 19,06 | 80,92
Tabmma 3

Pesynpratel mo Beimenenutro uzodpopm CHIT u3 nucteeB Zea mays,

BBIpAIIEHHOM B yCIOBUsX 3acoieHus (n =3, p < 0.05) [15]

O6mas VnenpHas
benok, Brixopn, | CreneHb
Cramus aKTHUBHOCTb, | aKTHBHOCTb,
Mr % OYHCTKH
E E/Mr Genka
I'omorenar 41,256 0,625 0,015 100 1
®pakuuonupoBanue (NH4)2SO4
e & 22,654 0,396 0,017 63,36 1,15
20-60%
I'enp-¢unsrpanus Ha cepagexce
16,856 0,294 0,017 47,04 1,15
G-25
Xpomarorpadus Ha [[DAD- 0,154 0,096 0,623 15,36 | 41,15
(Sephacel) 0,095 0,104 1,095 16,64 | 72,26

JBe nzodopmbl CII" BbIIEIEHBI U3 JIUCTHEB KYKYpY3bl IIpH 3acosieHuu (Taom.

3) [15].
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Pesynbratel [IAAT-31ekTpodopesa ¢ TOMOLIBI0 METOAa OKpAaIIMBaHUs OeliKka

AgNO3 noaTBepauiI OTHOPOAHOCTh OENKOBBIX NpenaparoB uzopepmentos CUAI

(a) (6)
P
F
1 2 3 4 1 2 3 4

Puc. 6. Pesynbrarel snekrpodopesa CII' u3z nucteeB Zea mays (a) u

(puc. 6a).

cnenuduyeckoe nposieineHue (0). I —uzodpopma 1 — H20, 2 —uzodopma 1 - NaCl, 3

—u3odopma 2 - H>O, 4 —uzodpopma 2 - NaCl [15].

Crneunduueckoe oKkpalmBaHue MpenaparoB M30(hepMEHTOB, BbIIEIEHHBIX U3
KOHTPOJIbHBIX pacTeHud W MHKyOupoBaHHbIX B NaCl, nmoka3ano aBe monocsl Ajs
Kaxjaoro uszodepmenta, c snekrpodopernueckoir mnoaBuxkHOocThio miust CHI'L,
coctasisronieit 0,34, u ase nonocel Ayt CHAI2 ¢ nogsuwxkHOocThIO 0,23 (puc. 60).
[15].

W3 nucTheB MIIEHULbI, IPU NPOBEIECHUH HOHOOOMEHHOW Xpomarorpaduu
rpagueHToM koHueHTpanuu KCl ot 30 no 240 MM, Obutn necopOupoBaHbl JBE
130 opMbl UcclieryeMoro pepmenTa.

MakcumainbHasi BeIM4YMHA YIEIbHON aKTUBHOCTH OOHapy>KeHa JUIsl MEepBOM
m3odopmbl CHI" xouTposbHBIX TpoOax (Tadmn. 4). depMeHTHBIE Mpenaparbl U3
JUCTHEB MIIEHMIBI, HHKyOHpoBaHHbIX B 150 MM NaCl, necopbupoBanuce npu

koHneHTparusax 69 MM KCI nna CAI'l u 195 MM KCI g CAT'2 (Tabm. 5).
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Tabnuua 4
Pesynwrars! o Beiaenenuto uzohopm CAI" u3z nuctoeB Triticum aestivum npu

CTaHJapTHBIX yciaoBusax (n =3, p <0.05)

VnenrHas
benok, OOmas Brixon,| Crenenp
Cragus aKTHUBHOCTbD,
MI' | aKTUBHOCTb, E % OYHMCTKHA
E/Mr Genka
I'omorenar 15,68 0,739 0,047 100 1
@pakIHOHUPOBAHUE
(NH4)2S04 20-60% 7,53 0,411 0,055 55,67 1,16
I'enb-punpTpanus Ha
cedanexce G-25 3,38 0,297 0,088 40,19 1,86
Xpomarorpadus Ha 0,06 0,246 3,727 33,29 79,08
A AD- (Sephacel) 0,09 0,285 2,969 38,57 62,99

Tabnuna 5
Pesynbratel o Beiaenenuto uzopopm CHAI' u3 mucteeB Triticum aestivum,

BBIpAIIEHHOM B yCI0BUsX 3aconeHus (n = 3, p <0.05)

VnenbHas
benok, OOmas Brixon, | Ctenenb
Cragus aKTHUBHOCTb,
MI' | aKTUBHOCTB, E % OYHCTKH
E/mr Genka
I'omorenar 13,97 0,647 0,046 100 1
@pakLIMOHUPOBAHUE
(NH4)2S04 20-60% 4,56 0,302 0,066 46,72 1,43
I'enb-punpTpanus Ha
cedpanekce G-25 3,96 0,251 0,063 38,79 1,37
Xpomarorpadus va | 0,082 0,204 2,488 31,53 53,74
JADAD- (Sephacel) | 0,078 0,256 3,282 39,57 70,90
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[Ipu npoenennn auck-snekrpodopesa B [TAAI ¢ ucnonp3oBanrnem AgNOs
B Ka4ECTBE YHUBEPCAIHHOTO OKpAIIMBAaHUA Ha OEJIOK, HAOMIONAIU OJIHY OEJIKOBYIO
M0JIOCY B aHAJIM3UPOBAHHBIX 00pa3Lax, NOJyYEeHHbBIX Ocie OYUCTKU. C IOMONIbIO
cnenu(puyecKoro IPOSIBJICHUS TETPa30JIMEM, ObL1a YCTaHOBJICHA
CYKLMHATIETUAPOreHa3Hasi AKTUBHOCTh IOJYYEHHBIX (EPMEHTOB U3 JIMCTHEB
nmeHunpl. 3HadeHuss Rf cocraBunmm 0,26 ang CHI'l KOHTPONBHBIX U ONBITHBIX

oOpa3uos, st C/AI'2 — 0,36 B 000MX OYUIIEHHBIX IpernapaTax.

Puc. 7. Pesynbratsl anekrpodopesa CAI" uz nuctweeB Triticum aestivum (a) u
cneuuduyeckoe nposisineHue (0). I —uzodpopma 1 — H20, 2 —uzodopma 1 - NaCl, 3
—u3ogopma 2 - H20, 4 — uzopopma 2 - NaCl

Kak yxe ymomunanock, JIDAD-Sephacel mpexacrtaBnsier coboii ciaaOblif
AHUOHUT C MOJIOKHUTEIBHBIM 3apaaoM. OZHUM U3 BaXXHBIX NAapaMeTPOB, KOTOPBIN
HE00X0AMMO OBUIO YYMTHIBATH MPU HOHOOOMEHHOW Xpomarorpaduu, sBIseTcs
n303JeKTpuueckas touka (pl) — 3HaueHue pH, nmpum KOTOpOM CyMMapHBIN 3apsn
MOJIEKYJIbI (pepMeHTa paBeH Hy0. CoriacHO JUTEPATypPHBIM JaHHBIM, JaHHas
BenuurHa coctasiuset 6,3 st cyosenunuusl Fp (CAI') u 8,7 nns cyobeaunuis Ip
(CAI'2) [160]. CnemyeT OTMETUTb, 4YTO TeopeThueckue 3HadeHus pl moryr
paznuyaTbCsi |y  pa3HbIX OPraHu3MOB, YTO B OCHOBHOM  OOYCIJIOBJIEHO
AMUHOKHCIIOTHBIM COCTaBOM, (DOPMUPYIOIIHUM CTPYKTYPY 3TUX U30(pepMeHToB. [Ipn
pH BbllE HW303IEKTPUYECKOM TOYKH O€JIKH OOBIYHO HMEIOT CyMMAapHbIU

OTPHULIATENBHBIN 3apsi/l U CBSI3BIBAIOTCA C aHHOHOOOMEHHUKOM [ 182].
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N3odepMeHThl, BbIICTIEHHbBIE U3 KOHTPOJIbHBIX U OMBITHBIX 00Pa310B JINCTHEB
Zea mays v Triticum aestivum, IeMOHCTPUPYIOT CXO0KHUE MPODUIIU SITFOUPOBAHUS IO
koHneHtpauu KCl, npu koTtopoil oHU AecopOUpYIOTCS U3 KOJOHKU ¢ JIDAD-
Sephacel. Tem He wMeHee, ObUIM OTMEYEHBI OMNPENEICHHbIE OTIUYUS B
KOHIICHTpAIUsAX JECOpOLMH, YTO MOKET CBUJIETEILCTBOBATH O pa3IUYUAX B
MMOBEPXHOCTHOM  3apsiie  M30()epMEHTOB, CBS3aHHBIX C HX CTPYKTYpHOU
opraHuzanuen. JlanHbie pa3nuyus TakXe KOPPEIUpyIOT ¢ U3MEHEHHEM UX 3apsija B
OTPULIATENIBHYI0 CTOPOHY, YTO SIBISIETCS PE3yJabTaTOM (PU3UOJOTHUUECKUX U
OMOXMMHYECKUX HW3MEHEHMH B pACTEHUSAX, TaKUX KaK MOJIIeIauhuBaHue
MUTOXOHAPUAIBHOTO MaTpUKca BelieacTBUe yBennuenus cuateza ADK B ycnoBusix

ctpecca [150].

3.1.2.1 Onpenenenue pH-ontumMyma n30hepMEeHTOB

CYKIOUHATACTUAPOIrCHA3bI

beutn  omnpenenensl onTuManbHble 3HaueHus pH s u3odepMeHTOB
CYKIIMHATAETUAPOT€HA3bI, BBIICIICHHBIX U3 MPOPOCTKOB KYKYPY3bl M MIIIEHUILIBI.

UccnenoBanue 3aBucumocTd aktuBHOcTH wu3odepmenta CHAIT or pH
MOKa3ajgo, 4YTO MEXIy oOpasllaMu, MOJBEPrHYTHIMU COJIEBOMY CTpeccy, U
KOHTPOJIbHBIMH PAaCTeHUSIMU 1O akTUBHOCTH wu3opepmenty CII'l w3 nuctheB
KyKYpY3bl U MIIIEHUIIbI, HE BBIIBUIN CYIIECTBEHHBIE pa3au4us (CM. pUCYHOK 8 U 9).

Jist CAI']l u3 KyKypy3bl, HanOoJb1Iasi aKTUBHOCTh 3H3MMa HaOJI0Aa)1ach IPU
pH 7.6 xak B KOHTpoOJie, TaKk U B ombITHBIX oOpasnax. s CIAI'l, BeiaeneHHON U3
JUCTHEB TIIEHUIIBI, ONTUMaibHOE 3HaueHue pH cocraBuno 7,4 s oboux
oOpa3zuoB. Bennunna pH-ontumyma st CAI'2 u3 kykypy3bl coctaisiia ot 8.0 1o
7.8 mocae paedcTBUS 3acojieHus B TeueHue 24 uyacoB. OpHako, BeIWYHHA
ontumaiibHoro pH CJII'2, O4YWIIEHHOTO W3 JUMCTHEB IIICHUIIbI, IO CPABHEHUIO C
CAI2 u3 KyKypy3bl, HE U3MEHUJICA B 000oMX oOpasiax, a oOias MakCUMaJibHas

AKTUBHOCTBH Haxoawuiack npu pH 7,8.
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Puc. 8. 3nauenue ontumansaoro pH pabotsr uzodepmentor C/I" u3 nucthe
Zea mays B pa3Hbix ycnoBusix. 1 — uzodpopma 1 - K, 2 — uzodopma 1 - NaCl, 3 —

n3odopma 2 - K, 4 — uzodopma 2 - NaCl [15].

Puc. 9. 3nauenue ontumansaoro pH pabotsl uzodepmentoB C/I" u3 nucthe
Triticum aestivum B pa3HbIX ycioBusx. 1 —uzodopma 1 - K, 2 —uzodopma 1 - NaCl,

3 —usodopma 2 - K, 4 — uzodopma 2 - NaCl
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BaxHo oTMeTHTh, 4YTO W3MEHEHWE 3HaueHUd pH MHUTOXOHAPHATBLHOIO
MATPHUKCA BBI3BAHO COJIEBBIM CTPECCOM, HAMNPSIMYKO CKa3bIBA€TCA HAa CKOPOCTH

okucnurenbHoro Gpochopunuponanus u cunreza ATO [179].

3.1.2.2 Onpenenenrie KOHCTaHTBHI Muxasnuca-MeHTeH U Fmax s

noyueHHbIx uzopepmentor CAI

Jnsa CAI'l u3 Kykypy3sl BeIMUMHA CPOJCTBA K cyOcCTpaTy paBHsuiach 1,08
MM, 4TO HE3HAUYUTEIHHO OTINYANIOCh OT K)/ hepMeHTa, MOTyYEeHHOTO U3 PaCTEHUN
npu 3aconienuu [15]. (tabn. 6). C npyroil CTOpPOHBI, MEXAy 3HAUCHUSIMH Ky,
onpeneneHubiMu st meHunsl CAINl, naOmromanach napyras TEHACHIUS IO
cpaBHenuto ¢ uzodopmort CHI'l u3 kykypyswl. Ilpu stom Benuuunsl Ky i
ananuzupyeMoro wuzodepmenta coctaBuid 1,02 u 1,17 ayisi KOHTPOIBHOTO U
OMBITHOTO 00Pa3loB, COOTBETCTBEHHO, YTO CBUJIETEIILCTBYET O CYIIECTBEHHOM HX
pa3In4mnm.

3uauenus Ky s Broporo uzopepmenta C/II" KyKypys3bl B OIBITE COCTaBUIH
1,23, a B kontpoje - 1,18 MM. Jlnsg CAI'2 u3 AucTheB MIIEHUIIBI HAOII0AAT0Ch
JOCTOBEPHOE YBEIMYECHUE 3HAYEHUU Ky Y pacTeHui, MOJABEPTIIUXCA COJIEBOMY
cTpeccy, 3HaueHue Ky coctasuio 1,29, a B kourpone — 1,23.

3nauenuss Km s uzodepmentoB CHIT u3 nuctbeB Zea mays u Triticum
aestivum B KOHTpOJIE CBHAETENLCTBYIOT, yTo CJII'2 Mmena MeHblIee CPOACTBO K
cyoctpary. Vmax nna uzodepmentoB CII' u3 Zea mays kak B KOHTpPOJE, TaK U B
YCIOBUSX 3aCOJICHUSI, U3MEHSIIACh i 00eux ¢popm pepmenTa (Tadm. 6).

Cootnomienne Vmax/Km qust CAI'l u CAI'2 u3 KOHTPOJBHBIX pPAaCTEHUMN
obun Ha 11,1% u 16,7% Huxke, ueM y 3TUX U30(DEPMEHTOB W3 PACTEHHI MNpuU
3aconenuu [186]. Omgnako, nas n30(EpPMEHTOB JIMCTHEB MIICHHUIBI HAOII0AaIacCh
muddepeHmanbias TeHACHIMA. 3aBUCUMOCTb MAaKCUMalbHOW CKOPOCTH OT
KoHCTaHThl Muxasnuca 6su1a B 0,83 paza Beiiie aiist CII'1 u B 1,73 pa3a Huke nis

CII2 B KOHTPOJIBHBIX 00pa3lax Mo CPABHEHUIO C OMBITHBIMU PACTCHUSIMH.
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Tabnuua 6.
Pesynwrarsl onpenenenus Km u Vmax no cykuunary st uzopepmenton CUI

u3 TUCTheB Zea mays [15] u Triticum aestivum.

CAI" U3odepmenT Km, MM Vmax, MKMOJIb/MHH Vimax/ KM
Zea mays
CAI'1l konrpom 1.08 +0.03 0.174 +0.005 0.16
CAI'2 Konrpors 1.18 +0.01 0.233 +0.002 0.20
CAI'1 24 u NaCl [150 mMm] 1.13 2004 0.204 +0.008 0.18
CAI'2 24 9 NaCl [150 mMm] 1.23 +0.06 0.296 +0.015 0.24
Triticum aestivum
CAI'1l konrpors 1.02+0.02 0.302x 0.005 0.30
CAI'2 konrpom 1.23+0.01 0.287=0.002 0.23
CAI'1 24 9 NaCl [150 mMm] 1.17+0.03 0.297+0.011 0.25
CAI'2 24 u NaCl [150 mMm] 1.29+0.04 0.517+0.017 0.40

3.1.3 BnusiHME CONEBOro CTPECCAa HAa MUTOXOHIPUAIIBHOE JIbIXAaHUE U

AKTUBHOCTb CYKIIMHATOKCHU/Ia3bI

HccnenoBanre MUTOXOHAPUAIBHOTO JbIXaHUS, 3aBUCSIIETO OT OKHUCJICHUS
CYKIIMHATa, MPOBEACHO B YCJIOBHUSAX KPaTKOBPEMEHHOIO COJEBOro crtpecca. Ha
pUCyHKe 3 MPeACTaBICHO YBEINUYEHUE AKTUBHOCTHU CYKIIMHAT-OKCUIA3HON CUCTEMBI
B MUTOXOHJIPUSX JIUCTHEB MPOPOCTKOB KYKYPY3bl U MIIEHUIbI, UHKYOUPOBAaHHBIX B
150 MM NaCl. B Teuenue nepBbix 6 yacoB Bo3aeicTBus NaCl ne Habmomanock
CYIIECTBEHHBIX U3MEHECHUN B CyKIIMHAT-OKCHAAa3HOUW cucteme. OnHako, depe3 12
4acoB OTMEUYAJIOCh HEOONBIIOE OCTENEHHOE yBeIMUYeHHe Ha 9,45% npIxaTenbHOU
AKTUBHOCTH MUTOXOHJApUH. B KoHIle 24-4acoBOro mnepuoja SKCICPUMEHTA B
YCIOBHSIX  COJEBOTO  CTpecca HaOmroJaeTcs 3HAYUTEIbHOE  BO3pacTaHUE
MOTPEONCHUS] KUCTOpOAa B H30JMPOBAHHBIX MUTOXOHAPHSIX JIUCTHEB KYKYpPY3HI,

NoCTUTHYB 68,77%, B TO BpeMs KaKk B KOHTPOJbHBIX 00pa3iax 3TOT pOCT COCTABUII
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24,28%, 4TO IMPUBEIJIO K IOBBIIMICHUIO AbIXaTeIbHOM aKTUBHOCTH Ha 35,80% (Puc
9 2
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Puc. 10. AxtuBHOCTH cykuuHar-okcuaaznou cucremsl (COC) wu
[MUAHUIPE3UCTEHTHOE (aTbTEePHATUBHBIN MTyTh) YYaCTHE B OKWCIICHUH CYKITMHATA B
MUTOXOHAPHUSX, BBIICIICHHBIX U3 JIUCTHEB KyKypy3bl (a) [76] u nuieHus! (0) mocie
uHkyOauuu mnpopoctkoB B 150 MM NaCl. JlanHple 1O aKTHUBHOCTH U
[UAHUIPE3UCTEHTHOM OKHUCJIEHUU CYKIIMHATa MPEACTaBIsAIOT co0OW cpeaHee

3HaYEHUE TPEeX OMOJIIOrMYEeCKUX MOBTOPOB £ SD.
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B Mutoxonapusx TUCTHEB NIIEHUIIBI, 0OHAPYKEHO, UYTO CYKI[UHAT-3aBUCUMOE
IbIXaHUE MUTOXOHJpUU yBenuuuBaercs Ha 55,9% B mepBble LIECTh YacOB IO
CpaBHEHMIO ¢ oOpasiamu, UHKyOupoBaHHBIMH B Boje. K 12-uacoBomy mepuony
norpebieHre KHUCJIOpoAa MeEIJeHHO CcHmkaeTcs Ha 13,5% OTHOCHTENIBbHO
PE3YJIbTATOB, MOJYYEHHBIX TTOCE 6 4acoB MHKyOanuu. MakcuMalnbHasi akTUBHOCTD
CYKIIMHAT-OKCUJIa3HOM cUCTEeMBbI HaOroanack uepes 24 yaca, Bospactas B 2,34 paza
110 CPaBHEHHMIO ¢ KOHTPOJbHBIM 00pa3iioM (Puc 100).

[lo pesynbraram aHanau3a AaHHBIX HCCJIEIOBAHUS ObUIO BBISBIEHO, 4YTO
COJIEBOM CTPECC OKa3bIBACT PA3JIMYHOE BO3JACWCTBHE HA MPOLECCH OKHUCICHUA
CYKIIMHAaTa 1 MUTOXOHJAPHUAIIBHOTO ABIXaHUS B JINCTHSIX KyKypYy3bl U MIIEHULIBI.

Habmntonaemoe yBenuueHHe CKOPOCTH OKHCIICHHUSI CYKI[MHATa MOXET ObITh
CBSI3aHO C YBEJIMYECHHUEM MMOTOKA JIEKTPOHOB U€pE3 ANEKTPOH-TPAHCIIOPTHYIO 1IETb,
BBI3BAHHBIM HM3MEHEHHSIMH JJIEKTPOXUMHUUYECKOTO TpaJUeHTa, BO3HUKAKOIIUMHU B
pesynbrare npsmoit crumynsiuu NaCl aktuBHoctu AT®-cunTassr [183].

Bonee BbICOKHME CKOPOCTHM TOTPEOICHUSI KHUCIOpoJa HAOIIOAAINCh B
MHUTOXOHJIPHUSX MIIEHUIBI. B TO BpeMs Kak B JHUCTBSIX MPOPOCTKOB KYKYpPY3bl
JAHHBIM TOKa3aTenb ObUl HWXKE. AHAIM3 O3THUX pPa3IuYuil Ha YpPOBHE
MHUTOXOHJIPHATBHOIO JbIXaHUS IIO3BOJISIET MPEAINOJIOKUTh, YTO aJanTHBHaA
peakiusa y pactreHud ¢ meradonuzmom C3-tuna, B omiumuue oT C4-pacTeHuid,
TpeOyer OoJjiee BBICOKOM AaKTUBHOCTUM CYKIIMHATOKCHJIA3HOM CHUCTEMBI IS
o0OecrnieueHus HOPMaJIbHOTO (PYHKIIMOHUPOBAHUSI MUTOXOHIPUATBHOM IbIXaTebHON
L€ B YCIOBHSX COJIEBOTO CTpECCA.

N3 pe3ynpTaToB, MNOJYYEHHBIX NPU HCHOJIB30BAHWM IMAHUAA Kaaus B
Ka4eCTBE MHTMOUTOpA, OOHAPYKEHO, UTO y4acTUE aIbTEPHATUBHOIO OKCUIAA3HOTO
yTu (AOII) cyniecTBEHHO pa3nuyaeTcsi B MUTOXOHAPUSIX KYKYpYy3bl U MIIIEHUIIB. B
npucyTcTBud HoHOB Na'™ u Cl, aKTHBHOCTB aJIbTEPHATHBHOTO OKCHIAA3HOTO ITyTH
BBIIE B MUTOXOHAPHIX KyKypy3sl M cocrtaBisuia 40,13%, B ommume oOT

MHTOXOHIPHI MIIEHUIIBI, Y KOTOPBIX JaHHBIN MOKa3aresb cocTabisia 21,34% nocne
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24 yacoB BO3JEHCTBHUSA, B TO BpEMs KaK B HOpPMaJbHbIX ycnoBusax ydactue AOII
coctapisuia 19,47% u 16,94% niist KyKypy3bl U MIIIEHUIBI COOTBETCTBEHHO.

XoTd  MOMIONIEHWE  KHUCIOpOAa  SIBISETCS  BaXKHBIM  IMOKa3arejaeM
(GYHKIIMOHUPOBAHUST ~ MUTOXOHAPHUAIBHOTO  JIBIXaHUST W OKUCIUTEIbHOIO
dbochopunupoBanus. B uccrnenoBaHUSX BIUSHUS XJIOpUJA HaTpusi Ha padoTy
MUTOXOHAPHM, BaXKHO OTMETUTH POJb AJBTEPHATUBHOW OKCHJIa3bl B PACTEHUSIX
[101]. B ocHOBHOM, 3T OeNKH MOTPEOISIOT KUCIOPOA U MOTYT KOHKYPUPOBATh C
IpyruMu (DepMEHTHBIMU KOMIUIEKcaMu, npucyTcTByronumMu B DTL, Takumu kak
uuroxpom C-okcupaza. M3BecTtHo, yTo aktuBHOCTH AOIl He cmnocoOcTByeT
CO3JIaHUIO DJIEKTPOXUMUUYECKOTO TpajueHTa, HeoOxoaumoro misi cuHte3a ATO.
Opnnako, TOBBIIIEHUE €€ aKTUBHOCTH YKa3bIBa€T HA TO, YTO YaCTh AJalTUBHOIO
OTBeTa pacreHuii Ha yBenuueHne moHOB Na' u Cl” ompexessiercss 0O6pa3oBaHuEM
HedochopunupoBaHHOM 1ENU NepeHoca eKTpoHos [171].

Kak ynomMuHanoch paHee, OJHMM M3 OCHOBHBIX IOCIEICTBHUI COJEBOIrO
CTpecca y pacTeHUM SBISIETCA TaKXKe OKUCIUTEIbHBIN/HUTPOZUPYIOIIHNI CTpece —
MPOIYKT aucOananca oOpa30BaHUsl aKTUBHBIX (JOPM KHUCIOpOAA U a30Ta, KOTOPbIE
HalpsIMyl0  BIMSIIOT HA JKMU3HEHHO BaXXHbIE KOMIIOHEHTBHI  KJIETOUHOIO
¢dbynkuronupoBanus [ 108]. B atux ycnoBusix crumynsiusa aktuBHoctu AOIT moxer
OBITh TaKXke CBsi3aHA C HEOOXOJUMOCTBIO PACTEHUW MHUHUMHU3UPOBATH
cuntesupyembie npu cosneBoMm crpecce ADK u ADA u, takum obGpa3zom, Urparhb

BAXKHYIO POJIb B PETYJIALMUA OKUCIUTEIBHOTO cTpecca [135].

3.1.4 I3MeHeHne akTUBHOCTH CYKIMHATIETUAPOTE€HA3bI B yCIOBUAX

3aCOJICHUA in VIVO
B pamkax HacTosiei paboThl, ObLIIO U3yYEHO BIUSHUE COJIEBOIO CTpecca Ha

(YyHKIIMOHUPOBAHUE CYKIIMHATACTUIPOTeHa3bl in vivo. [lomyueHHble pe3yiabTaThl

IMMO3BOJIMJIN YCTAHOBUTBH, 4YTO I[aHHbIﬁ BHU a0OMOTHUYECKOTO CTpECCa OKa3bIBACT
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CTUMYIUPYIOMUNA 3(DPEeKT Ha KATAIUTHUYECKYI0 akTUBHOCTH ¢epmenta CAI y
M3Yy4aeMbIX BUJIOB PACTECHUIA.

B nucTesax Kykypy3sl TOKazarellb OOIed aKTUBHOCTU MCCIEAYEMOro
(dbepMeHTa ocTaeTcsi CTaOWIBHBIM B MEpBbIE JABEHAIaTh YacoB UHKyOanuu B NaCl
10 CPaBHEHUIO C aKTUBHOCTHIO KOHTPOJILHBIX 00pa3iioB. B nmocnenytomue 12 yacos
AKCIIEpUMEHTA HAOMIOJAIOCh 3HAYUTEIHLHOE TOBBIIMICHUE (PEepPMEHTATUBHOM
akruBHOCTH CJII" Ha 51,34%, 4TO COOTBETCTBYET YBEINYEHNUIO CKOPOCTH OKUCIICHUS

CYKIIMHATAa U30JUPOBAHHBIMU MUTOXOHJIPUSAMH, KOoTOpoe coctaBuio 35,8% (Puc

11).
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Puc. 11. O6mast akTUBHOCTH CYKIIMHATAETHIPOT€HAa3bl B JIUCTHAX KYKYpY3bl
IpH 3acojieHuu. J[aHHbIE IO aKTUBHOCTH MPEACTABISIOT CO00M cpeHee 3HAaUCHUE

Tpex OMOJOTMYECKUX MOBTOPOB + SD.

OTAnyuTenbHONM O0COOCHHOCTBHIO OTBETHOM pEaKIMM Ha COJIEBOM CTpecC B
JUCThSIX TIIECHUIBI SBIsieTCS OoJiee paHHEe W3MEHEHHE KaTalluTUYeCKOU
aKTUBHOCTU CYyKIMHATAETUJporeHassl. B mepBble miecTh 6 4YacoB 3acoyieHUs
MOKAa3aHO MOBBIIIEHUE AHAJIMU3UPYEMOTO ToKa3aress Ha 68,9%, 4to cormacyercs ¢
HaOJII01aeMbIM YBEIIMYEHUEM MOTTIONICHUS KUCIOPOa B MUTOXOHIpUsX. Bo Bropoi

KOHTPOJIbHOW Touke mnocie 12 yvacoB mHkKyOanmu B NaCl He OBUIO OTMEYEHO

80



CYILIECTBEHHBIX H3MEHEHMH paHHOro mnokaszarens. [locie 24 yacoB WHKyOanuu

oOmas akruBHOCTh CIII' mocTuraiia ee MakCUMyMa, C JIByKPaTHbIM YBEJIUYEHUEM

€ro aKTUBHOCTH IO CPaBHEHHIO C MPOPOCTKAMU, HHKYOHpOBaHHBIMU B Boje (Puc

12).
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Puc. 12. O0mas akTUBHOCTh CYKIIMHATAECTUIPOTEHA3bI B IUCThSIX MIIECHUIIBI

Mpu 3acojieHuu. JlaHHbIe O aKTUBHOCTH MPEJCTABISIIOT COOOW cpefHee 3HaYEHUe

Tpex OMOJOTMYECKHUX MOBTOPOB + SD.

3.2 BausHME CONEBOrO CTpecca Ha PEryJISIUIO dKcnpeccuu reHoB CT

3.2.1 3MeHeHne 3KCIPECCUOHHON aKTUBHOCTHU T€HOB, KOJAUPYIOMINAX

katanutnueckuit gumep CAI' B Zea mays v Triticum aestivum

IIo pe3yibraram, NOJIY4YCHHBIM B JTAHHOM UCCICOAOBAHUU, OBLI0 YCTAaHOBJICHO,

YTO MHKYOAIusi MpOpoCTKOB Zea mays W Triticum aestivum B pactBope NaCl ¢

KoHLeHTpauuen 150 MM NpHUBOAWT K YBEIUYEHUIO CKOPOCTH KATAIUTHYECKOUN

AKTUBHOCTHU CYKHMHATACTUAPOTCHA3bI 1 MUTOXOHAPUAJIBHOTO AbIXaHUS B TCUCHHC

INCPBLIX ABaALATH YCTBIPEX 4YaCOB CTPCCCOBOIO BOSHeﬁCTBHH. B cBs3u ¢ OTHM,

Ba’)KXHO BBIAAICHUTH MCXAHH3MbI, PEryjIMpyromuc aKTUBHOCTbH IAaHHOTI'O (bepMeHTa.
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VYuuTeiBasg, 4YTO CYKIMHATAETHApPOreHa3a MpeacTaBisieT coboil  ¢epMeHT,
COCTOSIIMM W3 YEThIpEX CYOBEAMHMI], Y4YaCTBYIOUIUX B IPOLIECCE OKHUCIECHUU
CYKIIMHATA ¥ 00€CTeUNBAIOIIUX AIEKTPOHBI JIJI HOPMAIbHOTO (DYHKIITMOHUPOBAHUS
OKHUCIUTENBHOTO GochopunupoBanusi. b0 NpoBeaeHO UCCIeI0BaHNUE TUHAMHUKI
TPAHCKPUIILIMOHHON aKTUBHOCTH I'€HOB, KOIUPYIOIINUX CyKIIMHATIECTUAPOTECHA3Y.

[Ipn uccnenoBaHuM BIWSHUSA COJIEBOIO CTPECCA HAa YPOBEHb TPAHCKPHUIITOB
reHa, KOAUPYoUIEro (aBonpoTEMHOBYIO CyObeqUHUIY | CyKIIMHATAErUAPOT€HA3BI,
OBLIIO BBISIBJIEHO, YTO JaHHBIM MOKA3aTeb MPOSBISET ONPEACICHHYIO TEHICHIUIO.
VY pacteHuil KyKypy3bl B YCJIOBHUSAX COJIEBOTO CTpecca MPOUCXOAUT MOCTENEHHOE
YBEJIMUEHNE 3HAYEHHsI JAHHOIO Iokaszarens ¢ 1,25 en. B mepBele IIECTh 4YacoB
unkybauun B NaCl ngo 3,06 en. depe3 24 u BO3AEHUCTBUS MO OTHOIICHUIO K
KOHTpoOJIbHOMY Bapuanty (Puc 13).

CnenoBarenbHo, HaOmopaemoe yBenauueHue KoHueHTpauuun MPHK rena
ZmSDHI-2 cornacyercsi ¢ moBbilieHreM oOmiei aktuBHocTd CIIIT B nucThsIX
KyKypy3bl. [I0CKOIBKY KaTaqTuTUYECKHI HEHTP OEIKOBOIO KOMIUIEKCA COACPKUTCSA
B IIEPBOI CyOBbEIMHHUILIE, ITO MOKET OOBSICHUTDH MPSIMYIO CBSI3b MEKY aKTUBHOCTBIO

ATOTO I'€Ha U YBEIIMUYECHHEM KaTaIMTUUECKOU CKOPOCTU (pepMeHTa.
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Puc.13. YpoBenp TpanckpuntoB reHa ZmSDH -2 B MUACTBSIX KyKypy3bl IIpH

nevictBuu NaCl (150 mM). K — koHTpOJb, pacTeHus, SKCIOHUPYEMBIE B Bojie [76].
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JlaHHas1 KapTUHA TAK)KE COOTBETCTBYET JUHAMMKE dKcnpeccuu reHa TaSDH 1
MIIEHUIIBl. YBEJIMYEHUE OTHOCUTEIIBHOTO YPOBHS TPAHCKPHUIITOB JAHHOTO TIeHa
MPOSIBIISIIOCH YKE B MEPBOUM TOYKE IKCIIEPUMEHTATBLHOTO KOHTPOJISI MPU COJIEBOM
ctpecce (Puc 14).

B npanpHeimeMm, copepkaHue TpaHCKpUNTOB reHa JlaSDHI CHU3UIOCH,
JOCTUTHYB MUHHMYyMa K JBEHAAIATOMY 4Yacy SKCIEpUMEHTA U COCTaBUB 3,84
€MHUIIbI, HO MPU 3TOM OCTABasICh BBIIIE YPOBHS, 3aMEUEHHOTO B KOHTPOJIbHBIX
obpaznax. K 24 uyacam wuHKyOanuu pacTeHU MIIEHUIIbI, TPAHCKPUIIIIMOHHAS
akTUBHOCTh TaSDHI 3Ha4uTEIbHO BO3pOCia, JOCTUras Makcumyma 8,27 en. mo

CpaBHEHMIO ¢ 00pa3laMu, HHKYOMPOBAHHBIMU B BOJIE.
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Puc.14. Yposenb TpanckpuntoB reHa 1aSDHI B NUCThSIX MNIIEHULBI MPU

nevcteuu (150 MM). K — KoHTpOJIb, pacTeHUs, SKCIOHUPYEMBIE B BOJIE.

Xotsa HaOmiomaercss oOmias TEHJAEHUMS K  YBEIHMYCHHIO, MEXKAY
OTHOCUTEJIBHBIM ypOBHEM J3kcnpeccuun TreHoB ZmSDHI-2 wn TaSDHI, Ha
MPOTSKEHUM BCETO HKCHEPUMEHTAIBHOTO TNE€pUOAa CYIIECTBYIOT HEKOTOpbIE

pas3an4dus. Baxno OTMETUTBb, YTO AKTHBHOCTBL HCCIICAYCMOI'0 I'€Ha Y KYKYPY3bI
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MPOSIBISIET TEHJEHIMI0 K TOCTENEHHOMY YBEIWYEHHUIO, B OTIWYUE OT OOuIel
aKTUBHOCTHU reHa TaSDH 1, koTopas 3Ha4MTEJIbHO BBINIE B MIEPBBIC 6 4aCOB U Yepe3
24 4aca 1o OTHONIEHHUIO K JTAHHBIM, MOJIYYEHHBIM U3 Zea mays. DT OTMECUCHHbIE
pa3inuus yKa3bpIBaloT Ha Oosiee ObICTPYIO aKTUBAIMIO JAHHOTO I'eHa y MIIEHUIIbI, O
CpPaBHEHUIO ¢ TeHOM SDH -2 y KyKypy3bl. DTU OTJIMYHUS, BEPOSITHO, OOYCIOBIICHBI
pa3HOM YYBCTBUTEIBLHOCTBIO K COJEBOMY CTpecCy M OBICTpOTOM peakiuu B
3aBUCUMOCTH OT THIIa pacTEHHUS M €ro MeTabonm3ma [166].

Crumynsius npeBpalieHus CyKIMHaTa B pyMapaTr MPUBOJUT K YBEIUUYECHUIO
MOTOKA AJIEKTPOHOB Y€pe3 KIACTEPHYK CHUCTEMY JKEJI€30-Cepa, CONEPKALLYIOCS B
cyObeauHute 2.

TpaHnckpunuuOHHAss  aKTUBHOCTb TreHa ZmSDH2-3  xene30-cepHOu
cyobeaununbl  CHI' mnpu  BO3AEMCTBUM Ha KyKypy3y XJOpuJa HaTpus
COOTBETCTBOBAJIA TAKOBOMY IOKa3arento s reHa ZmSDHI-2. B nepBbie 6 yacoB
CYILIECTBEHHBIX M3MEHEHUN HE MPOUCXOAUT U 3HAYEHUS OCTAIOTCA OJNU3KUMHU K
MOJIy4YEHHBIM B KOHTPOJIbHBIX mpoOax. OnHako, mociie 12 4acoB BO3IEUCTBUS
AKTUBHOCTh HM3Yy4aeMOro TeHa yBenuuuBaeTcss Ha 2,13 eauHunsl. K koHIy
AKCHEPUMEHTAIIBHOTO MEPUOJIa YPOBHU TPAHCKPUIILHMHU JOCTUIIIM MaKCHUMaJbHOTO

3HaYEHUs C yBennueHueM Ha 2,53 eqununbl (Puc 15).
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Puc.15. YpoBenps TpanckpuntoB reHa ZmSDH2-3 B MUACTBSIX KyKypy3bl IIpU

nevicteuu NaCl (150 mM). K — koHTpOJb, pacTeHus, SKCIOHUPYyEMBIE B Bojie [76].

Ha nmporsbkeHMM BCero 3KCIEPUMEHTAIBLHOTO MEpHoja OOHAPYKEHO
BapUAIIMOHHOE TIOBBIIICHUE AaKTUBHOCTH TeHa TaSDH2, BBI3BaHHOE COJIEBBIM
ctpeccom (Puc. 16).

B omnnume OT [aHHBIX, TOJYYEHHBIX II0 OTHOCHUTEJIBHBIM YPOBHSIM
Tpanckpunuuu ZmSDH2-3, rtne HaOnonaeTcss MOCTENEHHOE YBEJIMYEHHE C
MAaKCUMaJbHBIMM 3HAaYeHHSIMH uepe3 24 wuaca, gua TaSDH? anamormyHas
TEeHJIeHIIUs He ycTaHoBieHa. Ha mectom uacy umukyOauuu B 150 MM NaCl
koHeHTpauuss MPHK uccinexyemoro rena ocraBanach ctabuiabHOU. OHAKO, yiKe
yepe3 12 yacoB 3TOT MOKa3aresb YCTAHOBWICS HA ypoBHE 2,45 equnnil. K 24 yacam
BO3/ICMCTBUS CTPECCOBBIX YCIIOBHUM AKTHUBHOCTh I'€HA CHHU3WIACH 10 3HAYCHHIA,

ONMM3KHUX K KOHTPOJILHBIM 00pasiiam.
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Puc.16. Yposenb TpanckpuntoB reHa 1aSDH2 B NUCThSIX MNIIEHULBI MPU

nerictBuu NaCl. K — koHTpoJb, pacTeHuUs, SKCIOHUPYEMBIE B BOJIE.
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JInst KOppeKTHOUM MHTerpanuu cyobeaquHuilbl 2 B (hepMEHTHBIA KoMIUieke 11
HeoOxoauMo yuyactue moJiekyinsl SDHAF 1. ®@akrop coopku SDHAF1 nipeacrasnser
c000¥ MUTOXOHIpUATIbHBIN O€TIOK, KOTOPbIN conaepxuT qoMeH LYR, u ero ocHoBHOM
(dyHKIMEHN SBISIETCS BKIIOUEHUE JKEJI€30-CEPHBIX KIacTepoB B cyobenunuity CHUI2
[140]. UccnenoBanusi, MpoOBEJEHHbIE HA MyTaHTaxX apaOuaoICcHca, MOKa3aau, YTo
OonokupoBanue reHa SDHAFI TpUBOAUT K 3HAYUTEIBHOMY CHMIJKEHUIO Kak
KAaTaJIUTUYECKOM AaKTHUBHOCTH CYKUHHATAECTHAPOTEHA3bl, TakK W CyKIUHaT-
3aBUCUMOIO JIBIXaHHWS B M30JUPOBAHHBIX MUTOXOHAPUSAX H, CIIEIOBATEIBHO,
BBI3BIBAET N30BITOYHOE HAKOIUJIEHUE CyKlnHara [124].

[TosTomy, OblTa mpoaHanmu3upoBaHa 3Kcrpeccus reHa TaSDHAF1, utoOb
MOATBEPIUTh CTAaHAAPTHOE (PYHKIMOHUPOBAHUE CYOBEIUHUIIBI 2 B MOJEKYJE

CYKIOMHATACTUAPOTrCHA3bI.
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Puc.17. OTHOCHUTENBHBIN YPOBEHD TPAHCKPUNTOB reHa TaSDHAF' I B THUCThAX

neHuilbl pu aedctBur NaCl. K — KoHTposb, pacTeHus, SKCIOHUPYEMBIE B BOJIE.

BnusiHue coineBoro CTpECCa OKa3bIBACT YCTKOC JICCTBUEC HA IKCIIPCCCUIO I'CHA

TaSDHAF 1, xomupytromuii 6enok SDHAF1 (Puc.17).
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Pesynbrarel moOKa3aqd AHAJIOTHUYHYK) TEHICHIIMIO 10 OTHOUIEHUIO K
HaOmonaemot B TaSDH2. Yepe3 6 4acoB B HKCIEPUMEHTAJBHBIX OOpasiax
HaOMIONaNoCh 3HAYUTENbHOE UWHTHOMpoBaHue aktuBHOCTH TaSDHAFI 1o
CPaBHEHHIO C KOHTPOJbHBIMU pacTeHuAMU. K 12 yacam OTHOCUTENbHBIN YPOBEHb
TpaHcKpuniuu yBenuumics 2,79 paza. [locne 24 yaca uHkyOaiuu B CoJIieBO cpeje,
JAHHBIN MTOKa3aTeNlb CHUZWICS U JOCTUT 3HAUEHUH, OJIM3KUX K KOHTPOIIO.

CpaBHUTENBHBIA aHAIW3 JAWHAMUKA W3MEHEHUs KoHieHTpauuu MPHK
M3y4aeMbIX T€HOB, TO3BOJIW YCTAHOBUTD, HAIMUKUE KOPPEJSIUU ¢ HAOII0AaeMbIMU
W3MEHEHUAMU B 3Kcnpeccuu reHa 1aSDH2. MoXHO NpeAnoyIokKUTh, YTO BaKHYIO
pOJib B CTAOWJIM3ALIMIO >KEJIE3HO-CEPHOU CYOBbEAMHUIBI CYyKIIMHATIETUIPOTEeHA3BI
urpaet daxtop coopku SDHAF1, nockonbKy akTUBHOCTh €r0 reHa, UHAYLUPYETCS
YBEJIIMYEHNEM KOHIEHTPAIMA MOHOB HATPUS U XJIOPHUJIA B PACTUTEIBHOMN KIIETKE U
Koppenupyet ¢ akTuBHOCThIO TaSDH?2. Takum obOpazom, SDHAF1 obGecnieunBaer
HOpMaJibHOE (PYHKIIMOHUpPOBaHHE TpaHcmopTa 3ekTpoHoB B C/I'2 B pesynbrare

KaTaJIUTUICCKOI0 OKHCJIICHHA CYKIOHWHATra 1104 HeﬁCTBHeM COJICBOro crTpecca.

3.2.2 BiusiHHE COJNIEBOrO CTPECCA HA U3MEHEHUE TPAHCKPUNITOB FEHOB

MeMOpaHOCBsI3aHHbIX cyObeAnHUIBI C/II" B THCThSIX KYKYpy3bl U MILIEHULIBI

Pe3ynbrarsl nmokasanu, 4To COJIEBOE BO3ACHCTBUE XJIOPUAA HATPHUS BBI3HIBACT
pE3KOE€ MOBBIIICHHE OTHOCHUTEIBHOTO yPOBHS TpaHCKpunToB reHa ZmSDH3-1 B
MepBbIE 1IECTh YAaCOB AKCIEpPUMEHTA. B mocnenyromine 4achl, ObUIO YCTAaHOBJIEHO
3HAUUTENIbHOE CHIDKEHUE dKCIIpeccuu nzydaemoro resa (Puc 18).

VY Triticum aestivum (TaSDH3-2), ananu3 AUHAMHUKA €T0 TPAHCKPUIITOMA
MO3BOJIMJI  OMPENCIINTh, YTO AKTUBALHS AHAIU3UPYEMOIO TE€HA MPOUCXOAUT
MEIJICHHEE W C MEHBIIEH WHTEHCUBHOCTBIO, YEM Yy KYKYypy3bl. MakcumaabHbIE
3HaueHusi koHueHTtparuu MPHK wnaGmionanuch uepe3 12 yacoB BO3neMcTBUA
XJIOpHUIa HaTpus, Toraa Kak 4depe3 6 u 24 daca, reHHas akTUBHOCTb TaSDH3-2

otpuliarenbHo perynupyercs (Puc 19).
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Puc.18. OTHOCHUTENBHBIA YPOBEHb TPAHCKPUIITOB reHa ZmSDH3-1 B INCThAX

KyKypy3bl ripu nevictBun NaCl (150 MM). K — koHTpoIib, pacTeHUs, SKCIOHUPYEMbIE

B BojE [76].
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Puc.19. OTHOCUTENBHBIN YPOBEHb TPAHCKPUNTOB reHa 7aSDH3-2 B ITHCThIX
nmenunibl npu aeictBun NaCl (150 MM). K — KOHTpoIib, pacTeHUs, SKCIOHUPYEMbIE
B BOJIE.

Amnanus pesynpsratoB [IL[P-PB npu onenke comepkanusi TPAaHCKPUIITOB T'e€HA

ZmSDH4, B nuctesax Zea mays L. n Triticum aestivum L., Ipu COJIEBOM CTpeECCE,
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CBHUJIETEJILCTBYET O CHUKEHUU €r0 TPAHKPUIIIMOHHOM aKTHBHOTH HA NPOTSIKECHUU
BCETO NEPUOJA BO3IEUBTHUS XJIOPUIA HATPUSL.

Ha nporskeHnMm BCEro 5SKCIEPUMEHTAIBHOTO IIEPUOAA  OTMEYaJoCh
3HAYUTENIBHOE NOJABJICHNE HHTEHCUBHOCTH TPAHCKPUIILIMKA JAHHOTO TeHa y 00enx
pactutenbHbIx GopM. K mecromy vacy sxcniozunuu B NaCl ypoBeHb TpaHCKPUITOB
SDH4 cuusuics B 0,63 u 0,66 pasa B mucthbsax KyKypy3sl (Puc 20) u nienuniist (Puc
21), coorBeTcTBeHHO. [locie 12 yacoB KOHIIEHTpaIUs TPAHCKPUIITOB CHU3UJIACH Ha
82% B oOpasmax KyKypy3bl, a B JIUCThSIX MIIEHUIBI Habmroganock Oonee 90%
yraerenue. [1o 3aBepuieHnn CyTok MHKyOaluu B Xjaopuae Harpus, ypoau MPHK B
JUCThAX OOOMX BHJAOB MPAKTHUYECKHM HE HAOMIOAANIN, MOATBEPXKAAs CHIIBHOE
MHTMOMPOBAaHUE SKCIIPECCUU TeHa. DTU pe3yJIbTaThl YKa3bIBAIOT HA 3HAYUTEIILHOE
BO3JIEMCTBUE COJIEBOTO CTpECCa HA TpaHCKpUNUuoo SDH4 B IHCTBAX KyKypy3bl U

MM CHUIBI.
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Puc.20. OTHOCUTENBHBIN YPOBEHb TPAHCKPUNTOB TeHa ZmSDH4 B IHCThAX
KyKypy3bl ripu nevictBun NaCl (150 MM). K — koHTpoIib, pacTeHUs, SKCIOHUPYEMbIE

B BojE [76].
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Puc.21. OTHOCHTENBHBI YyPOBEHb TPAHCKPUNTOB reHa TaSDH4 B IHCTHAX
nmenutibl mpu aeicteun NaCl (150 MM). K — KOHTpoIib, pacTeHUs, SKCIOHUPYEMbIE
B BOJIE.

Takum oOpa3zom, OBLIO H3Y4EHO BO3ACICTBUE COJEBOrO CTpecca Ha
OTHOCUTEJBHBI YpPOBEHb TPAHCKPUIMIIUU TEHOB, KOJUPYIOUIUX CYObEIUHUIIBI
(bepMEHTHOTO KOMIUIEKCA CYKIMHATIETUIPOTE€HA3bl, B JIUCTHSIX MPOPOCTKOB
KyKypy3bl U mnieHuilbl. CojieBOi cTpecc, KaK U3BECTHO, BIMSIET Ha OOMEH BEIlIECTB
u obpaszoBanue AT®, a Takke Ha CHHTE3 Oelika, YTO CUUTACTCSA KIIOYEBBIM IS
cosieyctonunBocTH [146].

[Io nmaHHBIM TPAHCKPUIITOMHOTO aHalv3a yHAajdoCh BBISBUTb, UYTO TEHBI,
konupytomue karanutudeckuit numep C/I, monoxuTenbHO peryaupyroTcs Mpu
abuornueckoMm ctpecce. OIHAKO T€HBbI, OTBETCTBEHHBIE 3a MEMOPaHOCBS3aHHbIC
CyObeAMHUIIBI, UMEIOT TU(DPEepPEeHIUPOBAHHYIO PETYISIIUI0O B 3aBUCUMOCTU OT
BpemeHu Bo3zeicTBus NaCl Ha mpopocTkH uccienyeMbix pactenuil. Hampumep,
YPOBEHb TpaHCKpUNToB SDH3 mnoBblIIaeTcsi, B TO BpeMsA Kak ypoBeHb SDH4
CHUYKAETCS B TUCThSIX 000UX BUJIOB PACTEHUM B OTBET HA HAJTMYUE XJIOPHIA HATPUSL.
DT U3MEHEHUs, BBISIBJICHHBIE Ha YPOBHE TPAHCKPUIMIMKU M3yueHHbIX TeHoB CJII,

CBUACTCIILCTBYIOT O TOM, YTO COJIEBOH CTpCCC BIHACT HaA TCHCTUYCCKYIO
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AKCHPECCHUIO PACTCHUHN B ONPEACICHHON TKAHU U 3aBUCUT OT MPOAOJIKUTEIBHOCTH
BO3aeKcTBUA [99].

OO6muit BBIBO AaHHOM palbOThl MOMYEPKUBAET, YTO TEHBI, KOAUPYIOIIUE
ruapoduibabie cyobenuauisl CIAI'l u CAI2, uMeoT TeHIECHINIO K MOBBIIICHUIO
aKTUBHOCTU, 4YTO, BEPOSTHO, OOYCIOBIEHO HEOOXOAMMOCTHIO (HOPMHUPOBAHUS
oonpiiero yucia mojekyn CHAIT nns uHTEHCH(UKAIIUU OKUCICHUSI OKHUCIICHUS
CYKIIMHATa, HAKallJIMBA€MOTO 3a CYET BBICOKOM CKOpOCTH (DyHKIIMOHUPOBAHUS
I'’AMK-myHTa B nogaep’aHusi MUTOXOHIPUAIBHOTO AbixaHusd u cuHTe3a AT® nHa

HeoOXxoauMoM ypoBHe [76].

3.3 MexaHnU3MBbI PETYISALNANA T€HETUYECKON aKTUBHOCTH T'€HOB

CYKOMHATACTUAPOTCHA3bI IIPU I[CP’ICTBHH 3aCOJICHUA

3.3.1 Pacnipenenenue crieniuyHbIX CAaiTOB B3aUMOJEHCTBUS (DAKTOPOB
TPAHCKPUIMIUU B HYKJICOTUIHOU MOCIE0BATEILHOCTH MPOMOTOPOB I'€HOB

CyKLMHATAETUAPOreHassl Zea mays L n Triticum aestivum L.

HccnenoBanrue HYKIEOTUIHBIX MOCIEA0BATEILHOCTEH MPOMOTOPOB TE€HOB
CAl'-cucrembl Zea mays wu Triticum aestivum C TPUMEHECHHUEM METOJIOB
OnonH(pOpMaTUKU BBISIBIIIA HATUYUE Ha0Opa CaiTOB B3aUMOJECUCTBUS JJisl CTpECC-
3aBUCUMBIX (PAKTOPOB TPAHKPHUIILIHUM, YTO TO3BOJISET MPEANOIOKUTH UX POJIb B
peryisiiuu TPAaHCKPUIIIUU JTAHHBIX TEHOB.

Pe3ynprarsl OMoOMH(pOpPMATHYECKOTO aHANIN3a CBUACTENBCTBYIOT O HAJTUYUU B
npomotopHoit obnactu renoB CIAI" Zea mays u Triticum aestivum Cis-peryasiTOPHBIX
AJIEMEHTOB, XapakTepHbIX s (pakropoB cemeiicts bZIP, C2H2, WRKY, MYB,
NAC, AP2/ARF u ERF. Otu Oenku peryaupyrot padboTy psifa '€éHOB, BBICTyIas B

Ka4eCTBE TPAHCAYKTOPOB OMOTHUYECKOTO MU abuotnueckoro crpeccon [100].
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Ha pucynke 22a npezacraBieHo pacnpezesieHne oOmero KoJIM4ecTBO CaliToB

CBS3BIBAHMSI TPAHCKPUIILMOHHBIX (PAKTOPOB, OOHAPYKEHHBIX B MPOMOTOPHOMU

obnactu reHoB, kogupyronux CII B kykypys3e.
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Puc.22. O6miee KoMMYeCTBO CaTOB CBA3BIBAHMS TPAHCKPHUIIIMOHHBIX (PAKTOPOB B

MPOMOTOpHOUM oOnactu reHoB, kopupywomux CHI' B Zea mays (a) u Triticum

aestivum (0).

B npomorope ZmSDH1 obnapysxeHo Bcero 105 caliToB CBS3bIBaHHUS, CPEAU

kotopeix Ha bZIP, C2H2, WRKY, MYB u NAC npuxonurcs 46,7% ot oO1iero

KOJINYECTBA. MIHTEPECHO OTMETHUTB, YTO B aHAIU3UPYEMOM peruone rea ZmSDH?2

BBIABJICHO HAMMCHBIICC KOJMYCCTBO PCTYIATOPHBIX 3JICMCHTOB TPAHCKPUIIIHUHA -

BCero 26 canTos, npenacraBieHHbIX B 23,1% snementamu C2H2, ERF, MYB, NAC

u AP2. B rene ZmSDH3-1 Ob110 0OHapy>keHO Bcero 57 cailToB cBs3biBaHus, 31,6%

cootBeTcTBYIOT ARF, C2H2, MYB, WRKY u NAC, npuuem caittet WRKY 6onee
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4acTO BCTPEYAIOTCS B peryasaTopHoit obnactu [28]. W3 137 oOHapyEHHBIX CaTOB
CBA3BIBaHUS, 91 COOTBETCTBYIOT ceMeNCTBaM TPaHCKPUNIIUOHHBIX (pakTopoB ARF,
bZIP, C2H2, ERF, MYB, WRKY u NAC, npuuem cemerictBo ERF nipeacrasneno
HauOOJBIINM YUCIIOM CANTOB.

Pe3ynprarsl ananuza kaxjaoro u3 uccienyeMbix renoB CJI-nmenunst (Puc
220), mokasayo, 4To oOllee KOJIUYECTBO CANTOB CBSI3bIBAHUS B MPOMOTOPHOM
obnactu reHa TaSDHI cocraBuno 252, u3 xotopbix 80,9% mnpencraBiieHbl
TPaHCKPHUMIITMOHHBIMU (hakTopamMu, Takumu kak bZIP, C2H2, WRKY, MYB, AP2 u
ERF. B npomorope 7aSDH?2, Obuin uaeHTUPUIUPOBaHbl 122 caliTa CBA3bIBAHUS,
cpeau KoTophix 33,6% mpuHamiexar Kk cemeiictBam bZIP, C2H2, WRKY, MYB,
AP2 u NAC. ®akropsl Tpanckpunmuu tuna bZIP, C2H2, ERF, MYB, AP2 u NAC
cocTaBIsioT 57,5% oT obuiero koaudyecta 160 caliToB CBs3bIBaHUS B IPOMOTOPHOM
obnactu rena TaSDH3-2. B perynsitopHoii oonactu redna TaSDH4 nanubie pakTopsl
TPaHCKpUIIUU cOCTaBIsIOT 29,3% oT oOmero yucia MACHTUDUIIMPOBAHHBIX
CaliTOB CBSI3bIBAHUA.

[TockonbKy OAMH W TOT K€ CaWT CBSA3BIBAHUS MOXET OBITH OOIIUM ISt
pa3nuuHbIX (AKTOPOB TPAHCKPUMIUHU, OBLIO OIIEHEHO KOJIMYECTBO CreNU(PUIeCcKIX
(dhakTopoB TpaHckpumnmuu u3 cemeiicts bZIP, C2H2, WRKY, MYB, NAC, AP2 u
ERF, koTOpbIE MOTYT pEryaupoBarh SKCIPECCUIO TEHOB, KOAUPYIOMINX KOMIIOHEHTBI
dbepmenta CIII" B yciaoBusax aOMOTHYECKOTO CTpecca.

Hns rena ZmSDHI Obiio oOHapyxeHO HpuUCYTCTBUE 35 (hakTopoB
Tpa"ckpuniuu u3 cemeicts bZIP, C2H2, WRKY, MYB u NAC. B npoMmoTopHoit
obnactu reHa ZmSDH2 BbISIBIEHO Haluuue 6 pa3iUyHBIX TPAHCKPUIIIMOHHBIX
dhakropoB u3 cemericte C2H2, ERF, MYB, NAC u AP2. lna ZmSDH3-2 Obun
ompenaeneHbl 21 TpaHcKpumuoHHbIA (pakTop, BKmrovaromux ARF, C2H2, MYB,
WRKY u NAC, B To BpeMss kak B MpoOMOTOpHOM obnactu ZmSDH4 Obuio
OoOHapyXeHO HauOOJIblliee KOIUYECTBO TPAHCKPUIMIIMOHHBIX (PAKTOPOB, B OOIIEH
cinoxxkHocTu 46, Bkmrodaromux ARF, bZIP, C2H2, ERF MYB, WRKY u NAC (Puc.
23a).
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Puc.23. O6mee konmnyecTBO cieu(puIecKUX TPAHCKPUIIIMOHHBIX (PAKTOPOB,
Y4acTBYIOIIUX B pPEryisiuuu reHoB, koaupytoumux CHAI B Zea mays (a) u Triticum

aestivum (0).

B npomoropnoit obnactu rena TaSDHI ¢akropsl Tpanckpunuuu AP2, ARF,
bZIP, C2H2, WRKY, MYB u ERF cocraBmsator 64,7% oT o0mero d4ucia
BbIsIBNIEHHBIX. B TaSDH?2 naunOonee npeacTaBieHbl TPAHCKPUIIIIMOHHBIE (DaKTOPBI
cemeiicts AP2, bZIP, C2H2, WRKY, MYB u NAC, cocraBimsig 50%. B renax,
KOJIUPYIOIIUX MeMOpaHocBs3aHHble cyobenununilpl CII, HaOmonanoch OTCyTCTBUE
WRKY, Ho 6onee Boicokoe npucytctsue NAC. B 7aSDH3-1 40,8% coOOTBETCTBYIOT
TpanckpuniuonusiM dpakropam AP2, BZIP, C2H2, ERF, MYB u NAC, a B TaSDH4
39% cocTaBusoT TOAbKO TpaHcKpunuuoHHble (pakTopel AP2, C2H2, ERF u NAC
(Puc. 230).
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CpaBHUTEIBHBIN aHAIN3 MPOMOTOPHBIX 00NacTel reHoB, koaupytomux CHAI
Yy KYKYpy3bl U MIIEHUIIbI BBISBUI BO3MOKHOCTh UX B3aUMOJECHCTBUS € (paTopaMu
tpanckpunuun cemerctB WRKY u NAC. CToUT OTMETUTH pa3HOHAIPABICHHBIN
MEXaHU3M PETYJISITOPHOTO IEUCTBUS JAHHBIX CEMENUCTB (PAaKTOPOB, MPU pealin3aluu
OTBETHOM pEAaKIIMM Ha COJEBOM CTPECC W PETrYISLUU IKCIPECCUH TEHOB.
VYBeNM4YeHNEe OTHOCUTEIBHBIX YPOBHEH TPAHCKPUNIMHA T€HOB, KOIHUPYIOIIUX
¢nasonporeun C/[I'l, SDHI-2 v SDHI y KyKypy3bl 1 NIIEHUIbI COOTBETCTBEHHO,
MOXET OBITh CBA3aHO ¢ Oombiieit yactoron caitoB C/TTGACT/C, koTopsie OHH
UMEIOT B CBOeM perynsitopHoit obmactu. Takum o6pazom, WRKY-Oenku umeror
TEHACHUHUI0 K YBEJIWYECHHIO TPAHCKPUIIMOHHOM AaKTHUBHOCTH 3JTUX TE€HOB.
HaGmronaemasi pa3HuIla B MOBBIILIEHUH IKCIPECCUU MeXy reHamu ZmSDHI-2 n
TaSDH1 MoxeT ObITh HampsiMyIO CBsi3aHa C OOJBIIKUM MPUCYTCTBHEM CAWTOB W-
Ookca B perynsatopHoit obnactu TaSDHI no cpaBHenuto ¢ ZmSDHI-2. C apyroi
CTOPOHBI, T€HbI, KOTOphie KoaupyroT cyobeaununnsl CHUI'3 u CIAI'4 kak y oboux
UCCIIEyeMbIX OPraHU3MOB CO/IEpKald OOJbIee KOJIMYECTB CAWTOB CBSI3BIBAHUS
st (aktopoB cemelrictBa NAC B cocTaBe CBOMX MNPOMOTOPOB, MPOSIBISIONINX
UHTUOUpyIolee ACHCTBUE HA TPAHCKPUMIIMOHHYIO AKTBHOCTHU OIPEAEICHHBIX
TE€HOB, YTO HAXOOUT CBOETO OTPAXEHHWE B TNOHWKECHUM OJKCIPECUH TEHOB

MeMOpaHOCBSI3aHHBIX CYObEIMHHULL IPU B3JIEUCTBHU COJIEBOTO CTpecca.

3.3.2 AHanu3 npoMOTOPOB T€HOB CYKIMHATAETUApOreHassl Ha Hanuune CG-

OCTPOBKOB

Hna  uneatudukaruu  CpG-OCTPOBKOB  HCHOJIB30BAIUCH  KPUTEPHUH,
Brtovatomue yuyactku JIHK gnunoit He menee 200 m.H., conepxainrue 6oiee 50%
r'yaHHHa/IIUTO3MHA U COOTHOIIIEHHE HAOJII0IaeMOro M OXKUJAeMOTO MPUCYTCTBUS

CpG-nunykneorunos 6osee 0,6 [120].
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Puc.24. Ananu3 npomoropHoit obnactu renoB ZmSDHI-2 (A) n ZmSDH2-3
(b), xommpyromux rtuapopmiabHelid aumep CAI'1-CAI'2 na namuume CpG-

OCTPOBKOB.
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Puc.25. Ananu3 npomotopHoit obnactu renoB ZmSDH3-1 (A)u ZmSDH4 (b),
Koaupyromux Mmemopanoceazannble cyobenuanibl CHAI'3-CAI'4 na nanuune CpG-

OCTPOBKOB.

96



PesynbraTel mokazanu, 4TO B pErynATopHoi oOmactu reHa ZmSDHI-2
oTcyTcTBYIOT CpG-OCTpPOBKHM, B TO BpeMs Kak B MPOMOTOPHOM o00OJiacTH reHa
ZmSDH?2-3 Ob11 00HapyKeH OAUH OCTPOBOK pazmepoM 149 n.H. B rene ZmSDH3-1
Takke BbIsiBIEH 0AuH CpG-0CTPOBOK, HAUMHAIOIIUICS B paiioHe -449 0T cTapTOBOTO
KOJIOHA ¥ uMeronuii pazmep 264 n.H. B npomotope rena ZmSDH4 oOnapyxen CpG-
OCTPOBOK pa3zmepoM 133 11.H., pacronoKeHHbIN O4eHb OJIM3KO K CTApTOBOMY KOJIOHY,
C BBICOKOU IUIOTHOCTBHIO AUHYKIeoTuA0B CQG.

AHan3 NPOMOTOPHON 00JacCTH H3YUYEHHBIX TE€HOB, Komaupyromux CHI
MIICHUIBI, IO3BOJIMI YCTaHOBUTHh Hanuune CpG-OCTPOBKOB B PEryJISITOPHOU
obnactu. B HykieoTuaHON mOCIEA0BaTeNbHOCTH Mpomotopa reHa IaSDHI
HaOmronancst  goctatoyHo KpynHbeii  CpG-ocTpoBok, 3aHuMaromuii  76,05%
ananuzupyeMmoi oonactu. B rene TaSDH2, CpG-oCTpOBKH OTCYTCTBYIOT. B rene
TaSDH3-1 nmeetcst ocTpoBOK pazmepoM 390 I.H., pacloIOKEHHBINA Ha paCCTOSHUH
154 n.H. ot cTtapToBoro kofoHa. B perynaropnoit oonactu TaSDH4 nabmtonanuck
nBa CpG-octpoBka pazmepom 119 m.H. u 109 n.H., pacnonoxeHHbI€ HA PACCTOSTHUHU

59 n.H. OT CTapTOBOIO KOJIOHA.
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konupytomux ruapoduibaeii numep CAI'T-CHI'2 na Hanuune CpG-0CTpOBKOB.

97



% CG-
OVHYKNeoTnaos

0 20 40 60 80

1 I 1

800 bp 900 bp

1 1

3 1 | 3
500 bp

| 1

600 bp

| 1 | 3 1

0 100 bp 200 bp 300 bp 400 bp

700 bp

[w)
T
[

% CG-
AVHYKNeoTna08B

0 20 40 60 80

o Trrrrrrr—
- o1

1 1

F— 1 F— L
600 bp

L

700 bp

1 2

400 bp

L

500 bp

1 2

200 bp

L PR
300 bp

100 bp

800 bp 900 bp

[w)
T
[

Puc.27. Ananu3z npomoropHoit odnactu reHoB TaSDH3 (A) u TaSDH4 (b),
Koaupyromux Mmemopanocea3annble cyobeauauibl CHAI'3-CAI'4 na nanuune CpG-

OCTPOBKOB.

3.3.3 DOnureneTnyeckne MeXaHu3Mbl peryssannu reHoB CII' B IHCThAX

KYKYpPY3bl, ITPX BO3JCUCTBUM XJIOPUJA HATPUS

YcranoBneHo, yTo st reHa ZmSDH -2 XapakTepHO cTaOUIIbHOE METUIILHOE
cocrosiane CG-IUHYKIEOTHIOB, coXpaHswomeecs Ha ypoBHe 50% Ha NpOTSHKEHUH
BCETO DKCIEPUMEHTAIBHOTO IIEPUOA B YCIOBUAX CONEBOTO crpecca. [Ipu atom He
HaOMI0AN0Ch KOPPEISIIMM  MEXAY METWIbHBIM CTaryCoOM €ro IHpoMOTopa H
M3MEHEHUEM OTHOCUTEIIBHOTO YPOBHS TPAHCKPUIILIUH.

[Ipomotop rena ZmSDH?2-3 B Hauane sKCEPUMEHTa METHIMPOBaH Ha 75%.
Opnako 3a mepBble mecTbh yacoB BozuercTBus NaCl merunbHbii cratyc CG-
JUHYKIEOTUI0B cHu3wicsa 1o 50%. B cimenyromue 4vacel JaHHBIA IIOKa3aTellb
OCTA€TCA HEU3MEHHBIM. BaXHO OTMETUTb, YTO 3TO HW3MEHEHUE YpPOBHA
METUJIMPOBAHUS IPOMOTOPA COMPOBOKIAIOCH YBEIIMUEHUEM dKcnipeccuu ZmSDH2-
3.

AHasiornyHas KapTuHa HaOIoAanach B MPOMOTOpHOM obnactu ZmSDH3-1,

7l YPOBEHb METWIINPOBaHUA UccieayemMbix CG- TUHYKICOTUA0B cOCTaBislI 75% B
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KOHTPOJIbHBIX pacTeHusx. B mepuon ot 6 10 24 yacoB MHKyOalnuu MPOPOCTKOB
KyKypy3bl B NaCl ycTaHOBJIEHO, UTO METUJIBHBIN cTatyc mpomoTtopa ZmSDH3-1
coctaBnser 50%. B mepBbie 1MIECTh YacOB AKCIEPUMEHTA OBLJIO 3aMETHO, YTO
CHIDKCHUE CTENEHH METHIMPOBAHUS ITUX HYKJICOTHAOB MPUBOIHMIO K PE3ZKOMY
YBEJIIMYEHNUIO UHTEHCUBHOCTH TPAHCKPUIILINU T'€HA.

C npyrol cTOpoHBl, B TeHe ZmSDH4 yCTaHOBIEHO YBEIUYECHHUE
METWJIUPOBaHUs ero mpomMorTopa oT 50% B MUCTHSIX PacTEHUM, UHKYOUPOBAaHHBIX B
CTaHJIaPTHBIX YCIOBUSX, 10 75% B 00pa3uax, MOABEPTIIUXCS COJIEBOMY CTpECCY.
CpaBHHUTENBHBIA aHAIU3 3TUX YPOBHEW METUJIMPOBAHUS U DSKCIPECCUU TIEHA
MO3BOJIUJI 3aKIIOYUTh, YTO 3aBUCUMOCTh MEXKIy HUMU 00OPaTHO MPONOPIIMOHANIbHA.

Takum 00pa3om, pe3yiabTaThl JAHHOTO KMCCIEIOBAHMS YKa3bIBadud Ha POJb
SMUINCHETUYECKON PEryNAlUU  SKCIPECCUH TE€HOB, KOAUPYIOIIUX Pa3JINYHbIE
CyObeAMHUIIBI CYKLIMHATAETUAPOTreHA3bI. HaGntonaemsie W3MEHEHUS
BAPbUPOBAJINCh B 3aBUCHUMOCTH OT HM3y4Yae€MbIX TI'€HOB. B yCIIOBHSX COJEBOTO
cTpecca METUJIMPOBAHUE MPOMOTOPHOM 007acTH, MO-BUIUMOMY, HE BIUSI Ha
TUHAMUKY SKcripeccuu reHa SDHI-2. B cnydyae SDH2-3 Habmoqanock, 4To 3TOT
SIUINCHETUYECKUI MEXAaHW3M BBI3bIBAJ MOBBIIIEHUE AKTUBHOCTH A3TOTO T'€HA B
nepBble 6 4acoB HKCIEpUMEHTA. AHaJOTMYHAs TEHACHIMS OblUla OOHapyKeHa B
SDH3-1 3a ToT *e nepuop BpeMeHu. OIHaKO, B MOCIEAYIOIIME Yachl BO3ACUCTBUS
XJOpHA HaTpusd YAAJIOCh YCTAaHOBUTh HEAKTUBHYIO POJIb JIUTCHETUYECKOU
pEerysdluu, TOCKOJbKY M3MEHEHHSI B OKCOPECCUM TE€HOB, KOAUPYIOIIUX
cyobeaununbl 2 u 3 CII, y pacTeHuii, moaBEepriimxcs 3acOlI€HUI0, HE CBSI3aHbI C
bnykryanuei MmeTunupoBaHus u3ydyeHHbIX CG-AUHYKIEOTHI0B B X TPOMOTOPHBIX
obmactax. C apyroil crtopossl, SDH4 oKa3blBae€T CHIbHYIO OTPULIATEIbHYIO
PETYJALMI0O AKTUBHOCTU T'€HA, CONPOBOMKIAKIIYIOCA CHUKEHHEM METUIIBHOTO
cTaTyca ero mpoMoTopa, TaAKke B TeUeHUeE NepBbix 6 yacoB nnkyobamnuu B NaCl.

[TonmyueHHble pe3ynbTaThl COMIACYIOTCS C UH(OpManuew npeabIayInux
WCCIIEIOBAaHUNA O Ba)XHOCTH METHJIMPOBAHUS MPOMOTOPOB B PETYISLHMU TE€HOB,

KOAUPYIOOIUX PA3JIUIHBIC (bepMeHTBI, Y4acCTBYOIME B IIHKIIC TpI/IKap6OHOBI)IX

99



KHUCJIOT B IEpUOJ IpopacTtanus [68], n3MEHEHHs] CBETOBOTO pexxuMa [9], runokcun
[13] u 3aconenuss [7]. Panee ObuIO TmMOKa3aHO, YTO U3MEHEHUE YPOBHS
METWJIMPOBAHUS MPOMOTOpPA TE€HOB, Konupyromux cyobenununnsl CHI, saBusercs
MEXaHU3MOM MX PETyJSIIUUA B yCJIOBUAX TUNOKCUU [64] u mipu npopactanuu [67].
Ecnu B ycnoBUsIX TUIIOKCUU ATO MPUBOAUT K MHTHOUpoBanuto aktuBHocTu CII u
HAKOIUICHUIO CYKIIMHATA, TO COJIEBOM CTPECC, HATPOTUB, BhI3bIBAET akTuBalnio C/I,
00yCJIOBJICHHYIO YCUJICHHEM 3KCIIPECCUU JBYX KaTAIUTUUECKUX CYObEAUHUIl. DTU
WCCIIEIOBAHUS TOKa3aldu, 4YTO METHUJIMPOBAHHE NPOMOTOpA SIBISIETCS BaXKHBIM

MCXaHHU3MOM PETYIISIIUN aKTUBHOCTU CI[F B YCJIOBUAX pa3JIMIHBIX CTPECCOB.

3AKJIIOYEHUE

[Tonyuenue BBICOKOOUMIIIEHHBIX (bepMEeHTHBIX MPENnapaToB
CYKIMHATAECTUAPOreHa3bl U3 JIMCTHEB IPOPOCTKOB Zea mays L. u Triticum aestivum
L., MHKyOUpOBaHHBIX KaK B CTaHJAPTHBIX YCIOBUSIX, TaK W TMpU JEHCTBUU
KPAaTKOBPEMEHHOTO COJIEBOTO CTPECCa, IMO3BOJUIIO HM3YYUTh UX KHUHETUYECKHE
CBOMCTBa, KOTOpBIE MTOKa3aIu onpeeieHHbIe pa3nuuus. Ha0ntonaemble n13MeHeHUs
B KMHETUKE U30(DepMEHTOB, BEPOSITHO, CBUACTENHCTBYIOT O OOJbIIEH CTAOMIBHOCTH
UX CTPYKTYp U YBEJIMUYECHUH UX KaTAIUTUUECKUX CIIOCOOHOCTEH U, TAKUM 00pa3oM,
3 PEKTUBHO PETYAUPYIOT PA3IMUHbIE META00INYECKHUE MPOIECCHI B KIIETKE B OTBET
Ha CTPECCOBBIE (PAKTOPHI.

[Tokazano, yto axTuBHOCTH CJII' KyKypy3bl 3HAYUTEIBHO BO3PACTAET IPHU
koHneHnTpanuu NaCl 150 MM, Torma kak B MHUTOXOHAPHSAX TIIIEHUIIBI OOIas
akTuBHOCTH CJII' mpakTM4Yeckn HE MEHSUIACh BIUIOTH 10 KoHIeHTpanuu 100 MM
NaCl. BeposiTHO, 3TO CBSI3aHO C pa3dWYUSIMHU B COCTaBE aMHUHOKHUCIOTHBIX
nocnegoBarenbHocTed CJII' y pa3HbIX BHAOB pacTeHHl, 4TO OOYyCIOBIUBAET
muddepeHManbHy0 YyBCTBUTEIBHOCTh K TOBBIIIEHHOMY COJEPKaHUIO HOHOB

Hatpus U xjiopuaa B cpeae [109].
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B pactenusx ¢ mertabonuzmom C3 n C4-tuna, coyieBoi CTpecc UHIYLUPYET
yYBEIIMYEHUE  HMHTEHCUBHOCTH  (yHKIMOHUpoBaHus  uukia  Kpebca
okucnurenbHoro Gochopmiuposanusi. @epmentatuBHas akruHocTh CII in vivo
MOBBIIIANIACH TIPH 3aCOJICHUH, BEPOATHO, BO-NEPBBIX, 3a CYET HWOHU3ALUHU
Karanutudeckoro 1eHtpa Qepmenta, BbizBaHHOUW Cl™ [109]; BO-BTOpBIX, MyTeM
aktuBanuu oOxonHoro nytu [AMK, koropslii obecrieurBaeT OONBIINI CHUHTE3
cykuuHara. Kpome Toro, ycTaHOBJIEHHOE BO3pacTaHUE CKOPOCTH pabOThI CyKIIMHAT—
OKCHUJIA3HOM CHUCTEMBbI CBUJIETEILCTBYET 00 YBEJIMUYECHUH MOTOKA 3JIEKTPOHOB Yepe3
ANEKTPOH-TPAHCIIOPTHYIO LE€Nb BCIEICTBUE HW3MEHEHUS AJIEKTPOXUMHUYECKOTO
rpaueHTa B PE3YNbTaTe€ HENOCPEACTBEHHOW CTUMYISIHUU XJIOPHUAOM HaTpUs
akTuBHOCTU AT®d—cunTas3bl [171].

[Tonsiporpaduueckuii METOA MO3BOJIMII YCTAHOBUTH, YTO allbTEPHATUBHBIN
OKCHJIa3HBIA IyTh AKTUBUPYETCS B MUTOXOHIPUAX, BBIJCICHHBIX U3 JIMCTHEB
KyKypy3bl 1 niieHunbl. [Topeimenne aktusHoctr AOIL, urparoieit BaXXHy0 poJib B
PEryisiliii OKUCIUTEIBLHOTO CTPECCa, BBI3BAHHOTO POCTOM CUHTE3a aKTUBHBIX (hOpM
KUCJIOPOJa, YKa3blBa€T HA TO, YTO 4YacCTh AaJaTUBHOTO OTBETA PACTEHHN Ha
yBeanueHre nonoB Na' u Cl™ onpezensiercs yaactreM HehochopruImpyroIei remnu
nepeHoca d1eKkTpoHoB. bomnbmiee yuactue AOII oOHapyXwioch B JHUCTBSIX
KYKYPY3bl, UEM B JINCTHAX IMIIEHULBI, YTO CBUAECTEIBLCTBOBAIIO O TOM, UTO Zea mays
L Gonee 4yyBCTBUTENbHA K COJIEBOMY CTPECCY 1O CpaBHEHUIO ¢ Triticum aestivum L.

bpun BBISIBIIEHBI U3MEHEHUSI OTHOCHUTENBHOIO YPOBHS TPAHCKPHUIIIMU TE€HOB
CAI" mpu BIUSTHUU COJIEBOTO CTpECCa Ha U3ydyaeMble B pad0OTE pacTeHUS U MOKa3aHO
yBenuuenue MPHK reHoB (unaBuHOBONI U Kene30-CEpHOM  CyObEIUHUIL
CYKLIMHATAETUAPOTCHA3bI. CnenoBarensHo, pE3YyIAbTaThI MIPOBEIEHHOTO
UCCIIEIOBAHUSA  TO3BOJSIIOT  MPEANONOXKHUTh, YTO €€  (PYHKIMOHUPOBAHUE
pPEryJIUpYETCs] MHTEHCHUBHOCTBIO YPOBHEM TPAHCKPUIILIMM TE€HOB. YCTAaHOBJICHA
ObIcTpasi akTuBanus rena ZmSDH3-1 mocne mecTy 4acoB MHKyOaluu B XJIOpUJIE

HaTpus, Toraa Kak reH TaSDH3-2 nposBisil MaKCUMalbHYIO aKTUBHOCTh K 12
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gyacam. C Jpyroil CTOPOHBI, CHUJIBHO€ WHTMOMPOBAHUE YPOBHS OSKCIPECCUU
nposiBiisieTca Ha reHax ZmSDH4 v TaSDHA4.

YCTaHOBIEHO, YTO 3aBUCUMOCTh MHTEHCHUBHOCTH aKTUBHOCTH reHoB CJI
KYKYypy3bl OT cTaryca MeTrinpoBanusi CG-IMHYKICOTHIOB B UX IPOMOTOpax ObLiia
BapualeabHOU. B TUCTRAX KyKypy3bl B YCIOBUSIX COJIEBOTO CTPECCA METUIIUPOBAHUE
MIPOMOTOPHOM 00JaCTH HE BIMSJIO HAa JUHAMHKY SKcrpeccuu reHa ZmSDHI-2. B
ciny4dae reHoB ZmSDH?2-3 v ZmSDH3-1 3TOT 3NUTre€HEeTUYEeCKU MEXaHU3M BBI3bIBAII
MOBBIIICHUE aKTUBHOCTH 3TUX I'€HOB B MEPBBIE 6 4acoB skcnepuMeHTa. OHAKO B
MOCIIEAYIONIME Yachl BO3ICHUCTBUS XJIOpHUAA HATPUS, HU3yYaE€Mbli MEXaHU3M
BEPOATHO WMIPAECT MACCUBHYIO POJb, MOCKOJIbKY HM3MEHEHHS B DKCIPECCHH 3TUX
T€HOB HE KOPpENUpOBaIu C KOJI€OaHHSIMU MeTulmpoBaHus uccienyemeix CG-
IUHYKIe0TUI0B. C Apyrout cTopoHsbl, ZmSDH4 0ka3bIBall CUJIbHYIO OTPULIATEIBHY IO
PETYIALIMI0O TEHHOM AaKTUBHOCTH, CONPOBOXKAABIIYIOCS CHUKEHHEM METUIIBHOTO
cTaTyca ero mpoMoTopa TaK»XKe B TeUeHUeE MepBbIx 6 yacoB nHkyodaruu B NaCl.

AHaau3 HYKJICOTHIHBIX MOCJIEI0BATEILHOCTEN PEryIsITOpHON 001aCTH T€HOB
CyKUMHaTAeruaporenassl B Zea mays L. wn Triticum aestivum L., TIO3BOJWI
UJIEHTUPUIUPOBATh CAUThl CBS3BIBAHUS PA3HBIX CEMEICTB TPaHCKPUMIIMOHHBIX
daxtopoB bZIP, C2H2, WRKY, MYB, NAC, AP2/ARF u ERF, yuactByromux B
peryiliMM T€HOB B YCJOBHUSX alOuoTruueckoro crtpecca. Ocoboe BHUMaHHE
oOpalljaeT HaJlMuKue CaTOB CBA3BIBAHUS TPAHCKPUMIHOHHBIX (pakTopoB WRKY u
NAC B perynasTopHbIX 00nacTsx reHoB, konupyromux C/I, kak y KyKkypy3bl, Tak U
y mmeHulsl. BepositHo, Tpanckpunuuonssid (daktop WRKY npunumaer
HEMOCPEACTBEHHOE YYaCTUE B PETYISLUN aKTUBHOCTHU TeHa SDHI y Zea mays u
Triticum aestivum o6narogaps Hanuuuto 9 caiitoB C/TTGACT/C B perynstopHoit
obnactu SDHI y kykypy3sl u 15 B nmpoMotope SDH1 y niieHUIsl. ITUM MOXKHO
OOBSCHUTH Pa3HUI]y B MHTCHCUBHOCTH JKCIPECCHUM 3THUX T€HOB Y JIByX THUIIOB
pacrennii. Hanuuue caittoB NAC mnpeoOnagaeT B TeHaX, KOAUPYIOIIMX
MeMmOpaHocBsizaHHble cyObenunuilpl C/AIT kak y Kykypy3bl, TaKk U y MIIECHUIBI.

Opnako B otinuue ot SDH3 u SDH4 y niiienuilsl, rje Habmoganack 601ee BbICOKas
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4acToTa perynsaTopHbIX cauToB NAC, y KyKypy3bl B 3THX K€ F€HaX NPUCYTCTBYIOT
WRKY um NAC. Hamuume caintoB NAC MOXET OOBSICHUTHL TEHIEHIMIO K
MHTUOMPOBAHUIO SKCIPECCUU T€HOB, KOAMPYIOMIMX 3TH CYObEIUHHIIBI, ¥ 000HX
BHUJIOB PACTEHUH B YCIIOBHUSX COJIEBOIO CTpeEcca.

Takum oOpaszoM, pe3ynbTarbl JaHHOW paboThl mokazanu, yto CII' urpaer
BOXHYIO pPOJIb B PEryasilIMM KJIETOYHOTO METadoM3Ma M MHUTOXOHJIPUAILHOIO
IObIXaHUA B JINCThSIX MIIEHULBI U KyKypy3bl B YyCIOBUsX cTpecca. llokazan
AKCIIPECCUOHHBIN MEXaHU3M KOHTPOJIsl ckopocTu PpyHkimonupoBanus C/I, ognako,
JUIL HEKOTOPBIX TE€HOB PEIIAIONIMM SBISETCS SIUTCHETUYECKUN MEXAHU3M,
0OyCJIOBIIEHHBINM Bapuanueil MetmibHOro craryca CpG-oCTpOBKOB B IIPOMOTOpPAX
HCCIIEIYEMbIX T€HOB.

[TonmyueHHble pe3ynbTaThl CcOMIACylOTCs C UHOpManuew npeabIayInux
WCCIIEIOBAaHU O Ba)XHOCTH METHJIMPOBAHUS MPOMOTOPOB B PETYISLHMU TE€HOB,
konupytomux ¢pepmentsl LITK B nepuon npopacranus pactenuii [10], uamMeHeHus
cBeToBOTO pexknMma [9], runokcuu [13] u 3aconenus [7]. Panee 6b110 mokazaHo, 4To
M3MEHEHUE YPOBHS METUJIMPOBAHUSI IPOMOTOPA T€HOB, KOJUPYIOIIUX CYObETUHULIBI
CAI, npencrapisieT coO0W MEXaHU3M UX PEryISHUM B YCIOBUSIX TUTIOKCUH [64] U
npu npopactanuun [67]. Ecnmu B yCIOBHSIX THINOKCHM 3TO TMPUBOJUT K
uarubupoBanuio C/AI" u HaKOIJIEHUIO CYKIIMHATa, TO COJIEBOM CTpecc, HalmpOTHUB,
BbI3bIBaeT  aktuBanuio  CHI, oOyClOBIEHHYIO  YCUJIEHHEM  SKCHPECCUU
KAaTaJUTAYECKOTO JUMEpa. ODTU HCCIEIOBAHUSA MOKa3ajdd, YTO METHIMPOBAHHUE
MIPOMOTOpPA SIBJISIETCSI BAXXHBIM MeEXaHHU3MOM perymsiuuu  aktuBHoctu C/AIT B
YCIOBHSIX a0MOTUYECKUX CTPECCOB.

Ha ocHoBe mnoiyyeHHBIX JaHHBIX OblIa pa3paboTaHa TUIMOTETHYECKas cXeMma
perymsiuuu ¢pyHkunonupoBanusi CAIT B TUCTBSIX KyKypy3bl IIPU COJIEBOM CTpECCe

(Prc. 28)
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Puc. 28. I'unoretnyeckas cxema GyHKIMOHUPOBAHUS CYKIIMHATAETUAPOTEHA3bl B MUTOXOHIPUSAX JTUCTHEB KyKypPY3bl M PETYIISIIHS €0

AKTUBHOCTH B YCJIOBHSIX KPAaTKOBPEMEHHOTO COJIEBOTO cTpecca. YcioBHble oOo3HaueHusi: CIIT — cykmunarnmeruaporeHaza, MPHK —

cymmapnas marpuanas PHK, ABK — abcumsoBas kucnora, T® — tpanckpunumonnsiii pakrop, AO — ansrepHatuBHast okcunasa, 20011 — 2

okcormyTtaparneruaporenasa. [1] (Vendramin et al., 2020, Huang et al., 2019, Li et al., 2023) [2] (Finkler et al., 2007, Chaudhry et al., 2022)
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BbIBO/IbI

1. Tlomy4yeHbl BBICOKOOUYHUIIIEHHBIE TOMOTE€HHBIE MTpernapathl udopepmentoB CUI
3 JMCThEB Zea mays L. n Triticum aestivum L. W UCCIENOBAHO BIIWSHUE
COJIEBOTO CTpECCa HAa HX HEKOTOPhIE KHUHETUYECKHE U PETYISITOPHBIC
coiictBa. Wzodepmentst CJI' w3 pacTeHuid, HHKYOMPOBAHHBIX B
CTaHJAPTHBIX YCJIOBHSX M MPHU COJEBOM CTPECCE HUMEIU OIPEIACICHHBIC
pa3nuyus B UX KHHETHYECKUX CBOMCTBAaX, TAKUX KaK M3MEHEHUE CPOJCTBA K
cyOcTpary M 3HauYeHHM onTUManbHbIX BenuuuH pH. J[aHHBIE OTIMYUS B UX
CBOMCTBax ykasbiBatoT Ha BiusiHue C/AI' B perynsunu aganTUBHOIO OTBETA
MeTaboJIM3Ma pacTEHUM Ha CTPECCOBBIC (PAKTOPHI.

2. BrpiaBiaeHo, 4To Karanutudeckas akTuBHOCT, C/I' in vivo B JIHMCTBSIX
MPOPOCTKOB  KYKYpy3bl M TIICHHUIBI CTUMYJIUPYETCA B  YCIOBHSIX
KPAaTKOBPEMEHHOTO COJIEBOro crpecca. [Ipum 3TOoM, CyKIMHATOKCHIa3HAs
CUCTEMa U aJbTEPHATHBHBIA OKCUIA3HBIA MyTh XapaKTEPHU3YIOTCs Oolee
BBICOKOW AaKTMBHOCTBIO, YTO CBSI3aHO C YCHJIIEHUEM MUTOXOHIAPHUAIBHOTO
JbIXaHUS, 3aBUCSIIETO OT HAIMYMUSA B JOCTATOYHOM KOJIMYECTBE CYKIMHATA.
Ero koHueHTpanus noaaepkuBaeTcs Ha HeOOXOAMMOM YPOBHE C MOMOIUIBIO
I'’AMK-mynta. Ananmu3 ydactus AOII Bbllle B JAUCTBSAX KYKypy3bl, 4YTO
CBUJIETEIILCTBYET O TOM, YTO 3TO pacTeHHE 00Jiee YyBCTBUTEIHHO K COJIEBOMY
CTpEeCCy MO CPABHEHUIO C MIICHUIIEH.

3. bbUIH BBIABIEHBI U3MEHEHHSI OTHOCUTEIIBHOTO YPOBHS TPAHCKPUIILIUY F€HOB
CAI' pu BAMSIHUU COJIEBOrO CTpecca Ha JIUCThA pacTeHuil. [lokazaHo, 4To
3aCOJICHUE YBEJIMYMBAECT YPOBEHb TPAHCKPHUIIUH TE€HOB, KOJHUPYIOIIUX
karanutudeckuil numep CII' B TUCThSIX KYKypy3bl U NIIECHUIbI. AKTHBALIHAS
CAI nHeoOxoaumasi i Mmetabon3Ma cykimHara, oopasytomierocst uz FAMK-
LIyHTA ¥ €r0 OKUCIICHUE CYKIIMHATOKCUIAa3HON CUCTEMOM.

4. BbuonHpopMaTHUeCKHil aHaIU3 peryasTopHoi oonactu reHoB CUI" KyKypy3bl

W HTIICHUIBbI IO3BOJWI YCTAHOBHUTL HAJIN4YHC CalTOB COJIC3aBHUCHUMBIX
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Tpanckpunuuonubix pakropoB WRKY u NAC. Bricokas yacrtorta caiitoB W-
0okca HaOmoganock B reHax CUAI kykypy3bl ZmSDH -2, ZmSDH3-1 u B reHe
CAI' mmenuusl I1aSDHI. B nmenune, B reHax TaSDH3-2 u TaSDH4
orcytcTBylOT cailtel WRKY wu mpeobnagator caiitet NAC, 4TO MOXKET
OOBSCHUTh HHM3KYHD MHTEHCUBHOCTh HX OJKCIPECCHHM, YTO CBSA3aHO C
MHTUOUPYIOIIEH aKTUBHOCTBIO JAHHOTO TUIIA TPAHCKPUTIIITMOHHBIX (PAKTOPOB.
. YCTaHOBJIEHa 3aBUCHUMOCTH 3kcrpeccun reHoB CJII' ot craryca
MmetunupoBanuss  CG-guHykineotuaoB B uUX  npomotopax.  Ilpwm
KPaTKOBPEMEHHOM COJIEBOM CTPECCE BBISIBJICHO PETYIUPYIOIIEE ICUCTBUE
AIUTEHETUYECKUX MEXaHU3MOB Ha (DYHKIIMOHUPOBAHUE F€HOB, KOIUPYIOIIUX
cyoseaununbl CAI2, CAI'3 u CAI'4. IlocTOSITHCTBO METHIIBHOTO CTaTyca reHa
ZmSDH -2 nipu 3aconenun o0ycioiieHo oTcyTcTBeM CpG oCcTpoBKa B €ro
IPOMOTOpE KaK MMOTEHUUAIBHOI'O Mapkepa nuto3uH-/IHK-
Metuintpancepaspl.  OOHapyKE€HHOE  CXOACTBO  OMOXMUMHYECKUX U
MOJIEKYJISIPHBIX MEXaHU3MOB peryisinui sxcrpeccur reHoB CII y KyKypy3sl
M TIIEHUIBl  TO3BOJSET  NPEANOJOXKUTh  HAIUYUE  UJEHTUYHBIX
SIUTCHETUYECKUX MEXAaHU3MOB KOHTPOJISI SKCIPECCHUOHHOW AKTHUBHOCTH

JaHHBIX I'CHOB B IIIIICHUIIC.
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Tabmurma 1.

[Ipencka3aHHble CallThl CBSI3bIBAHMS U3 CEMENCTBA TPAHCKPHUIILIMOHHBIX (haKTOPOB

WRKY u NAC B npoMoTOpax reHOB CYKIIMHATAECTUIPOTeHa3bl 1riticum aestivum L.

IToporosoe 3nauenue p < 1-10*

I'en TPAHCKDHITIHOHEE akTop Cewmeiictso | [Tonoxenue INocnenoBarensHOCTD
Traes 1AL 0404BC790 WRKY 5-13 CGAGCCCAC
Traes 1AS 1432A2F79 WRKY 392-410 AAACGTCGATGGCGCCGGT
Traes 1DS A6733B734 WRKY 392-410 AAACGTCGATGGCGCCGGT
Traes 2AL 15A7BB684 WRKY 136-154 CCTCCTCTTCGACCGATAC
Traes 2AS C407071E4 WRKY 164-178 GGGGCGGCGGCGACG
Traes 2BL A69F6C5DF WRKY 675-684 GAGAATCTCA
Traes 2BS F3097F116 WRKY 398-412 GCACCGGCGCCATCG
Traes_5BL_90757F0CC WRKY 86-100 TTACAGCCGCCGCCC
Traes_5DS_SDEASC9E3 WRKY 288-300 CATCTGGATCTAT
Traes 6AL BA4636569 WRKY 157-170 GGCGACGGCGGCAGG
Traes_6AS_68775100B WRKY 419-433 GAAGCTGACGTTGAC
TaSDHI Traes 6BL DD840863A WRKY 701-712 AGAAAGAGAGAT
Traes 7DL_A9EF00572 WRKY 218-234 CGGTGTCGGTCGAGGAG
Traes 7DS 01F74C6F3 WRKY 229-243 GTGTGGCGGCGGTGT
TRAES3BF003800010CFD_g| WRKY 525-532 GGGTCCAC
TRAES3BF058500060CFD_g| WRKY 421-431 CAACGTCAGCT
Traes SBL CC18CAD72 NAC 152-166 TTTTATTAGTTAAAT
TRAES3BF003800010CFD_g| WRKY 439-452 CGAGAGGAGGAAAA
T1aSDH?2 Traes_5BL_17A712C9%4 WRKY 439-452 CGAGAGGAGGAAAA
Traes 6BL A169A3ECB NAC 457-464 CGTCGCCG
Traes_6AL_0D7866801 NAC 268-288 TATAATCGAGAAAAGGAACAT
Traes SDL 0924913F8 NAC 458-472 CCAGGCGGCGGCGAC
Traes SDL 0924913F8 NAC 841-854 ATATTTACATTATT
Traes SBL 39FF03C5D NAC 10-17 CCACGTGT
TaSDH3-2 Traes 5SBL 39FF03C5D NAC 293-312 ATAAAGAAGACAAAAAAAGT
Traes 1BL 8925B27BC NAC 317-334 CAAAAAAAGAAAAAAAAT
Traes SDL 0924913F8 NAC 496-516 AAGTCCTTTTTTTTTTCCTTT
Traes_5BL_39FF03C5D NAC 323-337 ACTCAAAAAAAGAAA
Traes SBL CC18CAD72 NAC 25-38 CTTAGATTTGCTTC
TaSDH4 Traes_SDL_0924913F8 NAC 437-464 | TGCTCGCAGCTGCCGCATGCTGGGCGTC
Traes_5BL_39FF03C5D NAC 606-629 AGAAAAAGGAAAAAGGAAAAAAAA
Traes 6AL 8BAI1FF8B2 NAC 606-629 AGAAAAAGGAAAAAGGAAAAAAAA
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Taobmura 2.

[Ipencka3aHHble CallThl CBSI3bIBAHMS U3 CEMENCTBA TPAHCKPHUIILIMOHHBIX (haKTOPOB

WRKY u NAC B mpomoTopax TIeHOB CYKUHMHATAECTHAPOreHa3bl Zea mays L.

IToporosoe 3nauenue p < 1-10*

Ten ;I; i?g;pHHHHOHHHﬁ CemeiicTBO Tlomoxxenue IlocnegoBaTeIbHOCTH
AC198725.4 FG009 WRKY 773-785 GGTGTTGACGTCA
GRMZM2G018721 WRKY 401-410 GTAGTCAAGG
GRMZM2G031963 WRKY 402-409 TAGTCAAG
GRMZM2G048450 WRKY 175-187 TGGTTTGTCTTTA
GRMZM2G054125 WRKY 400-412 GGTAGTCAAGGTT
GRMZM2G057116 WRKY 290-302 GATTGGCCTTTTT
GRMZM2G111354 WRKY 289-302 CGATTGGCCTTTTT

ZmSDHI-2 GRMZM2G120320 WRKY 288-302 ACGATTGGCCTTTTT
GRMZM2G127064 WRKY 773-784 GGTGTTGACGTC
GRMZM2G042494 NAC 778-788 TGACGTCACCA
GRMZM2G166721 NAC 779-793 GACGTCACCAAGGAG

ZmSDH2-3 GRMZM2G456568 NAC 624-644 | GGCAACATGACCTGCAAGTCA
GRMZM2G042494 NAC 250-260 ACACGGATATG
GRMZM2G166721 NAC 496-510 AATTTATAAGTAAAG
AC198725.4 FG009 WRKY 380-392 TTTCTTGACCTCT
GRMZM2G018721 WRKY 458-467 AAGGTAAACC
GRMZM2G048450 WRKY 11-23 TACTTTGAATTTA
GRMZM2G057116 WRKY 613-625 GATTGACTAGGGT

ZmSDH3-1 GRMZM2G102583 WRKY 345-358 AGGGTTGGCCCTCT
GRMZM2G111354 WRKY 381-394 TTCTTGACCTCTTC
GRMZM2G120320 WRKY 380-394 TTTCTTGACCTCTTC
GRMZM2G432583 WRKY 558-565 TAGTAAAC
GRMZM2G453571 WRKY 650-660 TCCAGTCAAAA
GRMZM2G382350 WRKY 652-659 CAGTCAAA
GRMZM2G120320 WRKY 36-50 AAGGTTGGCTATAGA
GRMZM2G018721 WRKY 445-454 ACTGTCAAAT

ZmSDH4 GRMZM2G127064 WRKY 331-342 ACAGTGGACTTG
GRMZM2G179885 NAC 447-463 TGTCAAATACAAGCAAC
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[paiimeps! mis metun-cnenuduynoit [P x renam CII [76].

T'en

Iluro3unHa

Hassanue

ITociemoBaTeIbHOCTD

ZmSDH]I-2

1

Ipsmoit-M

TGTATAAAAATAAGGATGTGTTCGT

O6paTHbI-M

ATAAAACAAACACTATATACCCGAC

IIpsamoii-U

TGTATAAAAATAAGGATGTGTTTGT

O6parusiit-U

ATAAAACAAACACTATATACCCAAC

Ipsmoit-M

CGGGTATATAGTGTTTGTTTTATCGT

O6patHs1it-M

AAAACATATCGTTCCATAAACCGT

IIpsamoii-U

TGGGTATATAGTGTTTGTTTTATTGT

O6paTHbIi-U

AAAACATATCATTCCATAAACCATT

ZmSDH?2-3

IIpsamoi-M

TTTTATACGATCGAGTTAGTACG

O6patubii-M

AAAATATCTTTAAATAAATCTTAAACC

Ipsmoit-U

TTTTTTTATATGATTGAGTTAGTATG

O6paTHbIi-U

AAAATATCTTTAAATAAATCTTAAACC

IIpsamoit-M

TTAATAATATCAACAAGCG

O6paTHbI-M

TTAGTTATAAATTTTGATTG

IIpsamon-U

TTAATAATATCAACAAACG

O6patHb1id-U

TTAGTTATAAATTTTGATTG

Ipsmoit-M

AAATCTTTCTTTCACCCGCT

O6paTHBIA-M

TTAGTTATAAATTTTGATTG

[Ipsamoii-U

AAATCTTTCTTTCACCCACT

O6parusit-U

TTAGTTATAAATTTTGATTG

ZmSDH3-1

Ipsamoit-M

TATTTTTATGTTTTTTATTTTGCGG

O6paTHbIi-M

TCAAGGGAACGAGTATATCTAAAC

Ipsamoii-U

TATTTTTATGTTTTTTATTTTGTGG

O6patHbrii-U

TTAAGGGAATGAGTATATTTAAAT

IIpsmoi--M

TATAATAAGGGTAAGTGAAAGTCGT

O6paTHBIH-M

TCAAGGGAACGAGTATATCTAAAC

Ipsamoii-U

TATAATAAGGGTAAGTGAAAGTTGT

O6patnsnii-U

TTAAGGGAATGAGTATATTTAAAT

Ipsamoit-M

TTTAGAGGGGAGGTGAATAGGCGA

O6patHBIH-M

TCAAGGGAACGAGTATATCTAAAC

IIpsamoi-U

TTTAGAGGGGAGGTGAATAGGTGA

O6patHsr1ii-U

TTAAGGGAATGAGTATATTTAAAT

ZmSDH4

IIpsamoi--M

GATGTTTTTTCGTCGTATTATTTTC

OO6paTHbi-M

GTATTAGGCGGTTTTAGAGAAGG

Ipsamoii-U

TGTTTTTTTGTTGTATTATTTTTGA

O6patHbrii-U

GTATTAGGCGGTTTTAGAGAAGG

Ipsmoit-M

TTTTAAAGTTTTTATTTTTTTCGA

O6patHb1ii-M

GTATTAGGCGGTTTTAGAGAAGG

IIpsamoi-U

TTTTAAAGTTTTTATTTTTTTTGA

O6patnsrii-U

GTATTAGGCGGTTTTAGAGAAGG

IIpsamoit-M

AAATTAGATTTAATTAATTTCGT

O6paTHBIH-M

GTATTAGGCGGTTTTAGAGAAGG

IIpsamoit-U

AAATTAGATTTAATTAATTTTGT

O6patnsnii-U

GTATTAGGCGGTTTTAGAGAAGG

Tabmuma 3.

137



