®EJEPAJIBHOE T'OCYJIAPCTBEHHOE BIO/IKETHOE
VUPEXJEHUE HAYKN KASAHCKWI MTHCTUTYT BUOXUMUU U
BUO®U3NKN KASAHCKOI'O HAYYHOI'O IITEHTPA
POCCUICKOU AKAJJEMUU HAYK

Ha npasax pyxonucu

CynkapnaeBa AnbOuna ['apudyinoBHa

COCTAB CTEPUHOB U AKTUBHOCTDb I'EHOB C24-CTEPUH
METUJITPAHC®EPA3BI TRITICUM AESTIVUM TP CTPECCE

03.01.05. — ¢uzuonorust u GMOXUMUS pacTCHUI
Jluccepranusi Ha COMCKaHUE YICHOUW CTEIICHH

KaHauaaTa OMOJIOTHYECKUX HAYK

Hayunb1it pykoBoauTeNb:
JIOKTOP OMOJIOTUYECKUX HAYK

MunubaeBa ®apua Bunesna

Kazaus — 2016



2

OTJIABJIEHUE

NCIIOJIB3OBAHHBIE COKPAILIEHUSA. ... 5
BBEJIEHUE. ... .o e e e e 7
[JIABA 1. OB30OP JIUTEPATYPDBI. ... e 14
1.1. PacTuTenbHble CTEPUHBI: XHUMHYECKash CTPYKTypa H  MHOrooOpasmue
MOJICKYIIIPHBIX BHIIOB . ...\ttt enttteentteeenseeanneeeanneeennssarineeeenseierenneanns 14

1.2. OYHKIMHA CTEPHUHOB B PACTECHUSX « e euveeeeneenaeeneentenneeninnee e ereanreanseennnes 22
1.2.1. CrepuHbI KaK KOMITIOHEHT MEMOPAH . ...\ veuvtenteenneenaneeneieenainnaannn. 22

1.2.2. PoJyib CTEPUHOB B TPAHCTYKIIAN CUTHAMA. ... .uvveenreenreennnenariananenss 24

1.2.3. Ponb cTepuHOB B POCTE U PA3BUTUHU PACTCHUM ... veeeneeeeeniiineennen 27

1.2.4. Ponb CTEpUHOB B CTPECCOBOM OTBETE PACTHUTEIBHBIX KIETOK. .......... 29

1.3. CTepuH-CBS3BIBAIONINE ATCHTHI: HUICTATHH H METHII--ITUKIOACKCTPHH. . . .. ... 34
1.3.1. HECTATHH. .....ointiitii i e 34

RS I \Y, (3 v 7 ) G778 117091 (031 (51003 ¥ 0) 1 ; SO RURPR 36

1.4. BUOCHHTE3 PACTUTEIBHBIX CTEPHHOB. ...\t uttnttententeeneenineniiieeanneeneaenenns 39

1.5. C24-cTepun MeTUATPAHCHEPA3A PACTCHUM . . uveneveeenreeeireeeeneeereeneeennann, 45
1.5.1. O6mas xapakrepuctuka pepMeHToB cemeiictBa SMT....................45

1.5.2. T'enblt SMT: cTpyKTypa U TPAaHCKPUIITMOHHAS aKTUBHOCTb. . ..............49

T'JIABA 2. MATEPHAJIBI U METObI UCCJIEJJOBAHUM. ..., 54
2.1. OOBEKT UCCHEMOBAHMS . - - - e eeeene et e e e e e e e e e e e e et e e e e 54

PN < £:0112 301 171107 71 o) : S0 P 54
2.2.1. DxcTpakuus JUMHUI0B U3 PACTUTEIBHOTO MATEPHANA. ... 'uveennennne. .. 54

2.2.2. Auamu3 docdo- ¥ rIMKOIMIUAHOTO COCTaBa MPOPOCTKOB MILIEHULIBI
MeToAaMH BBICOKOA(h()EKTUBHON TOHKOCIOWHOW Xpomarorpadhuu u
D1 (233 1035 N0 ).V (3 4 o) 1 SO 55
2.2.3. AHanmu3 CTEpPUHOBOTO COCTaBa IPOPOCTKOB IIIICHUIIBI METOJaMHu
TOHKOCJIOMHON Xpomatorpaduu U XpoMaTO-MacC-CIIEKTPOMETPUU C

MOHU3AIUEN ITICKTPOHHBIM YIAPOM. ... tnueteenreeennneeannneeanneeenanns 56



2.3. OnpeneneHue NPOHUIIAEMOCTH IIA3MaJieMMBl JUIS HMOHOB KU M
10001035 ) () 00 57
2.4. OnpeneneHue  BBIXOJA  JJIGKTPOJIMTOB M HMHJAEGKCA  MeMOpaHHOM
(o ¥= 1007 011855 (01 SRR 57

2.5. Anamu3 pasmepa (Desf) m (-morenmnmana gactur; MBCD, f-cutoctepuna u

KOMILTIEKCA MACD/-CUTOCTEPHH. ...\ttt 58

2.6. OnpeneneHue OKUCIUTEIBHO-BOCCTAHOBUTEIBHOTO CTATYCA. . uvveveennennn., 58
2.6.1. ComepikaHHE MEPEKUCH BOTOPOMA. ... uurenrrennreanneenneennrniineennasns 58
2.6.2. YpOBEHB MEPEKUCHOTO OKUCTCHUS JTUTTUIOB. ... vveenreenninnnaniaenens 58
2.6.3. AKTHUBHOCTD TICPOKCHIABBL. ... uveeneseenreenneenneeenneenneenneareeneensanes 59

2.7. OrmpenencHUe YPOBHS KUZHECTIOCOOHOCTH KITETOK. ... uuvuneenneneenanienennenns 59
2.8. dayopeciieHTHAs BU3yalTU3aIus ayTOPArOCOM. ......vvveiiiieeieaieennannns. 59
2.9. Brigenenue totanpHoM PHK u cuaTes kJIHK mpu momormm OT-TILIP............. 60
2.9.1. Amvmmuduxanuu ydactkoB kJIHK ¢ momompio [P B peamsHOM

230 Te (5): 1 SO 61

2.9.2. AHamu3 OTHOCHUTEIHLHOTO YPOBHS SKCIIPECCHH T€HOB. .. ...vv'enneeens .. 63
2.10.Beinenenne reHoMHOM JIHK pacTeHUM. .......coeveiiniiiiiiii e 64
2.10.1. AMmndukanmsi y9acTKOB TOMEOJIOTUYHBIX T€HOB. ...........vv'eeenne..09

2.10.2. AMmmudukanus W CEeKBEHHpPOBAHWE TMPOMOTOPHBIX  oOjacTei

TOMEOJIOTHUHBIX TEHOB. ...« et eutentattntentent et eiteteateaeeenennennes 66
2.11.9nexkTpodope3 HyKIEHHOBBIX KHCIOT B aTraPO3HOM T€TIC. ... uveeeereerienns. 67
2.12 . Monekynspuoe kinonupoBanue JHK. ... 67
2.13.0Onpenenenue HykieoTuaHou nocieaosarensuoctd JHK................ ... 68

2.14 buonndpopmMaTUUyeCKUil  aHaIM3  HYKJICOTUIHBIX W  AMHUHOKHUCIOTHBIX

18 (0ToR) (SF1(0):F: 1§ NoX) 1 35 (0108 1), RS 69
2.15.CtaTuctiuecKast O0PA0O0TKA TAHHDBIX . ... .uvveenreeeenseeennneeennaiiennnearannneenes 69
I''TABA 3. PE3VJIBTATBI U UX OBCYXIEHUE.............ccoiiiiii e, 70

3.1. [eiictBue crepuH-cBsizbiBatonmx areHToB MSCD u HucratmHa Ha KOpHU

10010] oJoTen B:00) : 3 0011 (53 507011 PN PRSP 70



4

3.1.1. H3meHeHHUs] JUMUIHOTO COCTaBa KOpPHEW MIIEHUIIBI MPU JACHCTBUH

3.1.2. BnusiHME CTEpPHUH-CBA3BIBAIOIIMX AareHTOB Ha (DU3HOJOTHYECKHE
HapaMETPhI KIIETOK KOPHEH MIIEHUIIBL. . . . .euveneeneeneeeneeneeneanennen 77

3.2. JleiicTBMe  HHM3KOM  TIOJIOKUTENBHON  TeMmmepaTypel Ha  MPOPOCTKHU
8000035050105 SO 84
3.2.1. H3meHeHus uHjaeKkca MeMOpaHHON CTaOMIIBHOCTH U PEIOKC-CTaTyca B
KOPHSIX FL JTHCTDBSIX vt e e atteeate e ennaeeenneeennaeeennsanrenneesensennennaenns 84

3.2.2. VI3MeHeHHs JIMIUIHOIO COCTaBa B KOPHSAX M JIUCTBSIX IMPOPOCTKOB
MIIIEHUITBI: CTEPUHBI, TIIMKOJUATHABI, POCHOTUIUABL.............ee 89

3.3. Xapakrepuctuka C24-ctepruH MeTUATpaHCHEPas3bl MIIEHUIIHL. . ... ............... 98
3.3.1. buoundopmarnueckuii ananu3z 6enka TaSMT1..............cooooiiee. 98
3.3.2. HWnentudukanus U XapaKTepUCTHKA TOMEOJIOTUIHBIX TEHOB TIIICHHULIBI
TaSMIT L. s 102

3.3.3. DOxkcmpeccus reHoB TaSMT1 B ycnoBHsX X0JIOOBOTO CTpECCa.......... 107

3.3.4. KrnonupoBaHWe M CEKBEHHPOBAHHWE MPOMOTOPHBIX O0JACTEHl TEHOB

TASMT L. 109
SBAKITIOUEHUE. . . ..o e 113
BBIBODBL. ... .o, 116
CIIMCOK JIMTEPATVYPDL. ... 118

[PUJIOKEHIE. ... e e 154



5

NCITOJIb3OBAHHBIE COKPALIIEHUA

ABK — abcun3zoBas Kucinora

A®K — akTuBHBIE (OPMBI KUCTIOPOA

BP — 6paccurocTepoun/ibt

BbC — 6paccunonun

I'nllep — rimkonepaMuIbl

JAUAL — muramakTo3uiauaiiirauiepu
JAMCO — numeTuncyibGOKCH T

JIHK — ne30xkcupnOOHyKIIEMHOBAs KUCIOTA
JAPI" — nudochaTuanarivnepux

KK — s)kupHBIE KUCTOTBI

kJIHK — xommiemenrapnas [JHK

MBK — MeBanoHOBasi KHCIJIOTa

MJIA — MalOHOBBIN TUAIbACTHU]]

MI'II" — MmOHOTaIaKTO3UI AU ALMIITIIALIEPUL
OT — obpaTtHas TpaHCKPUTIIUS

[IM — mna3maTuyeckas MeMOpaHa

ITOJI — nepekrucHOE OKUCIECHUE JIMTTHIOB
[II1P — monuMepa3Has nenHas peakuus
[IIIP PB — nonuMmepa3Has ienHasi peakiysi B peajlbHOM BPEMEHU
PHK — pubonykienHoBas Kuciora

TBK — Tno6apOuTypoBas Kucjaora

TCX — ToHKOCIIONHAs XpomaTorpadus

@I — pochaTuaunriuiepruH

®U — dbochatuauanHO3UT

®K — pochaTuanas kuciaora

®JI - pochonunuast

OC — dbochaTuauncepun

OX — pocharugunxonux



DD — dhochaTuamndTaHOIAMUH

OIIP — »3HA0MIIa3MaTHYECKUI PETUKYITYM

ARF — ¢akrop AlD-pubo3uianpoBaHus

ATG — ayrodarnueckue 6eKu

HMGR — 3-runpoxcu-3-meTrnrinyTapmi-kopepMeHT A peaykrasza
H>0, — nepexuck Bogopoaa

LB — cpena Luria-Bertani

LT — LysoTracker Red

MpCD — meTun-f-1ukioaeKCTpUH

OSBP — okcucTeprH-CBS3bIBAIONINEG OCITKU
POX — mepokcuaasa

RLI — uaru6urop PHKa3el L-mogo6HbI Genok

SMT — C24-ctepun metriTpancdepasa



BBEAEHHUE

IocranoBka mpod/ieMbl U ee aKTYyaJbHOCTb. CTEPUHBI SIBISIOTCS BaKHBIM
CTPYKTYPHBIM 3JIEMEHTOM OHMOJIOTHYEeCKUX MeMOpaH. B HacTosIiee Bpems ncciaeoBaHue
(GYHKIIUN pacTUTEIBHBIX CTEPUHOB BBIILIO HA HOBBIM YpoBeHb. CTEpUHAM OTBOJAUTCS HE
TOJBKO CTPYKTYpHAasl, HO W PETYJSTOpHAs poib. M3BECTHO, YTO CTEPHUHBI SIBIISIOTCA
NPEAIIECTBEHHUKAMU  pPacTUTEIbHBIX  TFOpMOHOB  OpaccuHoctepounoB  (BP),
peryimpyromux poct u pazsutue pactenuit (Clouse, 2000; Bishopa, Koncz, 2002; He et
al., 2003; Lindsey, 2003; Benveniste, 2004; Wang, 2006; lkekawa et al., 2013).
BrisiBiieHa posib CTEPUHOB TMPU PACTKEHUHU KJIETOK, UX MOJIIPHOCTH, Mpoiaudepanuu,
npu GOPMUPOBAHUU COCYIOB, TKAHEH U OPraHOB, B PA3BUTUU 3apO/biiiia, (PEPTUIBHOCTH
pactenuii, rpaBuTponusMe, ropmoHansHoM curaanunare (Carland et al., 2002; Souter et
al., 2002; Betts, Moore, 2003; Schrick et al., 2004; Titapiwatanakun et al., 2009; Vriet et
al., 2013). IIpearnonararT, 4TO CTEPHHBI YYACTBYIOT B KJIIETOYHOM CHUTHAJIMHTE, SBJISISICH
OCHOBHBIM KOMIOHEHTOM MEMOpaHHBIX MUKPOJIOMEHOB, TaK Ha3bIBAEMbIX <«JTUITHUIHBIX
padToBy» (Jacobson et al., 2007; Mongrand et al., 2010; Cacas et al., 2012; Zauber et al.,
2014). CTepuHOBBIN COCTaB PACTCHH, B OTJIMYHE OT TAKOBOTO JKUBOTHBIX W TPHUOOB,
BeCbMa CJIOXKEH U MHorooOpaseH. [IpeoOnagaromumMu MeMOpaHHBIMU CTEpUHAMU
BBICIINX PACTEHUU SIBISIOTCS [-CUTOCTEPHH, KAMIECTEPUH M CTUTMACTEPUH, TTOKA3aHO
takxe Hamuune xojecrepuna (Schaller, 2003; Benveniste, 2004; Valitova et al., 2011).
Hecmotpss Ha uMeroniyrocs B JuTepaType HH(OPMAIMIO O POJIM CTEPUHOB U HX
MPOU3BOJIHBIX B  JKU3HENEATCIBHOCTH PACTCHHI, MOJIEKYJSIPHBIE MEXaHU3MBI
BOBJICUCHUS CTEPUHOB B CTPECCOBBIE OTBETHI PACTEHUN OCTAIOTCS MaJIOM3yYeHHbIMU. B
YaCTHOCTH, B HACTOAIEEC BpPEMs OCTPHIM BOIPOCOM SBIISICTCS BBISIBICHHE BKJIaJa
KITF0OUEBBIX (DEPMEHTOB OMOCHHTE3a PACTUTEIIBHBIX CTEPUHOB B U3MEHEHNE COOTHOIIICHUS
Pa3JIMYHBIX BUJIOB CTEPHUHOB B YCIOBUSIX CTpecca.

buocuHTe3 CTEpHMHOB 'y pacTeHMd —  MHOTOCTYIICHYATBhIM  MPOILECC,
XapaKTEepU3YIOIIUNCA HAJIMYUEM MHOXKECTBA aJbTEPHATHUBHBIX NyTed. MHorue
(dbepMeHThl CHHTE3a pACTUTEIbHBIX CTEPUHOB B HACTOSIEE BpeMs eIle He

oxapakTepu3oBaHbl. KimroueBbIM (epMEHTOM B OMOCHMHTE3€ CTEPUHOB, OTIPEICIISIOMINM



o0pa30BaHUE KOHEYHbIX MPOJYKTOB CUHTE3A, siBisieTcs: C24-cTepuH MeTunTpancdepasa
(SMT). IlokazaHo, 4TO JaHHBIA (EPMEHT HEOOXOJMM JJII HOPMAJIBHOTO pPOCTa M
pa3BUTHS PACTCHHUM, W aKTHBHOCTH SMT MeHseTcs mnpu IeWCTBHHM Pa3IMYHBIX
ctpeccoBbix pakTopos (Carland et al., 2002; Luo et al., 2008; Neelakandan et al., 2009).
Jliis pactennid XapaktepHo aBa Turma SMT, yuactByronux B nepBuaaoM (SMT1) u Bo
BropuyHoM (SMT2) merunupoBanuu 24-ro aroma yriepojaa OOKOBOW LEMH CTEPHUHOB
(Shi et al., 1996; Bouvier-Navé et al., 1997, 1998). [IpoaykToM peakiuu MepBUYHOIO
METHUJIUPOBAHMS SBIIACTCS KaMIleCcTeprH (24-METHIICTEPHUH), a KOHSYHBIMH TPOIYKTaMHU
BTOPUYHOTO METUJIUPOBAHUS  SIBIISIIOTCSL  [-CUTOCTEPUH M CTUTMacTepuH (24-
ATUJIICTEpUHBI). B TreHoMax pa3nuyHbIX pacTeHud (apabuporcuc, Ttabak, cosl)
AaHHOTUPOBAHBI M OXapaKTepHU30BaHbI reHbl, Koaupyomue SMT1 u SMT2 (Diener et al.,
2000; Nes et al., 2003; Carland et al., 2010; Haubrich et al., 2015). B 1997 r. 6bu1
CEKBCHUPOBAH TEH IMIIEHUIBI, Koaupyomuid SMT, KOTOphI MOJydnsl Ha3BaHWE T'eH
Triticum aestivum nenpra-24-ctepun Mmetuitpancdepassl (TaSMT) (Subramaniam et al.,
1999), ogHako TOYHOE KONMMUYECTBO TeHOB TaSMT B reHOMe MIICHUIBI 10 HACTOSILErO
BPEMEHH HE YCTAHOBJICHO.

BaxHbIM 11aroM K TOHUMaHUIO (PYHKITUH OEIKOB SIBIISIETCS aHATIU3 TIPOMOTOPHOM
0o0JJaCTU TE€HOB, KOAUPYIOIIMX OTH OCJIKU, C 1EJbI0 BBISBICHHE YYacCTKOB,
AKTUBUPYIOLIUXCS MPU ONPEAEICHHBIX CTPECCOBBIX BO3ACHCTBUSX U MHAYLHPYIOIINX
cesa3biBanne ¢ PHK-monuMepasoit u ganpHelnyo skcnpeccuto reHa. Mudopmanus o
pOMOTOpHOM obyactu reHa TaSMT dpes3BeIUaiiHO orpaHudeHa, B 06a3e gqaHHBIX NCBI
€CTh JIMIIb KOPOTKAsl TOCIEIOBATEIHHOCTh PETYIATOpHOW oOmactu reHa TaSMT
pasmepoMm B 266 HykseoTH10B. OTCyTCTBYeT HH(pOpMAIKS O TOCJIEA0BATEIBHOCTIX
CTPECC-UYBCTBUTEJIbHBIX MOTHBOB. MOXXHO mMoJjlaraTh, YTO HaJIW4YUE TaKMX MOTHBOB
MO3BOJISIET PETYIMPOBATH AKTUBHOCTh reHa TaSMT u, B KoHeYHOM uTore, 00yCcIaBInBaeT
W3MEHEHUs] B OMOCUHTE3€ CTEPUHOB B CTPECCOBBIX YCIOBUsIX. TakuM 00pa3om, aHaIU3
CTpPECC-UHAYILIUPOBAHHBIX M3MEHEHUN aKTUBHOCTH T'€HOB, OTBETCTBEHHBIX 33 CHHTE3
CTEPUHOB PACTUTEIbHON KJIETKU, UCKIFOYUTEIBLHO aKTyaJleH.

O} heKkTUBHBIM MOAXOJOM B HM3YYEHHH POJM CTEPUHOBOTO KOMIIOHEHTa BO

BHYTPUKIICTOYHBIX nmpouneccax ABJIACTCA CBA3BIBAHHUC OHAOI'CHHBIX CTCPUHOB



(ucToiieHue) ¢ NMpUMEHEeHUeM creruduueckux areHToB (amdorepuiiud B, HUCTaTHH,
KaHTUIUIAH, TAMApUIH, MeTHI-S-1tukioaekctpud (MBCD)). Oanako cierupuaHOCTb
THX areHTOB [IJIsl PACTUTENBHBIX CTEPUHOB U (U3MOJIOTMYECKUE TMOCICACTBHUS HX
MPUMEHEHUS JJIs KIETOK PACTEHUHN MPAKTUYECKU HE U3YUCHBI.

3HaHUE 3aKOHOMEPHOCTEN CTpecC-MHIYLUPOBAHHBIX MU3MEHEHUI B OMOCUHTE3E
pPacCTUTENBHBIX CTEPUHOB M COOTHOIIEHHUS MX MOJEKYJSIPHBIX BHUJOB B CTPECCOBBIX
YCIIOBUSIX SIBJISIETCS HEOOX0IUMON (pyHIaMEHTaIbHOM OCHOBOM /JIsi HAIpPaBJICHHOTO
MU3MEHEHMS MPOIIECCOB POCTA PACTEHU, (HOPMUPOBAHUS UX YCTOMUHUBOCTHU K Pa3IMYHBIM
HEOJIaronpusTHBIM (pakTopam U, B KOHEYHOM HTOI'€, MOBBIIICHUS KAauecTBa ypoxKas U
COXpaHeHHs OMopa3zHOOOpa3usl.

Hean u 3apaum ucciaegoBanus. Llenb HaCTOAIET0 UCCIEIOBAHUS — U3YUEHUE
U3MEHEHUH coCTaBa CTEPUHOB U APYTUX MEMOPAHHBIX JIMIIUAOB B IPOPOCTKAX MILIEHUIIBI
IIPU IEMCTBUHM HU3KOU IOJIOKHUTEIBHOW TEMIIEPATYPhl, a TAKXKE aHAIU3 CTPYKTYpPHI U
aKTUBHOCTH TeHOB C24-cTepuH MEeTHIITpaHC(epasbl.

bpun mocTaBieHbl CleAYIOMINE 3a0aUM:

1. MHUccnenoBaTh  HM3MEHEHHsS]  JUOUAHOTO  COCTaBa MW (U3HONIOro-
OMOXMMHMYECKUX MTapaMEeTPOB B KOPHSIX MILIEHUIIbI B YCIOBUSX CTEPUHOBOIO UCTOIICHHUS,
BBI3BAHHOTO JIEHCTBUEM CTEPUH-CBS3BIBAIONINX areHToB HUcTaTnHa U MBCD;

2.  W3yuuTtb u3MEHEHUs MPOHUIIAEMOCTH MEMOPaH ISl 3JIEKTPOJIUTOB, PEIOKC-
cTaryca M MHIYKUUIO ayTodaruu B KJIETKaxX MPOPOCTKOB MIICHMIBI MpU AEHCTBUU
HU3KOM MOJ0KUTETLHON TEMIIEpaTypbl 1 COBMECTHOM JCHCTBUU THIIOTEPMUU U CTEPUH-
cBs3bIBaroriero arenra MSCD;

3. IlpoBectu aHanmu3 cocTaBa W COAEPN AHUS CTEPUHOB, TIMKOIEPAMHUIIOB U
dbochomunuIoB B KOPHAX UM JHUCThAX MPOPOCTKOB TIIEHUIBI B  YCIOBUSX
HU3KOTEMIIEPATYPHOI'O CTPECCA;

4.  CekBEeHUPOBATh U MPOAHAIUZUPOBATH CTPYKTYpY TeHoB TaSMT1 niienuiipl,
KOUpYOmux GepMeHT CTepUHOBOTO Onocunte3a C24-crepun metunTpancdepasy 1;

5. TlpoBectu cexBeHupoBaHue 06 NOVO MPOMOTOPHBIX MOCIEIOBATEIBHOCTEH

reHoB TaSMT1 u ocymecTBUTh TOHMCK CTPECC-UyBCTBUTEIBHBIX yUC-DJIEMEHTOB.
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OueHuth  ypoBeHb 3Kclpeccun TeHoB  [aSMT1  mmieHWIsl B YCIOBHSIX
HU3KOTEMIIEPATYPHOTO CTpecca.

Hayunass HoBu3Ha palorTbl. BrepBbie 00HapyXeHO, YTO crHenupuIecKue
MEXaHHU3MBbl CBSI3bIBAHUS CTEPUH-CBS3BIBAIOLIMX Ar€HTOB CO CTEPUHAMH OIPEHEISIOT
paznnuus puznonorndeckux 3((HEeKToB 3TUX areHTOB B KJIETKaxX pacTeHuil. B ornuune
OT HHUCTaTHMHA, TOKCUYHOCTh KOTOPOTrO OOYyCIIOBJI€HA HWCTOIICHHEM CTEPUHOB B
COueTaHMU ¢ oOpa3oBaHHMEM IMOp B MeMOpaHax, (HU3UOJIOTUYECKHE TOCIEICTBUSA
UCTOIICHUS CTEPHHOB IPH JeiicTBUM oiurocaxapuaa MACD in Vivo mposBiIsiFoTCs JTHITH
B CTPECCOBBIX YCIIOBUSX.

BrisiBIEHO, YTO NEWCTBUE HU3KOM MOJIOKUTEIBHOM TEMIIEpaTypbl HHIAYLUPYET
U3MEHEHUS B COOTHOIIECHUSX 24-MEeTHII-/3TUICTEPUHBI, OOLIEr0 COAEPKaHUN CTEPUHOB,
IJIMKOLEPaMUIOB M (OCPOIUNHUIOB M HUX COOTHOIICHUSAX B KOPHSIX U JIUCTHSIX
npopocTkoB miieHunbl. [logaepxanue OanaHCa OCHOBHBIX MEMOpPAHHBIX JIUIHUIOB
CHOCOOCTBYET MOBBIIIEHUIO CTAaOMIBHOCTH MeMOpaH B JUCThsAX. Hapymenue storo
OaslaHca, a TaKXKe CABUTH PEIOKC-CTaTyca MPUBOAAT K MEHBIIEH YCTOMYMBOCTH KOPHEHN
K JICUCTBUIO HU3KOW MOJIOKUTEIBHON TEMIIEPATYPHI.

Bnepsoie uaeHTHGUIIMPOBAHBI TPU KOMUM TOMEOJOTHYHBIX reHoB [aSMTL,
pacrojioxkeHHbple Ha Xpomocomax A, B, D rekcammoummnoro reHoma T. aestivum,
MPOBENCH JeTalbHbI OMOMHGOPMATUUECKHI aHaJIM3 JTHUX TEHOB M TEPBUYHOU
cTpyktypbl 6enka SMT1 mmenurist. [IpoBeneHo cexBeHnpoBanue de NOVO mpoOMOTOPHBIX
nocneaoBarenbHoCcTell reHoB TaSMTI1, BbBIBIEHBI CTpecC-4yBCTBUTEIBHBIC —yuUcC-
aneMeHThl. [lomydeHbl HOBBIE SKCIIEPUMEHTAaJIbHbIE JaHHbIE 00 M3MEHEHHH MPOQHIIs
sKkcrpeccur TeHoB TaSMT1 B KOpHSAX U JIUCTHSIX B YCIOBUSIX XOJI0I0BOIO CTpecca.

HayuyHo-npakTuyeckasi 3Ha4UMOCTb. Pa3paboTaH KOMIUIEKC METOJUYECKUX
MOJIXOJIOB JJIsl aHAJIN3a MEMOPaHHBIX CTEPUHOB B KJIIETKaX PACTEHM C I[EJIbIO BBISICHEHUSI
POJIM ATUX JIMITUIOB MU cTpecce. DPPEKTUBHBIM MOIXO0I0M SBIISIETCS U3YUEHUE COCTaBa
CTEpUHOB, SKCIIPECCUU F€HOB CTEPUHOBOI'O OMOCHHTE3a B COUETaHUU C YHUBEPCATbHBIMU
CTPECCOBBIMU MapKepaMu, B TOM YHUCJIE TPOHUIIAEMOCTHI0 MEMOpaH, ypOBHEM aKTUBHBIX
dopm kuciopoaa (ADPK) u xku3HECHOCOOHOCTHIO KJIETOK. J[aHHBIE MapaMeTpbl MOTYT

OBITh MCITOJIb30BAHbI MPU OLIEHKE CTPECCOBOM YCTOWYMBOCTH pacteHuid. Ha ocHoBe
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MIPOBEJCHHOTO CPaBHUTEJIIBHOIO aHaJIU3a [JIEWCTBUA HA PpACTEHHUs [IBYX CTEpUH-
CBS3BIBAIONIUX areHTOB HuctatuHa W MACD, uMmeromux pa3iaudHble MEXaHU3MBbI
CBSI3BIBAHUSI CO CTEpUMHAMH, TOKa3aHa MEHbIas TOKCUYHOCTh il pacteHuit MpSCD.
OKcnepuMeHTAIbHbIE JaHHBIE U METOJUYECKUE MMPUEMBI, U3JI0KEHHbIE B pa00OTE, MOTYT
ObITh TPUMEHEHBl B YUPEKICHUSX CEIbCKOXO3SIMCTBEHHOTO, OHOJOTHYECKOT0 U
OMOTEXHOJIOTUYECKOro PO(UIIs, a TaKKe MPU YTEHUH KYpPCOB JIEKIHHA 10 (PU3UOJIOTUN
¥ OMOXUMUU PacTeHUI U MOJIEKyJIsipHOM 6uosoruu B BY3ax.

Crsa3b pa0d0ThI ¢ HAYYHBIMH POTPAMMAMHU M COOCTBEHHBII BKJIA/I ABTOPA B
ucciaenoBanmsi. Padora mposoauiack ¢ 2012 nmo 2016 r.r. B COOTBETCTBUU C IJIAHOM
HayuyHbelXx uccnenoBanui KWbb KasHI[ PAH no teme «MosnekysipHble MEXaHU3MBI
AHTUOKCUJAHTHOM 3aIUTHI PaCTUTEIIbHBIX KJIETOK» (rocyaapCTBEHHBIN
peructpaunonubii Ne 01201357062). HMccnenoBaHusi aBTOpa, Kak PYKOBOIAUTENS H
WCHOJIHUTENSA, nojaepkanbl rpantamu POOU, OIII, BHII, MKb, crunenausmu
bruoxumuueckoro obimectBa (Benukooputanus) u [IpaBurenbcrBa @pannuu. Hayunbie
MOJIOKEHUSI W BBIBOJBI JHCCEPTAlMM 0a3HpyHOTCS Ha pe3yjbTaTaX COOCTBEHHBIX
MCCIIEIOBAHUN aBTOPA.

IHon0keHus1, BLIHOCHUMBbIE HA 3ALIUTY.

1. BoBieueHue CTEpPHUHOB B CTPECCOBBIM OTBET PACTUTEIBHON KIETKU
peannzyeTcsi 4epe3 HM3MEHEHHE OOIIEero COJCp>KaHUS CTEPUHOB, COOTHOLIEHUS HX
MOJIEKYJISIPHBIX BUJIOB, COOTHOIIICHHS CTEPUHOB C APYTUMH MEMOPAaHHBIMU JIUITHIAMH.

2. T'en crepunoBoro 6uocunTe3a TaSMT1 npencraBieH B TeHOME MIIIEHUITHI B
BHUJIE TPEX TOMEOJIOTMYHBIX KOIHI, KOTOPbIE XapaKTepU3YIOTCS BBICOKOH CTEIEHbIO
CXOJICTBAa KOJHUPYIOIMIMX 00JacTei, CYHIECTBEHHBIMU pa3IMYUsIMU B CTPYKTYpe
IPOMOTOPOB, AudPepeHIInaTbLHON dKCIIPECCUel MPU cTpecce.

Anpobanusi pa6oTbl. MaTepuabl AUCCepTalMy JOKIaIbIBAIMCh aBTOpoM Ha I11
1 VI BCEPOCCUMCKUX C MEXKIYHAPOIHBIM YYaCTUEM KOHIPECCAX MOJIOJBIX YYEHBIX-
ononoroB «Cumbunos-Poccusty (Hwkuuit Hosropom, 2010; Hpkyrck, 2013); XVIII
MEXIYHAPOMHOW KOH(PEPEHIIMN CTYACHTOB, AaCIHPAHTOB ¢ MOJIOABIX YYCHBIX
«JlomonocoB» (MockBa, Poccusi, 2011); TperbeM MEXIyHAPOJIHOM CHUMIIO3UYME

«Knerounass curHanmmzauusis y pacrenuid» (Kaszanb, Poccus, 2011); VIl cwe3ne
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¢busmnonoros pactenuit Poccun «®Duszmonorus pacteHuii — QyHIaMeHTadbHas OCHOBA
AKOJIOTMM U MHHOBAIIMOHHBIX OmoTexHosoruit» (Huwxkuuit Hosropoa, Poccus, 2011); Il
BCEPOCCUHCKOI HIKOJIe-KOH(PEPEHIIMN MOJIOABIX YUYEHBIX Y (PUMCKOT0 HAYYHOTO LIEHTpa
PAH wu Bonaro-Ypambckoro peruoHa 1o (GU3HKO-XUMHYECKOW OWUOJOTUU U
ouotexnonoruu «BMOMUKA — nayka XXI Beka» (Yda, Poccus, 2011); IV azuarckom
cumnosuyme «The 4" Asian Symposium on Plant Lipids» (IToxdynam, onkonr, 2011);
15-o1 u 16-0#1 MmexxryHapoAHBIX [IyIMHCKHX 1MIKOJIaX-KOH(MEPEHIUAX MOJIOIbIX YUEHBIX
«buonorus — Hayka XXI Beka» (Ilymuno, Poccus, 2011, 2012); 11-oii Mex1yHApOAHOM
xoHdpepeniuu «Reactive Oxygen and Nitrogen Species in Plants» (Bapiasa, ITosbia,
2013); MexayHapoJHOM cumno3uyme «MoJIeKyIIsipHbIe acTeKThl PeIOKC-MeTadoIn3Ma
pacrenmit» (Kazanb, Poccus, 2013); MexmyHapoqHOW KoH(DEpEHIMH, MPOBOIMMOMN
comectHo FEBS u Biochemical Society «Membrane, Morphology and Function»
(dapa-Can-Maptuno, AOpyumo, Hramus, 2014); roguunom cobpanuu OOmiecTBa
busnonoros pacteHuit Poccun m MexayHapoaHON HaydyHOU KOH(GEPEHIIMU U IIKOJIbI
MOJIOZIBIX YUYeHBIX «DU3HONOTHS pacTeHUH — TEOpETHUECKass OCHOBAa MHHOBAIIMOHHBIX
arpo- u ¢urodnorexnojoruiy (Kammuunrpan, Poccus, 2014); MexmayHapoIHOM
xoHdpepenmmu «Plant Abiotic Stress Tolerance Ill» (Bena, Asctpus, 2015); 18-om
EBporneiickoM CUMITIO3nyMe CTyIEHTOB-010I0TOB «Symbiose 2015y (Anekcanapyrmoimc,
I'pemusi, 2015); VI coBmecTHOM asmarckom cumnosuyme «6M Internatinal Singapore
Lipid Symposium and 6™ Asian Symposium on Plant Lipids» (Curramyp, 2015); a Takxe
Ha utoroBbix koHpepennusx KMBb KasHIl PAH (2012, 2013, 2014, 2015, 2016).

My6aukanuu. [lo matepuanam auccepranuu omyoankoano 19 pabort, u3 Hux 3
ctaThi B penensupyeMbix uzganusx (FEBS Journal, JIAH — 2 ctatbm), peKOMEHyeMbIX
BAK.

Crpykrypa u o0beM padorbl. [luccepranusi u3noxkeHa Ha 157 crpaHunax
MAIIMHOMUCHOTO TEKCTa W COCTOMT W3 BBEACHHUsA, 0030pa IJUTEPaTyphbl, OMUCAHHUS
MaTepUaJiOB M METOJIOB, U3JIOKECHHS PE3yJbTaTOB U HMX OOCYXICHUS, 3aKITIOUYCHHUS,
BBIBOJIOB, CIIMCKA JIMTEPATYphl U MpuiiokeHus. B padore npeacrasneno 13 tabmun, 33
pucynka. Cnucok nureparypsl BkIodaeT 331 wucTouHMKa, U3 KoTophix 305 —

HHOCTPAaHHBbIX.
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BbaaronapuocTu. Breipaxaro riny0oKkyro OJarogapHOCTb M IMPU3HATEIBHOCTb
MOEMY HaydyHOMYy pykoBoauTento A.0.H. MwunubGaeBoii @apune BuneBne 3a
BCECTOPOHHIOIO MOJJEPKKY, HEOLIEHUMYIO IIOMOILb, OTPOMHOE TEPIIEHUE U TIOHUMAHHE.
Bripakaro HCKpeHHIOI0 Os1arogapHocTh K.0.H. Banurosoit FOnuu Haunesne 3a momonis
B IIPOBEICHHHM OHKCIIEPUMEHTOB M IUIOJOTBOPHOE OOCYXKIECHHE PE3YJNbTATOB IPU
BBINIOJIHEHUM J1aHHOM paldoThl. Ocob0 xouy moONarolapuTh CBOMX KOJUIET K.X.H.
MyxutoBy ®aumy Kusmosny, k.0.H. [loHomapeBy Anactracuio AHaATOJIBEBHY, K.O.H.
HmutpueBy CBeTiiany AHaTosibeBHY, K.0.H. Kooy Ekarepuny PoOepToBHY U K.X.H.
Mypraszuny Jlsiican UnbcypoBHY 3a TOMOIIb B MPOBEACHUH dKCIIEpUMEHTOB. Oco0yI0
OslaroiapHoCTh BeIpaxkaro Ps6oBos Bukropun Bangumosae, TonopkoBoii Ane FOpbeBHE
u OcunoBoii Enene BaneHTHHOBHE 3a MOMOIIb B TPUOOPETEHUH IKCIIEPUMEHTAIBHBIX
HaBBIKOB, @  TaKXKe BCEM  COTPyJHUKaM  J1abOpaTOpuu  OKHUCIUTEIbHO-

BOCCTAHOBUTENBHOTO MeTabonu3Ma KazaHCKOro MHCTHTyTa OMOXMMHH U OMO(PU3UKHU

KaszHII PAH.
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I''TABA 1. OB30P JIMTEPATYPbI

1.1. PacTuTe/ibHbIe CTEPHHBI: XMMH4YeCKasi CTPYKTypa M MHOrooopasue
MOJIEKYJISIPHBIX BU/I0B

B Hacrosimiee Bpemsi M3BECTHO, YTO KIFOUEBYIO POJIb B (PYHKIIMOHUPOBAHHH
OMOJOTMYECKUX MeMOpaH Wurpaer HX JUNOUAHBIA cocTaB. JIMNMIHBIA —cocTaB
miazMatuyeckod memOpanbl (ITM) kietoxk pacteHuid crnienpuyeH Uisi KOHKPETHOTO
BUJa, TKaHu u oprana (Sandstrom, Cleland, 1989; Rozentsvet et al., 2014). OcHOBHBIMU
MeMOpaHHBIMU JIUMUJIAaMU SBJSIOTCS ocomunuasl (DJI), rUKOIUNUIBI, a TakkKe
cTepuHbl. [IpuMepHOE MPOIIEHTHOE COJEPIKAHKE JINITHUIOB B IUIa3MajeMMe COCTaBIISET
37-47% ®@JI, 28-37% cBobomubie crepuHbl W 25-29% TIWKOMUTIUIBI, KOTOPHIE
oTan4aroTcs (GU3MKo-XUMHUeCKMH cBoiictBamu (Bohn et al., 2007; Furt et al., 2007).
CTpykTypHOE pa3HOOOpa3We W3BECTHBIX JHMIHUIAOB BO3HUKACT W3-3a MHOXECTBA
BO3MOYHBIX aJIbTEPHATUBHBIX MyTEH UX OMOCHUHTE3A.

BakxHBIM  KOMIIOHEHTOM  MEMOpaH, OKa3bIBAOIIMM  yIOPSI0YMBAOIICE
BO3JICHCTBHE HA CTPYKTYpy MeMOpaH, SBISIIOTCS CTEPHHBI, YPOBEHb COJACpIKAHUS
KOTOPBIX PETYJIUPYETCs Ha KJIETOYHOM M OpraHu3MeHHOM ypoBHsX (Bretscher, Munro,
1993; London, 2002; Mukherjee, Maxfield, 2004). B otiuuue oT *UBOTHBIX U TPUOOB,
r7ie JTOMUHUPYIOIIMMH CTEPUHAMH SIBIISIOTCS XOJECTEPUH U DIPrOCTEPUH, BBICIINE
pacTeHusi 00JIaZal0T CIOXKHBIM CTepHHOBBIM cocTaBoM (Benveniste, 2004). Bosee 250
BUJIOB CTEPUMHOB OIMCAHBl B PACTEHUSAX, HANPUMEpP, B MPOPOCTKaX KyKypy3bl (Zea
mays L.) unentudumnupoBan 61 BuUI CTEPUHOB U TEHTAIUKINYECKUX TPUTEPIICHOB
(Akihisa et al., 1991; Guo et al., 1995; Hartmann, 1998). Ctepunbsl B pacTeHHIX
NPUCYTCTBYIOT B Tpex (opmax: cBOOOAHBIE CTEPUHBI, CTEPUHOBBIE JPUPBHI U
cTepuIruKo3uabl. [Ipeobnanarommmu cBOOOTHBIMUA CTEPHUHAMH BBICIIUX PACTECHUMN
SIBJITFOTCS f-CHTOCTEPHH, CTUTMACTEpUH M KamIecTeprH. PaHee B Hariei madopaTopun
OBLJIO MOKAa3aHO HAJIMYME OCHOBHBIX THUIIOB CTEPUHOB B KOpHsX mieHunbl (Valitova et
al., 2011). IlpumeuarenbHO, YTO B PACTHUTEIBHBIX KJIETKAX IIOKA3aHO HAINYNE
XOJIECTEPUHA, COAEP>KaHUE KOTOPOrO0 MOXKET JOCTUraTh B KOpHsAX miieHuibl 10% ot

obmero coxepxxanus crepuHoB (Valitova et al., 2011), B kieTkax apabwumorcuca
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(Arabidopsis thaliana L.) — 19%, cootBerctBenHo (Jang et al., 2000; He et al., 2003;
Schaller, 2003; Laloi et al., 2007). XonecrepuH, Kak MPaBUIIO, COJICPIKUTCS B PACTCHUIX
B MUHOPHBIX KOJTMYECTBAX, XOTS, KaK MMOKa3aHO, OH MOXET ObITh OCHOBHBIM CTEPUHOBBIM
KOMIIOHEHTOM MeMOpaH KpacHbIX BOAOPOCIEH M HEKOTOPhIX CEMEHCTB BBICIIUX
pacteHnid, Takux kak Solanaceae, Liliaceae u Scrophylariaceae (Noda et al., 1988;
Govindan et al., 1993; Hobbs et al., 1996; Nasir et al., 2011). KonxuecTBO CTEpUHOB B
KJIETKaX pacTEHUN MOCTOSTHHO JJI OTJEIBHOTO BUJA U COCTaBIsET B cpeaHeM 1-3 mr
obmmx cTepuHOB Ha 1 T cyxoro Beca (Schaeffer et al., 2001; Holmberg et al., 2002).

Cmpyxkmypa pacmumenbHblX CMePUHO8

CrepuHbl IPEACTABIAIOT COOON MOJUITUKINYECKUE CITUPTHI, UMEIOLINE B CBOEM
cocTaBe aiM(aTUYECKUE U IUKINYECKUE (PparMeHThl U OTHOCSIIUECS MO XUMUYECKOU
NpUpoi€ K  M30MNPEHOMJAM,  OCHOBOM  CTPYKTYpbl  KOTOPBIX  SIBJISIETCS
HUKJIONeHTaHonepruipodeHanTpeH. Bce cTepuHbl B CBOEH CTPYKType UMEIOT SpO,
o0Opa3oBaHHOE TUJIPUPOBAHHBIM (eHaHTpeHoM (Konbia A, B u C) U HHUKIONEHTaHOM
(ko110 D) (puc. 1), u 6okoByt0 1ienb mpu 17-om atome yriepona. CTepuHBI coaepxKar
[-runpokcuiibHyto rpynmny npu C3 1 0HY WM HECKOJIBKO ABOMHBIX CBs3el B KoJiblie B

1 OOKOBOH 1IEITH.

Puc. 1. Xumnueckas ctpykrypa ctepuHoB. Konbia A, B u C — rugpupoBaHHbIi

denanTpeH, konpio D — nukinoneHTan. YriaepoaHble aTOMbI IPOHYMEPOBAHBI.


http://www.xumuk.ru/spravochnik/2718.html
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OTAMYUTEIBHOW CTPYKTYPHOH OCOOEHHOCTBIO OCHOBHBIX PACTHTENIbHBIX
CTEPUHOB, IO CpPaBHCHUIO C XOJCCTCPUHOM, SIBJISCTCS HATUYUE METUJIBHBIX WU
THIBHBIX TPYMI Tpu 24-oM aTtome yriepoaa O6okoBoi mernu (Benveniste, 1986). 1o
3TOMY MPH3HAKY PACTHTEIIbHBIC CTEPUHBI ACIAT Ha 24-METHI- W DTHICTCPUHBIL.
KamrnecTepuH COAEPKUT TOJNBKO OJHY MeTHibHyI0 Tpymny npu C24, f-curoctepud
XapaKTePU3yeTCs HAJIMYMEeM STHIbHOW Tpymnmbel npu C24, a CTHTMAacTepyH HMEET
THIBHYIO rpynmy npu C24 u nBoiinyro cBs3b npu C22 (puc. 2) (Schaller et al., 1998).
PacTuTenbHbIC CTEPUHBI COIEPXKAT OOJIBIIE YITICPOTHBIX ATOMOB, YEM XOJIECTEPHH, YTO

nenaeT ux 6onee ruapodoousiMu (Sikorski, Kolakowska, 2002).

Puc. 2. CtpykrypHBIe GOPMYIBI pACTUTEIBHBIX CTEPUHOB: A — KaMmrecTepuH, b

— f-cutoctepuH, B — cturmactepus. BoineneHsl 0651acT CTPYKTYPHBIX OTIUYHUH.

Coommuouwienue pasmuuHvlx MOJEKYIAPHBIX U008 CIMEPUHOB

CooTHorieHue npeodaagaroux CTEPUHOB paCTeHUM cocTaBisgeT npumMepHo 70%
[-cutoctepuna, 5% cturmactepuna u 20% xamnectepuna (v >70% 24->THICTEPUHOB
1 <30% 24-MeTWICTEpUHOB). B cebCKOX035MCTBEHHBIX PACTEHUSAX Ha 24-MeTWII- U 24-
ATWICTEPUHBI OOBIYHO TpuxoAuTcs Oosiee 85% oT oOlIero conepkaHusi CTEPUHOB
(Jayasimha et al., 2006). Hanipumep, cTepuHOBBIH podhuiib apabuaoncuca BKI0YaeT f-
cutocteprn (64%) B KadecTBe OCHOBHOTO coenuHeHus, kamnectepun (11%),

cturmacteput (6%), nzodpykocrepun (3%) u 6paccukacreput (2%), a TaK)ke MUHOPHOE
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KomuecTBO npyrux crepuHoB (Schaeffer et al., 2001). Ha momymnsipHOi Momenu
pacTeHuii, apabugoricuce, OBUIO IMOKAa3aHO, YTO CTEONH, JIUCThI W KOPHU HMEIOT
pa3nuuHblid cTepuHOBBIA Mpodmiib (Morikawa et al., 2006; Schaeffer et al., 2001). B
padote Villette ¢ coapT. (2015) ObLI10 MOKA3aHO pa3HOOOpa3Ue CTEPHUHOBOIO COCTaBa B
IBUIBIIEBBIX 3€pHAX Pa3MYHBIX pacTeHuit B mepuon nsereHus (Villette et al., 2015).
Bbonpiioe pasHooOpa3ue CTEpUHOB oOecreunBaeTcsi OOKOBOH IIeTbio ipu 17-0oM atome
yraepoaa. K ocHOBHBIM (epMeHTaM, MOIUDUIHUPYIOMUM OOKOBYIO II€TIh CTEPHHOB,
otHocsaTcs: C24-crepun metwitpancepasst  (SMT1 m SMT2), crepun-A%-
uzomepasa/penykraza (DIM/DWEF1), C22-crepun necarypaza (CYP710A) (Benveniste,
2004). Bamanc mexmy 24-METHI- W STHICTCPUHAMH SIBJSICTCS CICUUMUYHBIM IS
OTACTHHOTO BUJA PACTCHUH, U PETYJISIMS COCTaBa U COOTHOIICHUS PA3JIMYHBIX THIIOB
CTCpUHOB, KaK TPEIIOJaraeTcs, SBISCTCS KIIOYEBBIM 3BEHOM MHOTHX KJIETOYHBIX

npoueccoB (Schaller, 2003).

MHnozoobpazue cmepunog

B pacteHnsx moMuMoO CBOOOJHBIX CTEPUHOB MPUCYTCTBYIOT 3HAYUTEIIbHBIC
KOJIMYEeCTBa 3(UPOB, TJIMKO3UIOB U AIlMJITJIMKO3UIOB CTEPUHOB, HAIMYUE KOTOPBIX HE
XapaKTepHO ISl )KUBOTHBIX. CTEpUHBI MOTYT HAaXOJUTHCS B COMPSHKEHUH C BHICIIUMHU
xupHbiMU Kuciotamu (JKK) ¢ o6pa3zoBanueM CloXXHBIX 3(UPOB CTEPHUIOB, YIIIEBOJAMU
(B OCHOBHOM, C TJIFOKO30M) ¢ 00pa3oBaHUEM CTEPOUIHBIX IVIMKO3H]I CTEPOJIMHOB UIIHU C
TEMU U JAPYTMMU OJHOBpEeMEHHO. [Ipw B3aMMOJEHCTBHM CTEPHHOB C TIIOKO30M M
nocneayromem  anunupoBanun KK oOpa3yroTcss  CTEpMITIMKO3UABI |
armicrepriruko3uanl (puc. 3) (Wojciechowski, 1991; Nystrom et al., 2007; Grille et
al., 2010). IToka3aHo, YTO KOHBIOTATHI CTEPHHOB, CTCPUIITIINKO3UIBI, MOTYT CIYXKHUTh B
KayecTBE TpaHCIOpTepa caxapa WM JUIsl XpaHEHUs CTEPUHOB, a TaKXKE BO3MOXHA HX
ponb B mepenade curnaioB (Grille et al., 2010). CrepuHbl Tak:ke MOTYT BBICTYIIATh
cyOcTpaTamu JIJIsi CHHTE3a IIMPOKOTO CIIEKTPa BTOPUYHBIX META0OIUTOB, 00JIaIat0IINX
3alUTHBIMU CBOMCTBAMHU, TAKUX KaK (PUTOATIEKCHHBI, TTTMKOATKAIOUIbI, KapACHOIU b U

crepounnbie canmonunsl (Ginzberg et al., 2009).
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Puc. 3. [Ipumeps! paznuunbix KoHBIOTaTOB cTeprHOB (Piironen et al., 2000).

PacturenbHble CTepUHBI, B YaCTHOCTHU, [f-CUTOCTEPHH, BXOJAST B COCTAB MHOTUX
JIEKapCTBEHHBIX M BUTAMHUHHBIX IPENapaToB, HOPMAIU3YIOIIMX JHUNUIHBIA OOMEH U
CHIDKAIOIIUX YPOBEHb XOJIECTEpPHHA Yy JIIOAECH. B codyeTaHun ¢ CallOHMHaMU CTEPUHBI
pacTeHui MPOSIBISIIOT TUIOJUITUAEMUYECKYIO U aHTUOTIPOTEKTOPHYIO akKTUBHOCTH (Rao,
Koratkar, 1997; Normén et al., 2000).

Bpaccunocmepouou

Bo MHOrux opranu3max CTEPUHBI ABJISIOTCS NMPEAIIECTBEHHUKAMU COCTMHEHUH C
BBICOKON (PU3HOJIOTMYECKOIN aKTUBHOCTBIO, TAKUX KaK CTEPOUIHBIE TOPMOHBI )KUBOTHBIX
(MOJIOBBIE  TOPMOHBI, KOPTUKOCTEPOMUIIBI W  ZIp.), PEryJUPYIOUIUX MPOLECCHI
KU3ZHENIEATEeIbHOCTH Yy >KUBOTHBIX M 4yenoBeka (Frye, 2009); Butamunbl rpymnmsl D;
DKJIHUCTEPOUIBI HACEKOMBIX, PEryJUPYIOIINAE MPOLECCHl PA3BUTHUS JUYUMHOK WU JIMHBKY

(Dulta, 1991); moyioBble TOPMOHBI TIpUOOB  AHTEPUAMOIBI W  OOTOHHOJIBI
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OpacCHHOCTEPOUIbI PACTEHUH, BAXKHEHIIINI KIacC (PUTOTOPMOHOB, BOBJICUEHHBIX B POCT
u pa3ButHe pactenuit (Hartmann, 1998; Clouse, 2000; Bishopa, Koncz, 2002; He et al.,
2003; Lindsey, 2003; Benveniste, 2004; Wang, 2006). Bbpaccunocrepouas (BP)
00Jaat0T CUJILHOM POCTOCTUMYJIMPYIOUIEH aKTUBHOCTBIO M CIIOCOOHBI MPOSIBISTH
busnonornyeckne >PQPEKThl B OUYCHb HU3KHUX KOHIEHTpamusax. M3Bectno, uro BP
NPUHUMAIOT aKTUBHOE YYaCTHE B AJIOHTAIlMU KJIETOK pacTeHui, MOp(hOTreHe3e OpraHos,
KJIETOYHOM JIEJICHHH, MOYJISAILIUY TOPMOHAIBHBIX OTBETOB, @ TAKXKE B OTBETHON peakun
KJIETOK Ha CTPECCOBBIE BO3JIEHCTBHS, B TOM 4Hcie Npu atake natoreHoB (Nakashita et
al., 2003). BP sBisrOTCS THAPOKCHIMPOBAHHBIMH IMPOW3BOJHBIMH XOJE€CTaHA, W HX
CTPYKTYpPBbI BKIIIOUAIOT Bapualuu B Kojblax A u B, a takxe B 6okoBoii nienu npu C17.
Ot coequHeHuss MOryt ObITh KiaccupuuupoBansl kak C27, C28, u C29 BP B
3aBUCUMOCTH OT JUIMHBI OokoBoM 1enu (Bajguz, Tretyn, 2003). B pactenusx ObuIO
oxapakTepu3zoBaHo 65 cBoooaHbsix BP m 5 komwtoraTos (Piotrowska, Bajguz, 2011).
bpaccunonmun (bC) — omuH w3 HamboJsiee akTHBHBIX mpenactaButencii bP (puc. 4),

BIICPBBIC BBIICJICHHBIN U3 MBLILILI parca (Brassica napus) (Grove et al., 1979).

Puc. 4. CtpyktypHas ¢popmysia 6pacCHHOIUIA.

B macrosimiee Bpemsi B CEIBCKOM XO3MMCTBE B KayeCTBE YAOOpPEHUsS IIUPOKO
npuMmeHsiercss cuHrernyeckuid ananor bC «OnuH» — aHTUCTpecCOBBIM mpemnapar,

001aIalouil CUIIBHOM POCTOCTUMYJIHUPYIOIIEH aKTUBHOCTBIO.
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Oxkcucmepunbi

CrepuHbl MOTYT OBITb TOJBEPTrHYTHl aBTOOKHCIEHHIO C 0Opa3oBaHHEM
OKCHCTEPUHOB, B pe3yJbTaTe 4Yero oOpa3yroTCs KOJBIEBbIE MPOIYKTHI, TaKUE Kak
THAPOKCU-, KETO-, SIMOKCH- W TPHUOJIPOU3BOAHBIC. MccienoBanue OMOIOTHMYECKHUX
3(PEKTOB OKCUCTEPUHOB MPOBOAUTCSA, B OCHOBHOM, Ha MeMOpaHaxX >KHUBOTHOTO
npoucxoxaenus (Russell, 2000; Schroepfer, 2000; Bjorkhem, Diczfalusy, 2002).
HNudopmarnus o pacTUTEIBHBIX OKCUCTEPUHAX U UX POJIU B META00JIU3ME PACTUTEIBHBIX
KJIETOK TIPAKTHUYECKHU OTCYTCTBYET. BhITO BBIIBUHYTO MPEATIOIOKEHHE, YTO, TTOCKOIBKY
pacTUTENbHBIE CTEPUHBI UMEIOT OOJBIIOE CTPYKTYPHOE CXOJICTBO C XOJIECTEPUHOM,
aHAJIOTUYHBIC TMPOMYKTHl OKHCICHHUS MOTYT OBITh OOpa3oBaHbl W W3 PACTHUTEIBHBIX
crepunoB (Daly et al., 1983). B pactenusx Obuto 00OHApYKEHO MUHOPHOE KOJHYECTBO
Pa3IMYHBIX TPOU3BOAHBIX OKCUCTEpUHOB (puc. 5) (Hartmann, 1998; Schroepfer, 2000;
Plat et al., 2001). [IpennonaraeTcsi, YTO OKHCICHUE PACTUTEIBHBIX CTEPUHOB BO3MOYKHO
KaKk MyTeM (PepMEHTAaTUBHBIX, TaK U HEPEPMEHTATUBHBIX PEAKIMi B €CTECTBEHHBIX
ycnoBusx (Li, Przybylski, 1995). Kpome Toro, B pe3ynbrare (pepMEHTATUBHBIX peaKui
MOTYT OBITh OKHCIIEHBI HE TOJBKO IMKIWYECKHE KOJblla, HO W OOKOoBas Ienb. B
3aBUCUMOCTH OT MPUPOJIbI U MECTOTIONIOKEHHSI KUCIIOPOIHOM TPYIIIbI, OKCUCTEPUHBI 110-
pa3HOMY BO3JICUCTBYIOT Ha OMO(PU3NYECKUE CBONCTBA MEMOPAHBI, U3MEHSS €€ TeKyUeCTh
U TPOHUIIAEMOCTh JIUIsl KaTHOHOB, aMHHOKHCIIOT U MOHOcaxapoB (Boissonneault et al.,
1991; Luu et al., 1991). IToka3aHo, 4TO B KJIE€TKaX >KMBOTHBIX OKCHCTEPHUHBI 00J1a1al0T
UTOTOKCUYHOCTHIO M MHAYIMPYIOT OKUCIuTeNbHbIH cTpece (Leonarduzzi et al., 2006).
Bo MHOTHMX wHCCleOBaHUSAX TMOKAa3aHO, YTO OKCHUCTEPUHBI SIBISIOTCS CUTHAIBLHBIMHU
MOJICKYJIaMH, BBITIOJHSIONUMHI pa3HOOOpa3Hble perysITOpHble (YHKIMH B KIIETKE
(Schroepfer, 2000; Bjorkhem, Diczfalusy, 2002; Leonarduzzi et al., 2006). OxcuctepuHbl
BOBJICUEHBI B PETYJIALMIO TAKMX MPOLECCOB Kak nornomenue Ca®*, anonros, kiaeTounas
nudGepeHIIMPOBKA U TPAHCKPHUIIIIMOHHAS akTUBHOCTH (Jaworski et al., 2001). ITpoaykTsr
ABTOOKHUCJICHHS XOJIECTEPHUHA MOTYT CIIYHUTh B KaUe€CTBE MOTECHIIUATBHBIX YHIOTCHHBIX

onomapkepoB okucimTenbHOTrO cTpecca (Iuliano et al., 2003; Ferderbar et al., 2007).
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Puc. 5. Oxcunpoussoansie S-cutoctepuna (Plat et al., 2001).

[To cpaBHEHUIO C XOJIECTEPUHOM, OKCUCTEPUHBI UMEIOT OOJIBIIYIO MOABUAKHOCTD
U TIOJISIPHOCTb, YTO MO3BOJISIET UM (PYHKIIMOHUPOBATh B KaU€CTBE TPAHCIIOPTHBIX (POpM
xoJsiectepruHa. CHHTE3 PACTUTENIbHBIX CTEPUHOB MPOUCXOAUT B SHIAOMIA3MAaTHYECKOM
peruxkynyme (OI1P), ogqHako cTepuHBI TaM HE HAKaIJIMBAIOTCS, a TPAHCIOPTUPYIOTCS
yepes komiutekc I'onpmxu B [IM (Boutté, Grebe, 2009). B oTiinure 0T KI€TOK JKHBOTHBIX
U TpubOB, TNl TPAHCHOPT CTEPUHOB OCYIIECTBISIETCS C MOMOIIBIO OKCHUCTEPHUH-
cBs3biBatonux OenkoB (OSBP), Mano uTo M3BECTHO O MEXaHM3MaxX TPAHCIOPTA BHOBH
cuHTe3upoBaHHbIX cTepuHOB U3 DIIP k [IM B pactutensHbix KieTkax (Beh et al., 2001;
Levine, Murno, 2001; Olkkonen, Lehto, 2004). OkcucTeprH-CBsI3bIBAIOIIUE OCIKH —
UTO30JIbHbIE OEJNKH, HMMEIOIIME BBICOKOE CpPOJACTBO K OKCHCTEpUHAM, SBISIOTCS
OpsIMBIMU TPAHCIOPTEPAMU OKCUCTEPUHOB B KileTKe. Kpome TOro, oHM BOBJICYEHBI B
MeTaboIM3M CTEPUHOB, BE3UKYJSIPHBIA TPAHCIIOPT U TpaHcAykiuio curaana (Bjorkhem

et al., 2002; Fairn, McMaster, 2008). [Tomumo okcuctepuHoB, OSBP Ttaxke moryr
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CBSI3bIBATh DPAa3JIMYHbIE JUMHIBL, B TOM uucie (HOCPOMHO3UTUIBI, IPTOCTEPUH U
xonecrepuH (Fairn, McMaster, 2005; Im et al., 2005). B apadunoncuce 6bu1 00HapyKeH
no100Hb1 OSBP, KOTOpBIN HANPSIMYIO CBSI3BIBACTCS C [-CUTOCTEPUHOM U, BO3MOKHO,
y4dacTByeT B skcriopte crepunoB u3 DIIP B I[IM (Boutté, Grebe, 2009). B nacrosimee
Bpems B apabunoncuce oonapysxkeno 12 OSBP 6enkos, B puce — 6 OSBP 6enkoB, Takxke
rOMOJIOTHYHBIA Oeok Obl1 oOHapyskeH B coe (Li et al., 2008; Umate, 2011). Takum
oOpazom, Oonbloe pazHOoOOpa3ue MPOU3BOAHBIX PACTUTENBHBIX CTEPUHOB U UX
KOHBIOTATOB MOKET CBHJIETEIILCTBOBATh O MHOTOOOPAa3HUHU BHIMIOHAEMBIX UMH (DYHKITHIA

B paCTCHUAX.

1.2. ®yHKIUY CTEPHHOB B PACTCHUAX

1.2.1. CTepHuHBI KAK KOMIIOHEHT MeMOpaH

Kak m B KieTkax »XKMBOTHBIX M TPHOOB, B PACTUTEIBHOW KJIETKE CBOOOJHBIC
CTEpUHBI JIOKAIM30BaHbI MpeuMyIiecTBeHHO B [IM. CTepuHBI MPUCYTCTBYIOT B MaJIbIX
xonmuectBax B OIIP (Hartmann, Benveniste, 1987), tonomacre (Yoshida, Uemura,
1986) u memOpanax mutoxoHapuii (Méance et al., 1976). IToka3zaHo, YTO OTHOCUTEIILHO
HeOobIass J0Jsl CTEPHHOB TPUCYTCTBYET B MeMOpaHax XJIOpOILIAaCTOB, HO OHHU
OTCYTCTBYIOT MeMOpaHax Twiakouaos (Hartmann, Benveniste, 1987). Ilo cpaBHeHuIo ¢
IpyruMu MeMOpaHHBIMU cucTteMamu, it [IM  xapakTepHO BBICOKOE COJIEpIKaHUE
crepunoB (Hartmann, Benveniste, 1987). B otinune ot [IM skuBOTHO#M KiieTku, mjs [IM
pacTeHH XapaKTepHa BBICOKas BapHaOCIbHOCTh CTEPUHOBOIO COCTAaBa B 3aBHCHMOCTH
OT BHJa pacTeHus, opraHa u Tkanu (Bretscher, Munro, 1993). Hanpumep, y sumeHs
(Hordeum vulgare L.) B IIM KoOpHEBBIX KIETOK KOJHYECTBO CBOOOJHBIX CTECPHHOB
npeBbiaeT koaudectBo DJI 6osiee yeM B 2 pasza, Torna kak B IUCThIX DJI Oombiie, uem
crepuHoB moutu B 1,5 pasa (Rochester et al., 1987). B aucresax mmmuata (Spinacia
oleracia) coortnomenne ®JI/cBOOOAHBIC CTEPHHBI TMOYTH Ha MOPsAAOK Bhimie — 9:1
(Rochester et al., 1987). Kmetouynas KOHIIEHTpaIMsi CBOOOTHBIX CTEPHHOB U HX
BHYTPUKIIETOYHOE  paclpejielieHue  JKECTKO  PEerylupyroTcs, HO  (aKTOpHI,
TIOJICP>KUBAIOIIME KOJIMYECTBO CTepHHOB B [IM, 1MoKa He SCHBI.

Panee ObulM BBISIBUWIIM HEKOTOPBIE CTPYKTYpPHBIE OCOOEHHOCTH CTEPHHOB,
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HEOOXOJMMBIE ISl UX BCTPaWBaHUS B MEMOpaHBI M BBHIMOJIHEHUS HUMH CTPYKTYPHOU
byHKIMU: 3TO0 cBOOOAHAS 3f-TUAPOKCUIBHAS TpyNNa, MUIOCKUNW TETPalMKINYeCKUn
ckeneT W anmdarudeckas OokoBas 1enb ¢ 8-10 aromamm yrimepoma (Bloch, 1983).
OCHOBHBIE PAaCTUTEIBbHBIE CTEPHHBI ([-CHTOCTEPHH, CTUTMACTEPUH U KaMIIECTCPHUH)
007alal0T ATUMH XapaKTEPUCTUKAMU. DKCIEPUMEHThl Ha MOJEIBHBIX MeMOpaHax u3
docharuaunxonuua (OPX) U CTEPUHOB COM MOKA3aHM, YTO BCE PACTUTEIHHBIC CTEPUHBI
MOTYT PEryJupoBaTh TEKy4ecTh MeMOpaH, HO ¢ pa3Hol 3¢ dexkruBHOCTHIO (Schuler et al.,
1990, 1991; Krajewsky-Bertrand et al., 1992). f-CutocTepuH 1 KaMIIECTEPHH CITIOCOOHBI
peryiaupoBaTh TEKy4eCTh W IPOHUIIAEMOCTh MEMOpaH IyTeM B3aWMOJICHCTBUS C
HACBHIIMICHHBIMA  aJKWIBHBIMU TiensiMd DPJI w  cPUHTOTMIUAOB, OTpaHUYWBAS WX
MOJIBIPKHOCTh TaKUM >K€ 00pa3oM, KaKk U XOJECTePHH B KJIETKaX MIICKOMHTAOIIUX
(Hartmann, 1998). Ilo cpaBHEHHIO C [-CHTOCTCPHHOM, CTHTMAcCTePHH HMEET
JIOTIOJTHUTEIBHYIO JBOMHYIO CBsi3b mpu C22 B 60koBO# nenu (puc. 2 B), uro nemaer
AIKWIBHYIO 1I€TIh MEHEE TMOKOM M3-3a JKECTKOCTH JBOMHOM CBSI3U M, CIEJOBATENbHO,
BIMSET HAa BCTpAaMBaHWE U pa3MEIICHWE CTUTMACTEPHHA B JIMIKUIHOM OHCIOE.
OKCHepUMEHTAIbHO ~ JI0Ka3aHO, UYTO  BCTpAaWBaHWE  CTHUTMAcTepUHA  MEXIY
JMHACKHIIICHHBIMA W MOHOHEHAChIeHHbIMH 1iensiMu KK uMeeT MEeHbIyr CTeneHb
YIOPSI0YCHHOCTH IO CpaBHEHHMIO ¢ f-cutocTepunoM (Hodzic et al., 2008). DTot adpdekt
elle 3HAYMTENIbHEEe BBIPAXKEH [IJI TOJWHEHACHIIICHHBIX JIMMUJI0B, WMEIOIINUX
Oonee OJIHOM JIBOMHOMN CBSI3HU. Hanpumep, 0COOEHHOCTBIO
NATbMATOMIONEUI(GOCPATHINIXOINHA SBISETCS HaTW4We yuc-ABOWHOW CBS3U B
nosioxkeHnn C9 HeHACHIIICHHON TIENTH, KOTOpasi MPUBOIUT K «HETUOKOMY HU3JIOMY» TIETIH.
CnenoBaTeiabHO, CHIKEHHUE B3aUMOCHCTBHS MOKET OBITh OOBSICHEHO HECOOTBETCTBHEM
MEXIY MpaHc-TBOWHON CBS3BI0 MOJIEKYJIBl CTEPUHA W YUC-IBOWHBIMU CBS3SIMH
JUTUAHONW YTIIEBOJOPOAHON IIETH, OOpPa3yIOIIMMH CBOETO POJa CTEPEOXUMHUUYECKYIO
koHpopmanuto HecoBMecTumocTu (Hodzic et al., 2008). Bo3moxkHO, cTUrMacTepuH
BBHITIOJIHSET HE OCHOBHYIO CTPYKTYpHYIO (pyHKIMio B [IM, a HECKOIBKO APYTyI0, €CTh
NPEIOI0KEHNE, YTO OH UTPACT PEryJsATOPHYI poib B kierke (Hartmann, 1998).
Hanpumep, ObLJIO MOKa3aHO, YTO CTUTMACTEPUH CTUMYJIUPYET akTuBHOCTh H'-AT®da3kl

[IM B KOpHSIX KYKYpYy3bl, B oTIH4K€e OT ero C22-HachIIEHHOT0 aHaJlora f-CUTOCTEpUHA
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(Grandmougin-Ferjani et al., 1997).

Takum oOpa3om, cBOOOAHBIE CTEpUHBI, Bxoasdmue B coctaB [IM, perymupyet
TEKy4eCcThb M MPOHHUIIAEMOCTh MeMOpaH, a Takxke (YHKIMOHUPOBAHHE MeMOpaHo-
cBsA3aHHBIX (epMeHTOB U peuentopo (Hartmann, 1998; Lee, 2004). HeGombiume
pa3nuuvs B MOJIEKYJISPHOM CTPYKType CTEPHMHOB MOTYT BIHATH Ha MeMOpaHHbBIE
CBOMCTBA M CBSI3aHBI C UX PA3TMYHON POJTHIO B OMOIOTHYECKHUX cHUCcTeMaX. PacTuTenbHbie
CTEpUHBI  [-CUTOCTEpUH W KAMIIECTCPUH, BEPOSATHO, SBIAIOTCS  OCHOBHBIMH
CTPYKTYPHBIMH KOMIIOHEHTaMH OMOJIOTHYECKMX MeMOpaH W UTparoT Ty e Pojb, YTO U
XOJIECTEPUH B KJIETKAaX >KUBOTHBIX. CTUTMAcTepWH, a TaKXKe XOJECTEPUH B KIIETKaX
pacTeHuid, BO3MOKHO, BOBJICUYEHBI B IPYTHE MPOIIECChl. MI3BECTHO, YTO HEKOTOPHIE BUIBI
pacTeHuid HUCTIOJB3YIOT XOJIECTEPUH B KauyeCTBE MPEAIISCTBEHHUKA I 3alUTHBIX
BCIIECTB, TaKWX Kak, TiIuKoankajgouabsl B kaptoderne (Ginzberg et al., 2009).
HNudopmaiius 0 CTPYKTYPHBIX OCOOCHHOCTSIX PACTUTEIBHBIX CTEPHHOB CIIOCOOCTBYET
NOHUMAHUI0O  MEXaHM3MOB  PETYJSIIUU  (DU3UKO-XMMHUYECKOTO  COCTOSIHHSI U
(YyHKUMOHUPOBAHUSI MEMOpaH pACTUTENBHBIX KJIETOK. 3a TMOCIEOHEE IECATUIIETUE
UCCIIeIOBaHNE (PYHKIIMI paCTUTENBHBIX CTEPUHOB BBIIIUIO HA HOBBIN ypoBeHb. [lomumo
OCHOBHOMW CTPYKTYPHOU pOJIM, KOTOpasi MPUITACHIBAJIACh UM W3HAYAIBHO, B HACTOSAIIEE

BpEeMsI CTEPHHAM OTBOJISTCS TAKXKE PEryysTopHas W curHainbHas ¢ynkuun (He et al.,

2003).

1.2.2. Posib cTepUHOB B TPAHCAYKIMH CUTHAJIA

Bzaumoceazv cmepunos u cghpuneonunuoos

B nutepaType HMEIOTCSI CBHICTEILCTBA YUACTHSI CTEPUHOB B TpaHCMEMOpaHHOM
TPAaHCAYKIIMM CHUTHAJIOB BHYTPh KJICTKA. OTO OCYIISCTBISETCS IOCPEICTBOM
dbopmupoBaHus crieNU(PUUECKUX JUNOUAHBIX MHKPOJIOMEHOB wid padToB (OT
aHTIIMHACKOTO ciioBa «rafty - miIoT), o0OorameHHBIX CTEpUHAMU W COUHTOTUIUIAMHA
(Mongrand et al., 2004; Bhat, 2005; Martin et al., 2005; Jacobson et al., 2007; Cacas et
al., 2012). Yacro B smTeparype 3TH JBa Kjacca JUIUI0B, CTCPUHBI U CUHTOJIMITHIBI,
Ha3bIBAIOT «padroobdpasyromumMmu». PadTel MOTYT CITyKUTh MIaTGopMamMu, Ha KOTOPBIX

JOKaJIM3YIOTCs pepMEHTHBIC M cUTHaNIbHBIC KomIutekchl (Laloi et al., 2007; Zauber et al.,
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2014). JlunuaHble MUKPOJIOMEHBI MPEICTABIISIIOT CO00M TeTepOreHHbIe U HeCTaOUIIbHbBIC
CTPYKTYpHI pazmepoM oT 50 1o 200 HM, oboramieHHbIe CTEPUHAME, CHUHTOIUITNIAMH,
HaceimeHHpIMA DJI u 6enkamu (puc. 6) (Mongrand et al., 2004; Bhat, 2005; Martin et
al., 2005; Jacobson et al., 2007). IlepBoHauajabHO JHMIHUIHBIE MHUKPOIOMCHBI OBLIH
oOHapy>KEHBI ¥ XOPOIIIO M3yUYeHBI B )KUBOTHBIX U JAPOXIKEBBIX KieTkax (Harder, Simons,
1997; Brown, London, 2000; Martin, Konopka, 2004; Pike, 2009; Lingwood, Simons,
2010). OnHako B MOC/EAHUE TOJIbI OSIBUIIMCH JIAHHBIC, CBUICTEIHCTBYIOIIUE O TOM, YTO
B KJIETKaX pacTEeHUU Takke oOpa3yroTcs JaunuanHbie MukpogoMmensl (Bhat, 2005; Martin
et al., 2005; Beck et al., 2007; Laloi et al., 2007).
I'uko3ununo3uToN-PochonepaMuibl SIBIASIOTCS OCHOBHBIMU COUHTOJIUIINIAMA
[IM pactutenbroit kinetkn (Markham et al., 2006; 2013), a Taxke JTUIHIHBIX PaTOB
(Borner et al., 2005). Onu BCTpedaroTCsi TOJIBKO B PACTCHUSAX M rprbax, B TOM YHUCIIEC

npoxokax (Sperling, Heinz, 2003; Sperling et al., 2005).

Plasma e o
5 i 8 } Lipid raft : Lipid raft
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P A P,
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Puc. 6. Cxema opranuzanyu JMIHIHOIO MUKPOJOMEHa. B cocTtaB MuUKpogoMeHa

BXOJAT CTepUHBI, chUHromunuabl, HackieHHble JI u 6enku (Bhat, 2005).
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[TokazaHo, YTO TVIMKO3WIMHO3UTON-(PochoriepaMuibl IMEIOT MOBBIIIEHHOE CPOJCTBO K
pacTUTENBHBIM CTEpPHHAM, 00yCIOBIeHHOE BaH-nep-BaaascoBbIME B3aMOACHCTBUSAMUA
OOKOBBIX TICTICH CTEPUHOB C HACBIIIIEHHBIMHU AIKWIHHBIMU HETISIMHA CPUHTOJIUIHIOB, YTO
ONpeNeNsieT WX IUIOTHYIO YIAKOBKY M CIOCOOCTBYeT 0Opa30BaHUIO JUIHIHBIX
mukpomomeroB (Borner et al., 2005).buonoruueckumu  (yHKIUAMHA  JTATTAIHBIX
MUKPOJIOMCHOB SIBJISTFOTCSI PELETIUS U TPAHCIYKIUS KIETOYHOTO CHTHAJA, PETYIISIIIHS
9K30IMTO3a, DHJOLUTO3a M aronTo3a, BHYTPUKJICTOUHBIM TpaHCIoOpT U Ap. (Simons,
Toomre, 2000; Garcia et al., 2003; Parton, 2003; Wickstrom et al., 2003; Falk et al., 2004;
Salaun et al., 2004). [Toka3aHO pa3IUYHOE y4acTHE CBOOOJHBIX W KOHBIOTUPOBAHHBIX
cTeprHOB B (popmupoBaHuM yrnopsmoueHHbIX gomeHoB (Furt et al., 2007; Mongrand et
al., 2010). Ectp mpenmnoyioxkeHUe, YTO COOTHOIICHHE [3-CUTOCTEPUH/CTUTMACTCPUH
MOKET BIIUATh Ha (DPU3UKO-XMMHYECKUE CBOMCTBA YIMOPSIAOYEHHBIX MUKPOJOMEHOB H,
TEM CaMbIM, MOJTYJIUPOBATh 3alTUTHBIC 0TBETHI pacTeHuit (Griebel, Zeier, 2010).

CoBpeMeHHbIE TMOAXOABl B JIMIUJAOMUKE JAIOT BO3MOXHOCTH TOJYYHUTh
uH(popMaIUI0 0 pa3HOOOpa3uu (YHKUUNA CTEPUHOB M COUHTOIUIHUAOB Yy YKAPHUOT.
Wwmeronecss naHHBIE CBHUAETEIBCTBYIOT O TOM, 4YTO OTH JBa Kjacca JIHIMHUIOB
dyukunonupytor Bmecte (Holmberg et al., 2003). [Toka3aHo, 4yTo 00a Ki1acca JUIMHIOB
NPUHUMAIOT Y9acThe B peryisiuu MmemOpansoro Tpancmnopra (Guan et al, 2009; Hannich
etal., 2011). [IpomexxyToUHbIC COCTUHEHUST OMOCHHTE3a U JIerpaaliii COUHTOIUITUIOB
yuacTBytoT B curHanbHbIX myTsx (Worrall et al., 2003). Kpome Toro, HayanbHbIN 3Tam
MEBaJIOHATHOTO MYTH CHUHTE3a M3O0IMPEHOWOB SIBISETCS TOYKOM MEpeceueHus MmyTei
OWoCcHHTE3a CTEpPUHOB U COHUHTOJUIMUIOB. ITO OBUIO TPOJEMOHCTPHUPOBAHO B
IKCIIEPUMEHTAX C WCIMOJb30BaHWEM MHPHOIIMHA, CIEMU(PUIECKOT0 HHTHOUTOpa CEpUH
najgbMuTOMIITpaHcepasbl, nepBoro (GepMeHta COUHTOIMNUIHOTO OuocuHTe3a. B
4acTHOCTH, 00paboTka A. thaliana mupuonrHOM NpUBOAKIA HE TOJIBKO K IMOAABICHHIO
CHHTE3a C(UHTOJIUIMIOB, HO M TIOHMXaJla aKTUBHOCTh 3-TUAPOKCHU-3-METUITITyTapuJI-
KoA penykrazsl (HMGR) u conepxaHue CTEPUHOB, YTO MOXKET CBHUETEIHCTBOBATH O
NEePEeKPECTHOM PeTysIun OBYyX myTei onocuntesa aunuao (Nieto et al., 2009).

B pabotax BanuroBoii ¢ coast. (2010, 2011) 6bu10 TOKa3aHO, YTO MPHU ACHCTBUH

CTCPUH-CBA3BIBAIOIICTO arcHTa HUCTATHMHA IMPOUCXOAUJIO 3HAYHUTCIIbBHOC YMCHBLIICHHC



27

COJEp)KaHUsl CTEPUHOB B KIETKaX KOPHEW IMIIEHUIIB, KOTOPOE COMPOBOXKIAIOCH
JBYKpaTHbIM yBenuueHuem oOmero coaepxkanus [nllep (BamutoBa m np., 2010;
Valitova et al., 2011). Kpome Toro, CBsi3bIBaHHE CTEPUHOB HUCTATHUHOM B KOPHSX
NIICHAIIBI TIPUBOJUIIO K CHIDKEHHIO KOHIICHTpAIlMM MOJICKYJISIpHBIX BuaoB [nllep,
conepkanmmx jummHHOIenoueunbie JKK, nHampumep, d18:1A8/h22:0 (Valitova et al.,
2011). Kak noka3ajiu WccieIOBaHUs, IPOBEICHBIC HAa HBOTHBIX KJICTKAX, HApYIICHUE
B3aMMOJICHCTBHSI MEXKIy CTepUHAMU W COUHTOTUIUAAMUA MOXKET OBITh TPUYUHOU
pa3iuuHbIX 3a00sieBanui yenoBeka (Puri et al., 1999; Pagano et al., 2000; Vance et al.,
2006). Takum 0Opa3oM, JaHHBIC COBPEMEHHOM JTUTEPATYPhl CBHICTSILCTBYIOT O TECHOM

(U3HOTOrNYECKON B3aMMOCBSI3H MEKy CTEPUHAMU U C(OUHTOJIUITHIAMHU.

1.2.3. Posib cTepHHOB B pocTe M PAa3BUTHM PACTEHUH

AHanu3 OHOXUMHYECKMX M (PSHOTUIUYCCKUX XapaKTECPUCTUK MHOXECTBA
PaCTHTENHHBIX MYTAHTOB C HApyIIEHUEM OHMOCHMHTE3a CTEPUHOB ITOCT-CKBAJICHOBOTO
CerMEHTa CIIOCOOCTBOBAN PACHIUPEHHUIO TIPEICTABICHUNA OTHOCUTEIHLHO POJIM CTEPHHOB
B Pa3BUTHHU PACTCHHM. JIeTaIbHOCTh MyTallMid HA pAHHUX CTAJIUSAX PA3BUTHS MTOKA3BIBACT,
YTO CTEPUHBI SBJIAIOTCS HE3aMEHUMBIMHU KJIETOYHBIMU KommoHeHTaMmHu (Schaller, 2003).
Kpome Toro, y MyTaHTOB Ha0J110,1a710Ch aHOMAJIbHOE YMOPHUOTEHHOE KJIIETOYHOE JICJICHHE,
NPUBOJAIIECE K HAPYIICHUSIM B MOPQOJOTHU CEMSI0JICH, THUIOKOTHIIS,, KOPEIIKOB.
W3BeCTHO TaKkXe, 4TO [-CUTOCTEPUH M CTUTMACTEPHH HTPAIOT OMPEICSIIAIIYI0 POJb B
kiaeTouHor nuddepentmarnu v nposmdepanuu (Piironen, 2000). ITokazano, 4to mpu
IIPOPACTaHNN CEMSH TIPOUCXOJNUT aKTUBHBIA CHHTE3 CTEPUHOB, O YeM CBHUACTEILCTBYET
YBEIIMYCHHUE OOIIETro CofepKaHus CBOOOHBIX CTEPHHOB. B mpoliecce co3peBanus ceMsiH
CKOPOCTh CHHTE3a CTEPHHOB MocTeneHHO yMmeHbIinaercs (Guo et al., 1995). Mmerotcs
TaK)Ke JaHHBIC O BAXHOW pOJIM CTEPUHOB B OMOCHHTE3€ IIEJUTFOJIO3BI B TIPOIECCE
dbopmupoBanus kierounoi crenku (Peng et al., 2002; Schrick et al., 2004). Bce stu
JaHHBIC CBHUJETEIBCTBYET O TOM, UYTO CTEPHHBI CIYXXaT CHUTHAJIbHBIMH H/HIIU
PETYJIATOPHBIMHU MOJICKYJIaMH, BOBJICYCHHBIMH B ITPOIIECCHI POCTA M PA3BUTHS PACTECHUS.

Bonpiryro poiib B pocTe U pa3BUTHH PACTEHUHN UTPAIOT MTPOU3BOTHBIC CTEPUHOB —

ropmoHsl bP. bpaccnHOCTEpOnaB! SBISIIOTCS Ba)KHBIMU PETYIATOPAMU POCTA PACTEHUH,
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JEHCTBYIONME B HAHO- M MHKPOMOJISIPHBIX KOHIIEHTpamusix. B Oonpmux mo3ax BP
WHTHOMPYIOT POCT ¥ TOBBIMIAIOT YCTOWYMBOCTH K HEOJArONMPUATHBIM BHEITHUM
dakTopam (TeperpeB, 3aMOpPO3KH, 3aTOIUICHWE, 3acyxa, HWH(EKIuu, elCTBHE
MIECTHIIN/IOB, 3aCOJICHHE MTOYBHI 1 Jp.). M3BecTHO, uTo BP mprHNMaloT akTHBHOE yyacTHe
B DJIOHTAIIMM KJIETOK pacTeHuid W MopdoreHese opraHoB, KICTOYHOM JICJICHUH,
MOJYJIAIIMA TOPMOHAIBHBIX OTBETOB, 3KCIPECCHU T€HOB W B peaju3allid OTBETHBIX
peakIuii KJIETOK Ha cTpeccoBbie Bo3neicTBusa (Hartmann, 1998; Clouse, 2000; Bishopa,
Koncz, 2002; He et al.,, 2003; Lindsey, 2003; Benveniste, 2004; Wang, 2006).
®dutoropmon bC — oaun u3 Hamboyiee aKTUBHBIX IpeacTaButenei BP, cTtpykrypHO
CXOIHBIX CO CTEPOMIHBIMH TOPMOHAMH JKHBOTHBIX, OKa3bIBAaCT OOJBIIOE BIMSHUEC HA
pa3ITUYHBIC TIPOIIECCHI KU3HEICITSIILHOCTH PACTEHUH, B TOM YHCIIe POCT, MPOPACTaHUE
CEeMsIH, aKTUBHOCTh (POTOCHMHTE3a, (PUKCAIMIO a30Ta, MOBBIINICHHE YCTOWYMBOCTU K
xoJioty, matoreHam, 3acojienuto (I1lakuposa, 2001; Khripach et al., 2000). CymectByet
npeanosoxkeHue o BopieueHnn bP B mepenady cBetoBoro curnaina — poromopdoreses
(Clouse, 2011; Gudesblat, Russinova, 2011). Kpome toro, BP nnaymnupyrot nepexom ot
BETETATUBHOTO K PENPOIYKTUBHOMY POCTY PAaCTCHHUH, CTUMYJIUPYSI TEM CaMbIM IIBETCHUE
(Domagalska et al., 2007). [Ipyrue ¢yHkuun BP BKiIrOYaroT perynisinio OMOCHHTE3a
STWJICHA TyTeM aKTHBAIlMd CHHTE3a |-aMHUHOIMKIIONPOIaH-1-kapOOHOBOW KHCIIOTHI,
runepnoispusanun Mmemopan, uaaykuuu cunatesa JIHK, PHK u Genka, yBennueHus
AKTUBHOCTH WHBEPTA3bl, CTUMYJIUPOBAHUS AKTUBHOCTH ()OTOCHHTE3a W W3MEHEHUS B
OanaHce IPyrux 3HAOTeHHBIX (hutoropmoHoB (Sasse, 2003).

N3yuenne wMyTaHTOB apaOuomnicMca TIO3BOJIMJIO  BBISBUTH JBa  THIA
OpacCHHOCTEPOUTHBIX MyTaHTOB. K IEpBOMY THITY OTHOCSATCS MyTaHTBI C HAPYIICHUSIMHU
B OwocuHTe3e (Hampumep, dwarf), dbeHOTHIT KOTOPBIX MOXKET BOCCTaHABIMBATHCS
sKk3oreHHoi oOpaboTkoit BC. BTopoii T OpacCHHOCTEPOHMIHBIX MYTAHTOB CBSI3aH C
HapyIlIeHHeM MporeccoB peuemniuu (Hanpumep, BRI1 — BRassinosteroid-Insensitivel
receptor) (Li, Chory, 1997; Nomura et al., 1999; Wang et al., 2001; Kinoshita et al., 2005)
W/WIIM Tpepenadyd TropMoHanbHOTO curHana (Hanpumep, BAK1 — BRI1-Associated
receptor Kinasel) (Li et al., 2001; Zhao et al., 2002), mosToMy 00pab0OTKa SK30reHHBIM

TOPMOHOM HC OKa3blBaJla Ha HUX BJIMSAHUA. HHTepeCHO OTMCTUTDb, 9YTO BCC MYTAHTLI
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XapaKTEepPU3yITCsI KapJIMKOBOCTHIO, TEMHO-3€JICHOW OKPAaCKOW JIMCTOBOHM TIACTHHKH,
YaCTUYHOW WM MOJHOW yTpaToil (DepTHIBHOCTH, 3aJI€PKKOU CTapeHus, U3MEHEHUEM
oTBeTHBIX 3amuTHBIX peaknuid (Clouse, Sasse, 1998; Clouse, 2002). ITomumo
apabujorncuca, MyTalldd B TEHaX, KOAWPYIOIIMX KIIOUEBbIE OMOCHHTETHYCCKHE
dbepMeHThI, 0OHapyKeHBI M U3y4eHbl B Tomatax (Bishop et al., 1999), ropoxe (Jager et
al., 2007), puce (Hong et al., 2003).

B Hacrosiee BpeMst oka3zaHo, YTO CTEPUHBI UTPAIOT BAXKHYIO POJIb B MIPOIECCE
SHIOIUTO3a, B YaCTHOCTH, MPU (POPMUPOBAHUU KJIETOYHON MOJSIPHOCTH. MHOXKECTBO
paboT MOCBSIIEHO UCCIIEIOBAHNIO 3aBUCUMOCTH 3H01IMTO3a U TpaHcrnopTa PIN 6enkoB
— TpaHCMEMOpaHHBIX TMEPEHOCUYMKOB ayKCHHAa — OT CTEPUHOBOTO COCTaBa MeMOpaH
(Carland et al., 2002; Souter et al., 2002). O6Hapy»*eHO, 4TO B MyTaHTaX apaOUI0ICHCca
sSmt1° ¢ mapymeHHbIM OMOCHHTE30M CTEPUHOB HAOIIOAAIOCH HAPYIICHHUE TTOISIPHOCTH
KJIETOK KOPHEW, YTO TPUBOAMIO K HW3MEHEHUSM B MOP(]OIOTHH pacTeHus u
rpaButpor3ma (Souter et al.,, 2002; Betts, Moore, 2003; Willemsen et al., 2003;
Titapiwatanakun et al., 2009). beuio chaenaHo NPeANnoNokKeHue, 4To (HOPMHUPOBAHHE
MOJIIPHOCTH 3aBUCHUT OT TpaHCIOpTa aykcuHa. JleiicTBUTENbHO, ¢ Hcmonb3oBannemM GFP
(green fluorescence protein) meyeroro PIN Genka mokasaHo, 4TO y IaHHOTO MYyTaHTa C
HApYIICHHBIM OMOCHHTE30M CTEPUHOB MPOWCXOAMUIIO HW3MEHEHHE JIOKAIM3alud M|
BcTpauBanus naHHoro PIN Oenka B KOHKpETHBIE y4acTKU Oa3albHBIX M alMMKaIbHBIX
memOpan kimerok (Carland et al.,, 2002; Souter et al., 2002). Bbeuto caemano
npeanoioxenue, yto PIN Genok BXOAUT B COCTaB TMIUAHBIX PadTOB, U €0 BCTPAUBAHUE
3aBUCUT OT cTepuHoBoro okpyxkenus (Carland et al., 2002; Betts, Moore, 2003). Otu
JTaHHBIE CBUIETEIBCTBYIOT O TOM, YTO cOaTaHCHPOBAHHBIN CTEPUHOBBIN COCTAB SIBIISIETCS
HEOOXOJUMBIM ~ YCIOBHEM /I TOJSIPHOCTH KJIETOK, TpaHCIOpTa ayKCHHA U

rpaBuTponu3ma kopuei (Souter et al., 2002; Beck et al., 2007).

1.24. Pos1b CTEPHHOB B CTPECCOBOM OTBETE PACTHTEIbHBIX KIETOK
MemOpaHHbIe JMNUABI PACTUTEIBHOW KJIETKH B CHIIy CBOEH J1aOWIBHOCTH
JUHAMHYHO pEearupyroT Ha JII00bI€ BO3IEUCTBUS U U3MEHEHUS, IPOUCXOISIIUE C KIETKOM

(Unpkosa, 1997, 2002; CwmupnoB, borgan, 2007; Maxkapenko u ap., 2010). Ilpu
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BO3/ICHCTBUH a0OMOTHYECKUX CTPECCOBBIX (PAKTOPOB OKpY’KaIOIIEH Cpebl Ha PacTeHuE,
KJIETOYHBIE MEMOpaHbI BHICTYMAIOT B POJIA CBOCOOPA3HON MHWINICHH, IPUHUMAS yaap Ha
cebs, YTO 3a4acTyl0 3TO MOXKET TPHUBECTH K WX TOBPESKICHUIO W HAPYIICHHUIO
JCSITETBHOCTH pacTUTeNbHOM KileTku B 1iesiom (Campos et al., 2003). Hapymienue
IIEJIOCTHOCTH KJIETOYHOW MeMOpaHbl W TOCIEAYIOIas YTeYKa WOHOB SIBIISIIOTCS
HECTICIIM(PUYCCKIUMH  TIOCTCACTBUSAMH  JICUCTBHS  PAa3IMYHBIX  HEOIArompUsSTHBIX
(bakTOpaoB BHEIIHEH Cpeibl, 0COOCHHO TeMIlepaTypHbIX Kosebanwuii (Larkindale, Knight,
2002). B cBsi3u ¢ 3TUM, aHaIM3 CTAOMJIBHOCTH KIETOYHBIX MEMOpaH M W3MCHEHHWH B
JUTUAHOM COCTaBe OOBIYHO HCTIOJIB3YIOTCS ISl OLIEHKH YCTOMYMBOCTU PACTEHUM MpHU
pa3iuuHbIX abnoThdeckux ctpeccax (Senthil-Kumar et al., 2003; Farooq, Azam, 2006).

N3BecTHO, 9TO comepkaHUE CTPYKTYPHBIX JUMHUAOB, B TOM YHCIIE CTEPHUHOB, H
COOBETCTBYIOIIEE W3MEHEHHE TEKy4eCTH MeMOpaH WrpalT BaXHYIO pOJb B
dbopmupoBanuu amantauu pactennid (Dufourc, 2008; Wang et al., 2012; Senthil-Kumar
et al., 2013). Hamuume CTEpUHOB OKa3bIBacT CTAOMIM3UPYIOIIEE BO3ACHCTBUEC Ha
MeMOpaHbl U CLIOCOOCTBYET YNOPSAOYEHUIO CTPYKTYPHBIX KOMIIOHEHTOB MeMOpaH. Kaxk
W3BECTHO, MOAYJISINS CTEPHHOBOTO KOMITOHEHTa MEMOpaH MPUBOAUT K M3MCHECHUSIM B
COCTaBe JAPYruX MeMOpPaHHBIX JIUMUOB U, KaK CJIEJACTBHUE, BIUSIET HA TPOHUIIAEMOCTD U
¢dbyHkimonnposanre MmemOpan (Banurosa u nip., 2010; Wang, Faust, 1990). B psiae padot
UMEIOTCS CBeJIeHHs 00 yBenumdeHuu cteneHu HachlmeHHocTH JKK octatkop ®JI u
coJlep KaHMsl CTEPUHOB B MeMOpaHax pacTeHud npu paHeBoMm ctpecce (JIpiruH u ap.,
1990; I'opon, 1992; AnekceeBa u ap., 2006; Vu et al., 2014). B vactHOCTH, TPU paHEBOM
cTpecce B KieTKax aktuBupytorca (ochomunazer D u A, oxucnstores KK
TTAKTOJUITUIOB W TIPOUCXOJUT AaIlMIMPOBAHWE MOHOTATAKTO3WJIHAIMIITIIHIICPUIOB
(MI'II) (Narvaez-Vasquez et al., 1999; Zien et al., 2001; Ryu, 2004; Buseman et al.,
2006; Vu et al., 2014). Ilox BIuMsHUEM THIO- U aHOKCUHU conepkanue DJI, a Tarxxke
WHTCHCUBHOCTh UX MeTabonusma cHuxawTcs (Yupkora, 2002). IlokazaHo, 4To
pacTeHus, BBIPAIIEHHBIE HA 3aCOJIEHHBIX IIOYBAX, XapaKTEPU3YIOTCS HW3MEHEHHBIM
conepxanuem ctepuHoB U DJI B memOpanax. DTH W3MEHEHUS B JIMITHIHOM COCTAaBE
NPUBOAIT K HAPYIIEHUSM aKTHMBHOTO WM TACCHBHOTO TpAHCIOPTa 4Yepe3 MeMOpaHy,

CHIDKEHHIO aKTHBHOCTH MeMOpaHHBIX ¢epmenToB (Klahre et al., 1998). B padore Khan



31

¢ coaBt. (2009) ObLIO OKa3aHO TOKCHYECKOE JICHCTBHE aTIOMUHUS Ha IPOPOCTKU PHCa,
KOTOpO€ TPUBOAMIIO B TIEPBYKD OYEpENb B YBEIMYEHHH MpoHunaemoctu [IM,
CBS3aHHOMY C YMEHBIIICHHUEM OOIIETO COACpKAaHWUS CTEpUHOB M yBenmueHuem DJI
COIPOBOXKIaJI0Ch HHIHOUpoBaHueM pocrta kopaeii (Khan et al., 2009).

[TonmxeHHasT WM TIOBBINICHHAS TEMIIEpaTypa TakKKe SIBISECTCS CTPECCOBBIM
BO3JICHCTBUEM, BIUSIOMINUM Ha (PU3UKO-XUMHUUYECKOE COCTOSIHUE MEMOpPaH PaCTUTEIbHBIX
KJIETOK. VM3BeCTHO, 4TO XOJIOJIOBOM CTpecC 3HAYUTEIHHO U3MEHSIET JTUMUAHBIA COCTaB
MeMOpaHbl, B TOM YHCJE CTENEeHb HEHACHIEHHOCTH (Pocho- W TIUKOJIUIUIIOB U
OTHOCUTEJIBHOE COOTHOIIECHUE CTepUHOB, Iiepedpo3ugoB u DJI, B uvactHocTH, DX
(Makapenko u ap., 2010; Uemura, Steponkus, 1999; Bohn et al., 2007). XomnonoBas
aKKJIMMATH3aIMs TPOPOCTKOB MIIICHUIIBI B TEYCHUE TPEeX Hemeb mpu +2° C mpuBoauia
K yBenuueHuto Ha 13-16% ypoBHS CBOOOJHBIX CTEPUHOB. B OTiIM4YME OT CTEPUHOB,
YPOBEHb BCEX TJIMKOJMIHNAOB CHIDKalICA. Kpome Toro, Habm0mamoch 3HAYUTEIHHOE
CHI)KCHUE COJIEpKAHUSI CTEPWITIIMKO3UI0B U AllMJICTEPUITIIUKO3UAOB. DPPerThl
X0JIOJIOBOM aKkkJIMMaTu3auu Ha (HochOIUIUIHBIN cOCTaB ObUIM HE3HAUYUTEIILHBIMU, B
YaCTHOCTH, Ha0J1r01aJI0Ch 3aMETHOE YBEJIUYECHUE KOJIMUYECTBA dX u
docharuaumsranonamuna (OD) (Bohn et al., 2007). Bo ¢pakuuu I[IM apadunorncuca
XOJIOIOBasl AaKKJIUMaTU3alMs B TEUEHHWE JBYX JHEW TPUBOAWIA K YBEITHUYCHHIO
conepxkanusi ®JI m CBOOOJHBIX CTEPUHOB W YMEHBIIECHUIO JOJM COHUHTOJIUINIOB
(Minami et al.,, 2010). Bpulo moka3aHo, YTO B PACTCHUSAX PXKH KOHICHTpAIIHS
MEMOpaHHBIX CTEPUHOB YBEJIMYMUBAETCS B XOJOJHOE BpeMs, U 3TOT 3p(deKT Oosee
BhIpaKeH y ycroiuuBsix copToB pxkm (Uemura, Steponkus, 1994). Ilpu xos0710B0OM
CTpecce TPOUCXOIUT CBEPXIKCIpeccuss psaa (epMEHTOB JIMIHUIHOTO, B TOM YHCIIE
crepuHoBOro, onocuntesa (Badea, Basu, 2009; Byun et al., 2014). MaTepecHo, 4TO mpH
aKKJIMMATH3allid K  XOJOJy TPOPOCTKOB COM  COJACpXKaHWE f-CHUTOCTEpUHA
YBEIMYHMBAIOCh, a KaMIIECTEPHHA OCTaBajOoCh HEU3MEHHBIM, YTO, BO3MOXKHO,
obyciosieHo ceepxakcrpeccueit SMT2 (Neelakandan et al., 2010).

N3BecTHO, 9TO X0JI0I0BOM CTPECC XapaKTEPU3yeTCs aKTUBAINEH OKUCITUTETHHBIX
nporieccoB B kierke (Kendall, McKersie, 1989; Chinnusamy et al., 2007).

OKHCIIUTENBHBIM CTpECC BO3HUKAE€T B pe3yjbTaTe MACHCTBUSA IPAKTHYECKH BCEX
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HEeOMaronpusITHBIX (PAKTOPOB BHEITHEHN Cpefibl, BKITIOYAs 3aCyXy, MOYBEHHOE 3aCOJICHUE,
3arpsi3HEHUE BO3yXa TOKCHYCCKUMHU COCIMHCHUSIMHU, TAKUMH KaK 030H, OKCHBI CEPBI,
IIPH JCHCTBUM TSDKENBIX METAJIOB, HeOIaronpusaTHeIX Temreparyp u ap. (Hung et al.,
2005; Chinnusamy et al., 2007). B HacTosiee BpeMsi U3BECTHO, YTO BAKHYIO POJIb B
OTBETHOM pEaKIMu KIJIETOK Ha JEHCTBUE MPOOKCUIAHTOB UIPAIOT CTEpPUHBLI. B paboTax
MHOTHX HCCJeIoBaTeNied OBIJI0 TMOKa3aHO, YTO f-CHTOCTEPUH 00JalaeT BBICOKOM
anTHokcuaanTHon aktuBHOCTHIO (Weng, Wang, 2000; Wang et al., 2002; Vivancos,
Moreno, 2005; Pose et al., 2009), B yacTHOCTH, OH CITOCOOEH HEHTPATU30BaTh CBOOOTHBIC
paguKaibl  TUGEHWIMHKPUITHAPA3WIa (JIOHOpa CYNEpOKCH] aHWOHa). MyTaHThI C
MOBBIIIEHHBIM COJIEPXKAHUEM f-CUTOCTEpUHA 00saany OOJbIIEH yCTOWYUBOCTBIO K
OKHCIIUTEIBHOMY CTpeCCy, 10 CpaBHEeHHUIO ¢ AukuM TriioM (Wegener et al., 1997). Beiio
MOKa3aHO, 4YTO TMPH JK30reHHOM no0aBieHun ADK-reHepupyromux CoeIunHEHUH
WHIYIIUPYeTCsl OMOCHHTE3 CTUTMAcTepuHa B JHCThiX apadumoricuca (Griebel, Zeier,
2010).

Hapsiny ¢ He3HaUNTEIbHBIMU H3MEHEHUSAMH B cOCTaBe (pocdo- ¥ MIMKOIUITHIOB,
WU3MCHEHHS COCTaBa CTEPHMHOBOTO KOMITIOHCHTA B PACTHTEIbHBIX KJIETKAaX B CTPECCOBBIX
YCIIOBUSIX SIBIISTIOTCS Ba)KHBIM (DAaKTOpOM (OPMHUPOBaHHUS CTPECCOBOTO OTBETa. BhIIO
BBICKA3aHO MPEINOI0KEHUE, YTO, B OTIUYHE OT KUBOTHBIX, YHUKAJIbHAS CIIOCOOHOCTD
pacTeHull K CUHTE3y 24-3TUICTEPUHOB ([-CUTOCTEPUHA U CTUTMACTEPUHA) MOXKET OBITh
JaCTHIO ABOJIFOIIMOHHOTO TIPOIIeCcca aAanTallui K CTPECCOBBIM YCIIOBUSAM U TIO ISP KAHHS
Ba)KHBIX MEMOpPaHHO-CBsI3aHHBIX TIporieccoB Metadbomu3ma (Dufourc, 2008). Kpowme Toro,
BRXHBIM I10Ka3aTelIeM COCTOSHHUS PACTHTCIBHBIX MEMOpaH SBISETCS OTHOIICHHE
CTHrMacTepuHa K f-cutoctepuny. COOTHOIICHHE CTUTMAacTepuHa M [-CUTOCTEpPHHA B
MeMOpaHe MOXKET BJIUATH Ha OTBET PACTUTEIIBHBIX KJICTOK Ha Pa3IUYHbIC OHOTUYCCKUE U
abnoTnyeckue crpeccoBbie Bo3aericTeus (Hartmann, 1998; Arngvist et al., 2008; Griebel,
Zeier, 2010; Wang et al., 2012; Senthil-Kumar et al., 2013). Tak, ObLJ10 TIOKa3aHO, YTO
mytanTel apabumoncuca (AtCYP710Al) co cBepxokcopeccueir reHa C22-ctepuH
JecaTypasbl, KaTalM3UPYIOIIEH peakuuio oOpa3oBaHUs CTUTMAacTepuHa U3 f-
CUTOCTEpUHA, XapaKTEepPH3yIOTCS OOJBIIUM  COJEp)KaHUEM CTHUTMAcTEepHHA U

MOBBIIIIEHHOW YCTOWYMBOCTBIO K HU3KMM M BBICOKHM Temreparypam (Senthil-Kumar et
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al., 2013). B pacrenusx apabugorncuca IOKa3aHO MATOr¢H-UHIYIIUPOBAHHOE
YBEIMYCHHUE COJCpPXKAHUS CTHUTMAacTepUHA, YTO, B CBOIO OYEpEeIb, NPHUBOIUIO K
YMEHBIIICHUIO TPOHUIIAEMOCTH MeMOpaH, ¥, KaK CJIEICTBHE, K IIOBBIIIICHUIO
YCTOHYMBOCTH PACTEHHS K HECHerUpUIECKOMYy MaTtoreHy. MyTaHThl apaOuioricuca ¢
HyJIb-MyTarei Toro ke rena (Atcyp710al) umenn MOBBIMICHHYIO 9yBCTBUTEIBHOCTD K
OakTepuanpHbpiM naToreHam (Griebel, Zeier, 2010; Wang et al., 2012). Kpome Toro,
nokazaHo, 4to pacteHus Vicia faba, mpensapurenbHo 00pabOTaHHBIC SK30TCHHBIM
CTUTMACTEpUHOM, 00JIaJlaji TMOBBIIIEHHOW YCTOMYMBOCTBIO K 3aCOJICHHIO 33 CYET
aKTUBAIIMM AHTUOKCHJIAHTHOM CHCTeMbl. B wyacTHocTH, HaAOIIOMANOCH YBEIWYCHUE
aKTUBHOCTH KaTaJia3bl W  ackopOaTr TMepOKCHIa3bl W  TOBBIIMICHHE  YPOBHS
BOCCTAaHOBJICHHOTO TJIyTaTHOHA, a TaK)K€ YMEHBIIICHUE OKUCIUTEIBHBIX TMOBPEKICHUN
MeMOpaH (CHIKCHHE YPOBHs nepekucHoro okucieHus aunuaos (ITOJI) u noBbimeHue
uHjIeKca cTabuipbHOCTH MeMOpaHn) (Hassanein et al., 2012). Takum oOpa3om, BBICOKOE
coziepkanue cturmacreputa B [IM MOXKeT U3MEHSTh €€ TEeKy4eCTh U IIPOHUIIAEMOCTh U
OrpaHWYMBaTh, TEM CaMbIM, BBIXOJ BemiecTB B anoriact (Schuler et al., 1991; Hartmann,
1998; Wang et al., 2012). Ha ocHOBaHNYW JaHHBIX JIATEPATYPHI MOXKHO MPEIIOIOKHTB,
YTO CTUIMACTEPUH, KOTOPBIM HAXOAUTCA B MUHOPHBIX KonudecTtBax B IIM pacrenui,
SIBJISICTCSI «CTPECCOBBIMY CTEPUHOM.

Takum 00pa3om, xapakTepHOW OCOOEHHOCTBHIO PACTEHHM SBJSETCS OOraThlii U
MHOTOOOpa3HBIA  CTEPUHOBBIM  COCTaB, YTO HMMEET, IO-BUIUMOMY, OOJBIIIOE
(bU3MOOTHYECKOS 3HAYEHUE JUIT POCTAa M Pa3BUTHUS PACTUTEIHLHOTO OpPraHW3Ma U €To
YCTOMYMBOCTH M ajanTtaiuu K crtpeccoBbiM ycaoBusM (Schaller, 2004). MoskHo
3aKJIFOYUTh, 9YTO MHOTO0Opa3rne BUAOB PACTUTEIBHBIX CTEPHHOB M BapHAOCIIBHOCTh X
COOTHOIICHHA C JPYTMMH MEMOpPAHHBIMU JIMIUJAAMH JIGKUT B OCHOBE MEXaHHU3Ma
y4acTusi CTEPUHOBOTO KOMITOHEHTa B OTBETHBIX PEAKIMSIX PACTEHHWU HAa CTPECCOBHIC
Bo3nelicTBus. OJHAKO OMOXMMHUYECKHE MEXaHWU3MBl BOBJICUCHHS CTCPUHOB B
(GYHKIIMOHUPOBAHUE PACTUTEIILHBIX MEMOpPaH OCTAIOTCS HEIOCTATOYHO W3YYCHHBIMH.
N3yyenne GyHKIMOHUPOBAHUS KIETOK NPH MOIYJSIHMA CTEPUHOBOTO KOMITOHEHTA
MOXKET CIIOCOOCTBOBaTh IMOHMUMAHHWIO CTEPHH-OMOCPEAOBAHHBIX  PETYJISTOPHBIX

MCXaHHN3MOB.
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1.3. CtepuH-cBS3bIBAIOIME AT€HTHI: HUCTATHH U METHJI-f-IIUKJI0IeKCTPUH

3meHeHnss CTEpUHOBOTO KOMIIOHEHTa BIEKYT 3a CO0OW 3HAYHUTEIbHBIC
U3MEHEHUSI B (YHKIIMOHUPOBAHUM MEMOpaH, MeTa0oju3Ma KJIETKH M OpraHu3Ma B
nesnom. [lokazaHo, 4TO U3BMEHEHHUE B COJEPKaHUM MEMOPAHHBIX CTEPUHOB B MPOPOCTKAX
apabuorncuca Bbi3biBaeT reuepanuio AOK u stuiieHa U, B KOHEYHOM UTOTe, TPUBOJIUT
K mpexaeBpeMenHoMmy crapennio kietok (Kim et al., 2010). HcrormieHue cTepuHOB
MO>KET MPUBECTU K Pa3pPYyIICHUI0 MUKPOJIOMEHOB U BHICBOOOXKACHUIO X COJIEPKHUMOTO
u3 memOpan (Pike, Miller, 1998). B pabote Cheng ¢ coast. (2006) 66110 0OHApPYKEHO,
YTO HCTOIIEHHE MeMOpaHHOro XxojiectepuHa B (ubOpobOracTax MIIEKOMUTAONINX,
BbI3BanHOe MACD, unnynupyer makpoayrodaruto (Cheng et al., 2006).

CymiecTByeT MHOXECTBO MOAXOAOB JUIsl HCCIEAOBAHUS POJIM CTEPUHOBOIO
KOMITOHEHTa BO BHYTPHUKJIETOYHBIX MPOIECCaX, HAMPUMEDP, C MOMOIIbIO JT00ABICHUS
AK30TCHHBIX (HACBIIMICHUS) WM CBSA3BIBAHUSI JHJIOTEHHBIX CTEPUHOB (HUCTOLICHUS).
HckyccTBeHHass MoAU(UKALIMS CTEPUHOBOIO KOMIIOHEHTa MOKET OBbITh OCYIIECTBICHA
MyTeM MPUMEHCHHs Pa3IMYHBIX criennduueckux areHToB. K HUM OTHOCATCS TakKue
CTCPUH-CBS3BIBAIOIINE AareHTHl, KaK TIOJUEHOBBI AaHTHUOMOTHK HHCTAaTHH U

MakporukiInyeckuii onmurocaxapug MpFCD.

1.3.1. HucraTun

BriepBbie HucTaTHH ObLT BBIZACIEH U3 Streptomyces noursei B 1950 roay. D1oT
TIOJINCHOBBIN aHTHOMOTHK CITENU(PUYECKU CBSA3BIBACTCS C DHAOTCHHBIMH CTEPUHAMH C
obpasoBanmem 1mop (kamamoB) (puc. 7) (Andreoli, Monahan, 1968; Marty,
Finkelstein, 1975).

Puc. 7. CtpykrypHas ¢popmysa HUCTATHHA.
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«HucratuHOBBIE» TOPHI COCTOSAT W3 JBYX CYOBECIMHHUIl, COACPKAIIUX
rUIPO(GWIBHBIE THIPOKCUIBHBIC TPYIIBI BIOJb MOBEPXHOCTH MOPBI U TUAPO(OOHBIIt
TeNTAHOBBIM CErMEHT, KOTOPBI B3aMMOJECHCTBYET CO CTEpUHAMH U TUAPOPOOHBIM
OKpYyKeHHeM Oucos. beuti nmpeaoskeHbl MOJIEKYISIPHBIE MOJIENN TIOP, 00pa3yIONIIXCs
B MeMmOpaHax, oOpabortanubix HucratuHoM (puc. 8) (Finkelstein, Holz, 1973). Kak
U3BECTHO, HUCTATHH YBEIWYMBACT HOHHYIO TPOHHUIIAEMOCTh CTEPHH-COICPIKAIINX
OMOJIOTHYECKUX M HMCKYCCTBEHHBIX MEMOpaH, BBI3bIBas BHITCKAHUE W3 KJICTKH HOHOB,
BOJIbI, aMUHOKHCIIOT M 0enikoB (I"opaon u nip., 2005; Coutinho et al., 2004). O6pa3oBanue
TaKUX MOpP MPUBOIUT K 3aKUCICHUIO BHYTPUKIETOYHOTO COAEPKUMOTO MOCPEICTBOM
K*/H*- nnm K*- yrneBoaHoro oomMena, morepe 3¢upoB hocdopa, OpraHndecKuX KUCIIOT,
HYKJICOTUZOB M OenkoB. [loka3zaHO, YTO HHCTAaTHH JIETKO TPOHHKAET B MOHOCIOM
XOJIECTEpUHA WM 3procreprna, Ho He B3aumoseiictByeT ¢ DJI (Coutinho et al., 2004).
MyTtaHThbl ¢ nedeKkTaMu Ha MO3JHHUX dTarmax OMOCHHTE3a CTCPUHOB XapaKTEPU3YIOTCS
NOHMKCHHOW UyBCTBUTEIBHOCTHIO K IIOJIMEHAM, TAaKUM KaK HHUCTATHUH, KOTOpHIE
HApPYIIAIOT [EJIOCTHOCTh MEMOpaHbBI, XOTS MPSMOW CBSI3U MEKAY YCTOHYHMBOCTBHIO K
HUCTATUHY U aedekramu B OnocuHTEe3e sprocrepuHa He BoisiBieHo (Molzahn, Woods,
1972). IlpumeHeHre HUCTaTHHA ABJSICTCS S(()EKTUBHBIM MHCTPYMEHTOM JUJISI U3yUCHHSI
pPOJM CTEPUHOBOTO KOMITOHEHTa B Pa3IMYHBIX MPOIECCaX, MPOTCKAOIINX B KHBBIX
kJeTkax. MccinenoBanust ¢ UCTIONB30BAaHUEM HUCTATHHA MTPOBOAUIIMCH, B OCHOBHOM, Ha
KUBOTHBIX KIJIETKaX MJIM MOJICJIbHBIX MeMOpaHax. BiusHue HUCTaTHHA HAa pacTUTEIIbHbIC

KJICTKHX OCTACTCA, OAHAKO, MAJION3YUCHHBIM.
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Puc. 8. Moaens «aucratunoBoi» nopsl (Finkelstein, Holz, 1973).
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Panee B Hamelt nabopatopuu ObUIO MOKa3aHO, YTO MPH HAPYUIEHUU HOHHOM
IIPOBOJIMMOCTH r1a3MajgeMMBbl HUCTaTUHOM HaO01aeTCs aKTUBU3aLUA
HHEPreTHYECKOT0 OOMEHA, YTO BHIPAKACTCA B YCUJICHUH JBIXaHUS M TEIUIONPOIYKIIUH,
YBEJIMUMBAIOTCS DHEPTETHYECKUE 3aTpaThl HA akTUBAUUIO MPOTOHHOW AT®a3wl U Ha
CUHTE3 JIMMTUIHBIX KOMIOHEHTOB MeMOpanbl (['opaon u ap., 2005). O6a 3Tux mporiecca
HalpaBJICHbl HA «IUMKBUJALMIO» HAPYUIEHUS HOHHOTO TOMEOCTa3a  KIIETOK.
[Ipeanonaraercs cienyromnas 1enb COObITHI B KJIETKE B OTBET HA JICMCTBUE HUCTATUHA!
(bOopMHpPOBaHNE HUCTATUHOBBIX KaHAJIOB — BXOJl MPOTOHOB B KJIETKH — JENOJIAPU3ALIMS
IUIa3MaJIeMMbI — BBIXOJI M3 KJICTKM MOHOB K', NpUBOASAIIMIA K HapyIICHHWIO HOHHOTO
romeocrasa, — aktuBaius padbotel H'-AT®da3b1, ocymiecTBISIONEi BEIOPOC MPOTOHOB U3
KJIETKH, — BO3PACTaHUE «3alPOCOB» dHEpruu uiss GpyHkunonupoBanuss H-ATdazer —
YBEJIMYEHHE WHTEHCUBHOCTU MOTpeOsieHus Kuciopoaa u temtonponaykiuu (I'opaon u
1p., 2005). I[IpoBeneHHbIN B HallleH 1a00paTOPUU aHAJIU3 COCTaBa MEMOPAHHBIX JIMITHIOB
MOKAa3aJl, YTO NpH JEUCTBUU HUCTATHHA COJIEPKAHUE B KOPHAX PACTUTEIbHBIX CTEPUHOB,
B YACTHOCTH f-CUTOCTEpUHA, YMEHBIIAETCS, B TO BPEMS KaK COAEPKAHUE KOMILJIEKCHBIX
CUHIOJMIIUIOB, TNpPEICTaBICHHbIX mnpeumyniectBeHHo ['nllep, yBenuuuBaercs
(Banmurosa u ap., 2010; Valitova et al., 2011). B xoae ucciaemoBaHusi KaueCTBEHHOTO
coctaBa ['nllep MeTOoIOM MAacc-CIEKTPOMETPUH C MOHU3ALMEN AJIEKTPOPACIBUICHUEM
YCTaHOBJICHO, YTO MO J€HCTBUEM HUCTATUHA U3MEHSETCSI COOTHOILICHHE MOJIEKYJISIPHBIX
BunoB [nllep. beuio caemano mpenmnonokeHue, 4To MOAMGPUKAIMS CTEPUHOBOTO
KOMITOHEHTa MOXET BIUATh Ha (PYHKIMOHUPOBAHHE MEMOPAH MOCPEACTBOM U3MEHEHUS
CUHTOJUITMIHOTO COCTaBa JUMHUIHBIX padToB (BamuTosa u ap., 2010).

Takum 00pa3zoM, MOKHO 3aKJIIOYUTh, YTO HAPYIIEHHE ILIEJIOCTHOCTH MEMOpaH
KJIETOK M yBEJIMYECHHE MEMOPAHHOW MPOHUIAEMOCTH [JIsl Pa3IMYHBIX MOHOB, a TaK¥XKe
U3MEHEHUE JIUMUJHOTO KOMIIOHEHTa MeMOpaH (CTEpUHOBOE HCTOILEHUE) MOXKET

MPUBOAUTH K HAPYIIEHUIO HOPMAJILHOTO (DYHKIIMOHUPOBAHUS KIIETOK.

1.3.2. MeTmi-#-1uKJI0AeKCTPUH
[{UKJIOAEKCTPUHBI —  YIJICBOJBI, I[HMKINYECKHE  OJIMTOMEPHI  TIFOKO3HI,

MOJIy4acMbIC (l)epMeHTaTI/IBHBIM IMyTCM M3 Kpaxmajia. BHepBBIe IMUKJIIOACKCTPHUHBI ObLIN
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oOHapyxenbl B 1891 r. M. Bumibepcom (M.A. Villiers), uccienoBaBimmM IpoIyKThI
metabonmu3ma Oaktepuit Clostridium butyricum w gaBmmM miepBOe ONMHCAHHWE 3TUX
KPUCTAIUIMUYECKUX  yIJIEBOJOB TMOJA  Ha3BaHueM  «iemtono3un»  (cellulosine).
HaubGonpimuii Bki1ag B ucciaegoBanue MUKIOASKCTpUHOB B 1903—1911 romax Buéc O.
[Mapaunrep (F. Schardinger), B uecTb KOTOPOTO OHHU JIUTENHFHOE BPEMsI Ha3bIBAIHCH
nexcrpunamu lllapaunrepa.

[{MKIOAEKCTPUHBI ~ pa3MyaloT IO  KOJMYECTBY  OCTATKOB  TJIIOKO3BI,
coAepKaluxcd B OJHOW HMX MoOJeKyne. Tak, MpPOCTEUIIHMI TMPEICTABUTENb — O-
[UKIOJACKCTPUH — COCTOUT M3 6 TIIIOKOMHPAHO3HBIX 3BEHBEB. [-IIUKIOJEKCTPUH
COJICPKUT 7, a P-IIUKIIOJAEKCTPUH — & 3BeHbeB. IMEHHO ATH TPH THUIIA LIUKIOJACKCTPUHOB
HanOoJIee pacIpOCTPAHEHBI U UCCIIEIOBAHBI.

dopMa MOJIEKYJ IHUKIOJCKCTPUHOB B TpyOOM MPUOIMKEHUU TPEICTaBIISCT
co0Ol TOp, TaKKe HAlOMUHAIOMIMK TOJbIM yceu€HHbld KoHyc. [lanHas ¢dopma
CTaOWIIM3UPOBAHA BOJOPOAHBIMU CBsi3aMu Mexay OH-rpynmamu, a taxke a-D-1,4-
IJIMKO3UIHBIMU CBsI3sIMU. Bce OH-rpynnbl B IUKIOAEKCTPUHAX HAXOAATCS HA BHEITHEN
MTOBEPXHOCTU MOJIEKYJbI. [103TOMY BHYTPEHHSSI MOJOCTh ITUKIOACKCTPUHOB SIBIISIETCS
ruipodoOHON U crocoOHa 00Pa30BLIBATH B BOJHBIX PACTBOPAX KOMITJIEKCHI BKIIFOUCHUS
C APYTMMHU MOJICKYJIaMHA OPraHWYE€CKOW W HEOPTaHWUYECKOW mpuponbl. B xommiekcax
BKJIFOUECHHS KOJIBIIO IUKJIOJIEKCTPUHA SIBISIETCS «MOJIEKYJIOM-X03IMHOMY, BKIIFOUEHHOE
BEII[ECTBO HA3bIBAIOT «TOCTEM).

[[Iupokoe pacnpocTpaHEHHE TOJYUYUIU OKCIEPUMEHTAJIbHBIE TMOAXOAbl C
UCTIOb30BaHueM MeTuiI-f-nukinoaekctpuna (MpPCD) (Zidovetzki, Levitan. 2007).
MpCD — nukinyeckuit oJaurocaxapu/l, UMEIOIIUNA MOISAPHYIO THAPOPUIBEHYIO BHEIIHIOK
MOBEPXHOCTh U HEMNOJSIPHYIO JUNOPWIbHYIO BHYTPEHHIOIO moJocTh (puc. 9). O
M3BECTEH KaK BEIIECTBO, CIOCOOCTBYIOIIEE U3BIICUEHUIO CTEPUHOB 3 MeMOpansl (Singh
et al., 2002). B nacrosiiee BpeMs ucnosibzoBanne MACD sBsieTcss OJHUM U3 Haubosee
YaCTO MPUMEHSIEMBIX METOAUYECKUX TOJIXO0J0B JIJIs M3ydeHUsT (PYHKITMOHAIILHON POJU
CTEPUHOB W CTEPUH-CBS3aHHBIX MEMOpaHHBIX OEJIKOB, KaK B JKMBOTHBIX, TaK H
pactutenpHbix KieTkax (Ilangumaran, Hoessli, 1998; Foster et al., 2003; Zidovetzki,
Levitan, 2007; Kierszniowska et al., 2009).
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Puc. 9. Ctpykrypnas ¢popmyna MSCD.

[Toxazano, uro oOpaboTka mpemapata cuHantocoM MPCD mnpuBoautr K
J10303aBUCUMOMY YMEHBILIEHUIO COJEpKaHUsl MEMOpaHHOro XxoisiectepuHa 1o 25%
(KpbicanoBa wm ap., 2007). B pabore Kierszniowska ¢ coart. (2009) MpCD
UCIIOJIb30BAJICS AJI1 UJEHTU(UKALUN CTEPUH-CBSI3aHHBIX OEJIKOB JUIUAHBIX padToOB y
apabunoncuca. Beigenennsie munuaasie padTel paspymanu ¢ nomombio MSCD u tem
caMbIM MHIYLMPOBAJIMA U3BJIEUEHUE OENKOB, CBA3aHHBIX co crepuHamu (Kierszniowska
et al., 2009). B kinetkax BY-2 cycrneH3noHHON KyJIbTyphl Tabaka MoKa3aHO, YTO MPH
nevcteun MPCD conepkaHue KamIecTepuHa, [-CUTOCTEpUHA M H30(yKocTepuHa
cHmkainoch Ha 66, 54 u 47% COOTBETCTBEHHO, a COAEpPKAHUE CTUTMacTEpUHA
HU3MEHSJIOCh TOJIBKO Ha 35%, 4TO, BOBMOXKHO, CBS3aHO C OOJBINICH YCTOMYHUBOCTBIO K
MpCD (Roche et al., 2008). ITociie 06padotkr MACD koaudecTBo 6enkoB u oomux OJI,
CBSI3AHHBIX C MeMOpaHoll (pakuuel, He H3MEHSJIOCh, YTO MOJITBEPXKIAET CTEPHH-
cneuuyuHocts nevictBus MPCD. Opnako mnonxonel ¢ mnpumenenuem MpPCD
MOJIBEPTaJIUCh HEMAaJIOH KPHUTUKE, TaK KaK HCKYCCTBEHHas Monaudukamus In Vitro
BBI3BIBACT HAPYILICHUE CTPYKTYpbI n3onupoBanHou [IM, uTo, B CBOKO ouepenb, BEAET K
UCKaXCHUIO pe3yibTaToB uccienoanus (Tanner et al., 2011; Zauber et al., 2013).

HeoOxonuMmelii ypoBEeHb CTEPUHOB PEryIupyeTcs: pepMeHTaMu UX OHMOCHHTE3a.
B cBsi3u ¢ MHOrooOpa3ueM CTepuHOB U UX GYHKUUN, UCCIEA0BaHHE OMOCHHTE3a ITUX

COCIMHEHUN TIPEACTaBsAeT OOBIION TEOPETUUECKUN U TPAKTUUECKUN UHTepec. TakuMm
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o0pa3oM, JApyrMM BaXHbIM HMH(POPMATHUBHBIM MOAXOAOM SIBJISIETCS M3Yy4EHHE
0COOEHHOCTEW OMOCHMHTE3a CTEPHHOB y PACTCHHI, B TOM YHCJIC aHAIN3 aKTUBHOCTH

TE€HOB, KOJUPYIONINX KITFOUYEBBIE OEIKN-()DEPMEHTHI CTEPUHOBOTO OMOCHHTE3A.

1.4. BuocuHTe3 pAaCTUTEJIbLHBIX CTEPUHOB

buocuHTe3 pacTUTENbHBIX CTEPUHOB CIOXKEH U MPEACTaBISIET COOOil
MHOTOCTyNeHYaThii mpoiiecc. Hanbonee Xopoiio OH M3y4eH y MOJAEIBHOIO OOBEKTa
pacrenuii apabunoncuca (Benveniste, 2004). BHyTpu KJIETKM OHOCHHTE3 CTEPHHOB
OCYIIECTBJISICTCSL B IIUTOIIa3ME M MPEJCTaBIsET cO00i mociaeaoBaTebHOCTh Ooee 30
(epMEHTATUBHBIX peaKIMid, KOTOpbIC acCOIMHUPOBAaHbI ¢ MeMmOpaHamu (Benveniste,
1986; Nes, Venkatramesh, 1999; Suzuki, Muranaka, 2007; Nes, 2011; Vriet et al., 2013).
CrepuHbl  SBISIOTCS  MPOU3BOJHBIMU  IUKIONEHTaHNEpPruapopeHaHTpeHa u
CHUHTE3UPYIOTCS TI0 M30MPEHOMIHOMY MyTH. HemaBHHME WCCleOBaHUS IMOKA3aJId, YTO
KOMITAPTMEHTAIMsl H30MPEHOUIHBIX (PEPMEHTOB M COBMECTHOE PETYJIUPOBAHUE HX
aKTUBHOCTH MOTYT BJIUSITh Ha CTEPUHOBBIH METa0O0IM3M U Pa3BUTHE PACTEHUN B IIEJIOM
(Benveniste, 2004; Jayasimha et al., 2006). bruocuHTe3 CTEpUHOB Y BBICIINX PACTCHHUI
KOHCEPBATHBEH M OCYIIECTBIIECTCS B TPU OCHOBHBIX 3Tama: 00pa3oBaHWE OCHOBHOTO
CsHg-ckenera — m3omnpeHa, NUKJIA3AIUS CKBaJleHa, KOHCUHbIE MOAU(GUKAIIIN OOKOBOM
neru (puc. 10). Heo6XoauMo OTMETUTB, YTO Il BCEX KIIETOK JKUBOTHBIX, TpUOOB U
pacTeHul OMOCHHTE3 CTEPHMHOB Ha HauyaJbHBIX dTanax oT aneTwi-KoA 1m0 ckBajieHa
XapaKTepu3yeTcsi  00pa30BaHWEM  OJMHAKOBBIX  MPOMEXKYTOYHBIX  COCAMHCHUU
(m3oneHTeHMIIMHpPOdochar, repanunmupodocdar, dapuaesunmupodocdar) u
OCYIICCTBJISCTCS Yepe3 MEBAJIOHATHBIA IyTh METa0OIM3Ma HW30MPEHOMIOB, KOTOPBIH
NpOXOauT B IUTOomiazMe. OMHAKO B HACTOSIIEE BPEMsS IMOKa3aHO, YTO Y HEKOTOPBIX
OakTepuii u pacreHuil obpazoBanume CS5-eNMHUIBI W30TMPEHA TaKKE BHOCUT BKJIAT
MeBaJIoHaT-He3aBUCcUMbIN ITyTh (Benveniste, 2004; Rohmer, 2008).

KitoueBbiM  (pepMEHTOM H3OMPEHOUTHOTO TYTH PACTCHU, MPUBOISIICTO K
CHUHTE3y pa3HOOOpPa3HBIX CTEPUHOB W WX MPOU3BOIHBIX, SIBISETCS 3-TUIPOKCH-3-
MeTrirmoTapui-kopepment A peaykrasza (anria. HMG-CoA reductase, 3-hydroxy-3-
methyl-glutaryl-CoA reductase, HMGR, K® 1.1.1.88).
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Puc. 10. Cxema ocHOBHOTO ITyTH OMOcHHTE3a cTepruHOB Yy pacternii. HMGR — 3-
ruapokcu-3-metuiritotapmi-KoA penykraza; SQE1 — ckBanen snokcumaza; CAS1 —
nukioaprenon cunraza; LAS1 — manocrepun cuHTaza; SMT1/2 — C24-ctepun
metuntpancdepasza; DIM/DWF1 — crepun-A?*-usomepasa/penykrasza; CYP710A — C22-
cTepuH necatypas3a. [IlyHKTUpHBIE cTpelkn 0003HAYArOT HECKOJBKO (DepPMEHTATHBHBIX

peaKuui.
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DTOT (PepMEHT KaTadu3upyeT PeaKkuio MPeBpallleHus 3-TUAPOKCHU-3-METHITIIOTAPHUII-
koepmenTta A B MeBasioHOBYIO KuciIOTy (MBK) (puc. 10). JlanHblii 3Tam sBiaseTcs
JUMUTUPYIOIIEH  cTagued  MeTabOJMYECKOTO0  MEBAaJOHATHOIO IyTH  CHHTE3a
uzonpeHonsioB (Bach, Lichtenthaler, 1983). CpaBHuTenbHBIA aHANNU3 HYKJICOTHIHBIX
nociieoBaTeIbHOCTeH KiIoHupoBaHHbIX reHoB HMGR Saccharomyces cerevisiae u
A. thaliana mokasan, 4To KOHCEpBATHBHBIC KOHIICBBIC YYaCTKH, COOTBETCTBYIOIIUC
KaTaJIMTHYECKOMY LIEHTpPY OeJika, UMEIOT BBICOKYIO cTerneHb romosoruu (Caelles et al.,
1989). Csepxakcmpeccus reHa HMGR B myTanTax Tabaka He MpUBOIMIA K U3MEHEHHUSIM
colepkaHusi CBOOOJHBIX CTEPUMHOB B MeMOpaHax, B TO BpeMsl Kak HaOJI0Janoch
M30BITOYHBIE 00pa30BaHUE MPOMEXKYTOUHBIX MPOJYKTOB HEOCHOBHOIO IYTH, KOTOPHIE
HaKaruMBaiuch B JUnuaHbIX Karisx (Schaller et al.,, 1995). dynknmonupoBanue
depmenta HMGR sBisiercst onpenensomuM B 3allyCKe OMOCHHTE3a CTEPUHOB PaCTEHUN
U TOAJEpXKAaHUU HEOOXOAUMOrO YpOBHSA CTEpPUHOB B KIIE€TKax pacreHuid. J[lanmee
npoucxoautr obpasoBanue u3 MBK CS5-uzonpeHa, KOTOpbI NOJUMEPHU3YIOTCS C
oOpa3oBaHueM 2,3-0KCUAOCKBajeHa. boabIIMHCTBO (DEPMEHTOB, YHaCTBYIOIIMX B MOCT-
CKBAJICHOBOM 3Tarie OMOCHMHTE3a CTEPUHOB, CBA3aHbl ¢ MemOpanamu JIIP (Hartmann,
Benveniste, 1987), o ywactue [IM B 3akiIIOYMTENBHBIX JTamax NYTH CHHTE3a
(HapuMep, B CHHTE3€ CTUIMAcTepHHA) TaKXKe He MCKIoYeHo. JlanpHenmen
cnienupuuecKon peakiueil OMOCUHTE3a CTEPUHOB Y PACTEHUM SBISETCS [UKIU3anus 2,3-
OKCHUJIOCKBaJieHa ¢ oOpa3oBaHueM nukioapTeHona (puc. 10). JlaHHbIN dTanm siBsSETCS
NEPBBIM 3TAIlOM PACXOXKJIEHUS NMyTe OMOCHHTE3a CTEPUHOB Y (DOTOCUHTEZUPYIOMIMX U
HedoTocuHTE3UpyOmMUX oprann3MoB (Benveniste, 1986). OCHOBHBIMU OTIUYHSIMU
OMOCHHTE3a CTEPUHOB Yy pacTeHUM OT OMOCHMHTE3a CTEPUHOB Yy I'pHOOB M >KUBOTHBIX
SBJISIFOTCS CJIEAYIOLIHE:

1. [TepBriM UKINYECKUM COEIMHEHHEM, oOpa3zyomumcs y
(OTOCUHTE3UPYIOLIUX PYKAPHOT, SABJISAETCS [IUKIOAPTEHOI, a Y HE(POTOCUHTE3NPYIOIIHNX
— naHocTepuH. Jlo HeZJaBHETO BPEMEHU CUUTANIOCh, UTO PACTEHUS CUHTE3UPYIOT CTEPHHbI
TOJIbKO uepe3 00pa30BaHue [IUKIOAPTEHOA, B OTJIMYUE OT IPUOOB U MIIEKOMTUTAIOIINX, Y
KOTOpPbIX NyTh OHOCHMHTE3a JProcTepUHa M XOJECTEpPUHA OCYIIECTBISIETCS Yepe3

oOpazoBanue saHoctepuHa. OJHAKO, HMCCIEAOBAHHE C HCIOJIb30BAHUEM MYTAHTOB
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apabujoncuca ¢ HOKayToM reHa mukinoapteHosn cuHTasel (CAS1l), B coueraHuu ¢
aHAJIM30M CYOCTPAaTOB M MOCIIEAYIOIIMM OOHApYyKEHHEM METa0O0JIMTOB MOKAa3aJo, YTO
cuHTe3 okoyio 1,5% crepuHOB mpoucxoaut depe3 anocrepud (Boutté, Grebe, 2009).
DTOT MyTh SBISETCS HECYIIECTBEHHBIM TPU HOPMaJbHBIX ycinoBusax pocta (Ohyama et
al., 2009).

2. ®epMeHT, pacKphIBAIOIIUN IUKIOMPONAHOBOE KOJBIO (IIUKIOIYKAICHOM
00Ty3u(h 010 H30Mepa3a), 00HAPYKEH TOIBKO Y BBICIIIUX PACTCHUM.

3. IlocnenoBaTeNbHOCTh peAKIMA AeMeTHIMpoBaHus B nojoxkeHnsx C4 u Cl4
OTJIMYAETCS Y )KUBOTHBIX U IprOOB OT TaKOBOM y pacTeHuid. [lopsmok OHOI0ru4eckoro
JEMETHJIMPOBAaHUS JIAHOCTEPHHA Yy TpHOOB W KUBOTHBIX CIEAYIOIIMH: CHavaia
oTwierisieTcss MeTwibHas rpynna npu Cl4, 3atem f-metunpHas rpynna npu C4 wu,
HaKOHEIl, a-MeTHIbHas rpymnmna rnpu C4. A npu 1eMEeTUITMPOBAHUM CTEPUHOB y PACTEHUN
omHa ™3 MeETWIbHBIX Tpymn npu C4 TepseTcs paHblie, YeM MPOUCXOIUT
neMeTminpoBanue npu atome Cl14.

4. BaxkHEHUIINM 3TaroM, OMpPenessSIoNIMM 00pa30BaHNe KOHEYHBIX MPOTYyKTOB
CHHTE3a CTEpUHOB pacTeHuil, sBisercs peakuus C24-metunupoBanus. JlanHyio
peakmuio kKatanusupyeT pepment — C24-ctepun Metuntpancdepasa (Nes et al., 2000).
DTOT hepMEHT XapaKkTepeH JIJIsl PACTEHUN U TPUOOB M OTCYTCTBYET B KJIETKaX )KMBOTHBIX.
[Toka3zano Hanmuuue nAByX TUNoB SMT, kaTanu3upyrommx ABa NOCIEI0BATEIbHBIX dTaa
METUIIUPOBaHUs 24-T0 aToMa yriiepoia 00KOBOH 1I€TIH CTEPUHOB, COOTBETCTBEHHO SMT1
u SMT2 (puc. 10) (Shi et al., 1996; Bouvier-Nave et al., 1997). I[TonpobHOMY ONMHCaHHIO
ATOrO (pepMEeHTA MOCBSIICHA cleaytomas riasa 1.5.

5. CrepeoxuMuueckass oOpHeHTalus OokoBeIXx werned mpu C24 (a, p-
KOH(Urypanuu) NpoTUBOMOJIOKHA U CTPOro crneuudUuYHo Ui pacTeHUd U TpuboB
(Benveniste, Rahier, 1992).

[locme peakuuu TEPBUYHOTO METHUJIMPOBAHUS OCHOBHOW TMyTh OHMOCHHTE3a
CTEpUHOB pacxXxoiuTcs Ha JBe BeTBH. OJHa BETBb MPUBOAUT K 00pa3oBaHUIO 24-
STWJICTEPUHOB — [-CUTOCTEpUMHA M CTUTMAcTepUHa, a Jpyras K CHHTE3y
OpaccunocrepounioB uepe3 kammecrepun (Diener et al., 2000; Schaeffer et al., 2001).

Crurmactepu oOpa3yercss U3 [-CUTOCTEpUHA B XOJ€ pEaKIUH JecaTyparum,
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karanuzupyemoit C22-crepun naecarypa3zoil. B psjge paboT mokaszaHo, 4TO JaHHas
peaxiusi SBISETCS BaXKHOM TOYKOM, BIHAIOIMIEH HA COOTHOLICHHE f-CHUTOCTEpUHA U
CTUTMAacCTepUHa, 3HAYUTENIbHbIE HW3MEHEHUS KOTOPOTO MPOUCXOASIT B CTPECCOBBIX
ycrnoBusix (Griebel, Zeier, 2010; Wang et al., 2012; Senthil-Kumar et al., 2013). B
myTaHTHBIX pacTeHnsx CYP710Al1 co cBepxakcnpeccueit rena C22-cTepuH aecaTypasbl
ypoBeHb cTUrMacTeprHa yBeanunBaiics B 30 pas (Morikawa et al., 2006). JIpyras BeTBb,
rIe KaMIecTepUH TIoclie psiia TOCIEIOBATENbHBIX PEAKIUN TUAPOKCUIMPOBAHUS
OookoBoi menu c C6-OKHCIEHMEM U SIHUMEpU3alMedl KoJiell mpeodpa3yercs B
opaccunonua (Nomura et al., 1999; Vriet et al., 2013).

HeoOxomumo ynoMmsiHyTb, 49TO (PEpMEHTHI, OCYIIECTBISIONINE OJHOTUITHBIC
peakiuu, MOTryT o0JaaaTh pa3HbIMA CBONCTBAMH B OTHOIIEGHWU CYOCTpaTHOM
crienn(pUIHOCTH WITH BOCIIPUMMUYUBOCTH K JeiicTBUIO nHrHOUTOpa (Schaller et al., 1991).
boapmmaCcTBO SMT1 Xapaktepn3yroTcss MOHO(YHKIIMOHATBLHOCTBIO, KaTaTU3UPYIOT
KOHKpETHO nepBuyHoe C24-meTmnupoBanue U 00Jaat0T 0YeHb BHICOKON CyOCTpaTHOM
cnenupuyHOCThI0. OJHAKO €cThb OM(PYHKIMOHAIbHBbIE (PEPMEHTHI, KATAIU3UPYIOLINE
peakluM, UMEIOIIMe CX0XHue cyOcTpaThl (MHOrocyocTtpaTHbele peakiuu). Hampumep,
nokazaHo ydactue SMT2, kaTanu3upyromuil peakiuio BTOPUYHOTO METUIMPOBAHUS
CTEpUHOB, TaK)Ke B IepBrUuHOM MeTuaupoBanuu (Schaeffer et al., 2001).

Takum o0Opa3om, myTh OMOCHHTE3a CTEPUHOB BKJIIOYAET PEaKUUU LUKIN3ALUH,
JecaTypaluu, psl PEakluil OKHCIMTEIBHOIO JIEMETHIIMPOBAHUS (IBYX METHIBHBIX
rpymn npu C4 u oxnoit pu C14), mermnupoBanue npu C24, AeruaporeHUPOBAaHUE,
nu3zomepusanuio aBoitHoi cBs3u u okucienue (Nes, 2000). K ocHoBHbIM (hepMeHTaM
OMOCHHTE3a PACTUTEIBHBIX CTEPUHOB OTHOCATCS 3-TUAPOKCH-3-MeTUIrayTapui-KoA
peaykraza (HMGR), C24-ctepun metuntpancdepasbl (SMT1, SMT2) u C22-ctepun
necarypasa (CYP710A) (puc. 10) (Schaller et al., 1995; Hemmerlin et al., 2004). B
HACTOSAIIEE BPEMS TE€HBI, KOJUPYIOIIUE 3TU OCJKH, KIIOHUPOBAHBI U OXapaKTEPU30BAHBI
y HEKOTOpPBbIX pacTeHuil. B OCHOBHOM, ucclieqoBaHMsI BeAyTCsl Ha TaKMX MOJEIbHBIX
pacTeHHsx, Kak apabumorcuc, cos u tadbak (Diener et al., 2000; Schaeffer et al., 2000;

Neelakandan et al., 2009). Ocraercsi HESCHBIM BOMPOC, KaK HMCHHO H3MEHSIETCS
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COOTHOIIICHHE CTEPUHOB B CITy4ae CBEPXIKCIIPECCHH WJIM WHAKTUBAIIMH OTPEICICHHOTO
reHa, KOJAUPYIOMIETro (hepMEHT CTEPHHOBOTO OMOCHHTE3A.

Panee wusydyeHme OMOCHHTE3a CTEPUHOB Y pacTeHUWU OBUIO OCHOBAaHO Ha
IPUMEHEHUH WHTUOUTOPOB CHHTE3a CTEPUHOB M MOCIEAYIOIMEM aHAIN3e H3MECHEHUH B
cTepuHOBOM mpodwuie. JleiicTBue WHTHOMTOPOB OWOCHMHTE3a CTEPUHOB TPUBOIUT K
HAKOTUICHUIO TTPOMEKYTOUHBIX COCTUHEHUN U BBHI3BIBACT MEPEKIIIOUCHNE OMOCHHTE3a C
OCHOBHOTO ITyTH Ha AonoaHuTenbHbie (Pang et al., 1996). IutepecHO OTMETHTB, YTO MPH
WHTMOMPOBAHMU HAaYaJIbHBIX ATAllOB CHHTE3a, 10 00pa30BaHUs CKBaJieHa, HAOII0aeTCs
3HAYUTEIHLHOE YMEHBIIICHHE OOIIETr0 COJAEpk aHUS CTEPUHOB, a MHTHOMPOBAHUE ITYTH
CHUHTE3a IOCJC IUKIN3AlNA CKBajJeHA HE TMPHUBOAWT K 3HAYNTEIHLHBIM H3MCHCHHSIM
o0IIero conepKaHUs CTEPUHOB, YTO MOJXKET CBHUICTEIHCTBOBATH O Pa3IUIHBIX
MPOMEKYTOUHBIX MYTSAX, OJTHAKO MPOUIL KOHEYHBIX MPOJYKTOB MOXKET OTJIMYATHCS
(Mercer, 1991). B padote Wentzinger ¢ coart. (2002) nmoka3aHo, 4T0 HHIHOUPOBAHHE
(dbepMEeHTOB CKBaJICH CHHTA3bl U CKBAJICH STMIOKCH/Ia3bl B KJIETKaX Tabaka COMPOBOKAAIOCH
noBbiicHreM akTHBHOCTH HMGR 1 cHmxkenue copepxanust crepuroB (Wentzinger et
al., 2002). Takum o00pazoMm, OHMOCHHTE3 OJHOTO KOHKPETHOT'O COCAMHEHUS MOXKET
MIPOUCXOIUTH PA3HBIMHU B3aUMOCBSI3aHHBIMU Ty TsIMU. Hanmnyue B Ki1eTke pa3sHOOOpa3HbIX
nyTel OWOCHHTE3a CTEPHHOB Yy pACTEHHUW CBHUACTEIBCTBYET O BaXHOCTH U
HEO0OXOAMMOCTH TSI KIETKU (DYHKIIMMA, BHITTOJIHSIEMBIX dTHMH JIUITHJIAMHU.

BypHoe pa3Butre MOJIEKYJISIpHOW OMOJIOTMM U TEHHON HWHXKEHEPUH IO3BOJIUIIO
co37aTh pa3IMYHBIE MYTAHTHI KaK C CBEPIKCIPECCHEH, Tak W C HyJIb-MyTaruei
UCCIIeNyeMbIX TeHOB. Hynmb-MyTanuu B T€HAaX CTEPUHOBOTO OMOCHMHTE3a MPUBOIAT K
CTPYKTYPHBIM Je(heKTaM B KJICTOUYHBIX MeMOpaHaX, BBI3BaHHBIX UCTOIICHUEM CTEPHUHOB,
W3MEHEHHI0 ropMoHainbHOro curHama (Souter et al.,, 2002; Zauber et al., 2014),
nenokanu3aiuu  nossipueix  0enxkoB  (Willemsen et al.,, 2003; Men et al., 2008),
HapymeHuto Tpancrnopra aykcuna (Willemsen et al., 2003) u nedexry OuoreHesa
wiactun (Babiychuk et al., 2008). YuwutbiBasi, 4T0 CTeprHaM OTBOAMTCS MHOXECTBO
BXHBIX (YHKIWNA, HE yIUBUTEIBHO, YTO MYTallMH B T€HAX, KOJUPYIOMHUX (PEPMEHTHI
OMOCHHTE3a CTEPUHOB, MOTYT UMETh IPaMaTUYCCKUE TOCICACTBUA i KiIeTku. CTOUT

OTMCTUTBb, YTO BCC MYTAHTBI XapaKTCPU3YIOTCSA KAPJIUKOBOCTBIO U MOBBIILICHHOU
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YyBCTBUTEIBHOCTBIO K JIEHCTBUIO cTpeccoBbIx (akTopor (Willemsen et al., 2003; Pose
et al., 2009). ®eHOTHITEI MyTaHTOB C HAPYIICHUEM PaHHHX dTarax OMOCUHTE3a CTEPHUHOB
HE BOCCTAHABIMBAIOTCS SK30TeHHBIM J00aBienneM bP, ogHako HapyieHUs Ha MTO3THUX
sTamax MOYKHO BOCCTaHOBHTH 00paboTkoit BP (Kim et al., 2010).

Kak orMeuanocs Beiie, 0amaHc MEXIy 24-MeTWI- U ATHJICTEPUHAMU SIBIISICTCS
crenuUIHBIM TS OTJICTHPHOTO BUIa PACTEHUS, OpTaHa M TKaHH, U PETYJISAIUs COCTaBa U
COOTHOIICHHSI Pa3IMYHBIX TUIIOB CTEPUHOB, KaK MPEIIONAraeTcs, sIBISCTCS KIIOYCBBIM
3BEHOM MHOTHX KJIETOYHBIX MTPOIECCOB. B 4acTHOCTH, COOTHOIIEHHE KaMIIeCTepUHA U [~
CUTOCTEpUHA ONpEJEsIeTCsl aKkTUBHOCTbIO (hepMeHTOB C24-cTepuH MeTuiaTpaHcdepas,
KOTOpbIE KAaTAIM3UPYIOT PEAKIMI0 METHIMpOBaHUs 24-0ro aroMa yriiepoaa OOKOBOM
[ENU CTePUHOB. JTOT (EPMEHT XapaKTEepPeH Ui PAaCTeHUH M OTCYTCTBYET B KJIETKaX
KUBOTHBIX. B CBsI3U C 3TUM, U3yueHUE (PYHKIIMOHUPOBAHUS 3TOTO (PepMEHTa BaXKHO JJIs

MOHMMAaHUSI 0COOCHHOCTEW OMOCUHTE3a CTEPUHOB B PACTEHUSIX.

1.5. C24-crepun MmeTuaTpancgepasa pacTeHui

1.5.1. Oo0mas xapakrepucTuka ¢pepmeHToB cemeiicrBa SMT

S-ageHo3mn-L-metnonun-zaBucumas  C24-ctepun  Metuntpancdepaza (KD
2.1.1.41) sBasieTcs KIOYEBBIM (EPMEHTOM OMOCHHTE3a PACTUTEIBHBIX CTEpUHOB. C24-
CTepUH  MeTwiTpaHcdepaza  MNpeACTaBiIsieT  co00Ml  MHTETrpajbHBIA  OEJIOK,
nokanu3oBanubeiii B OIIP (Boutté, Grebe, 2009). B kauectBe kodakTopa TaHHOTO
¢dbepMeHTa BBICTYNAeT BOCCTAHOBJICHHBIN TIyTaTHOH, a JOHOPOM METHJIBHOM TPYIIIBI
CIYXUT S-afieHo3ui-L-MeTnonuH, kak U 111 MHOTHX MeTmiaTpaHcdepas. CeMencTBo
oenkoB SMT comepkaT BBICOKOKOHCEPBATHBHBIE CANTHl, HEOOXOAMMBIE IS
(YHKIIMOHATLHON aKTUBHOCTH (PepMEHTA, a UMCHHO TPH CTEPHH-CBs3bIBAtONMX caiTa (|
— D/ISFYEW/FIYGWG/SE/Q/SSFHF, 11l — IEATC/VHAP, IV — KPGQCFAVYEW)
(Bouvier-Navé et al., 1997; Nes, 2000) u S-ameHo3uia-L-MeTHOHHH-CBA3BIBAIOIINI CANT
(Il — LDVGCGVI/IGGP) G-6orateiii motuB (Kagan, Clarke, 1994), umeromue
JIOCTaTOYHO BBICOKYIO CTEIMEHb CXOJACTBA CpPEeIM U3BECTHBIX OENKOB ATOr0 CeMeicTBa
(Nes et al., 2002). Kpome Toro, SMT pactenuii u rpuboB Taxxe cogepxkar C-KOHICBOM

CUTHAJIBHBIN TOMEH, HEOOXOAMUMBIN 11 aApEeCHOM TOCTAaBKHU JAaHHOTO OeKa B MeMOpaHy
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OI1P, rue npoucxoaut buocunres crepuHoB (Benveniste, 2004; Boutté, Grebe, 2009). C
MTOMOIIIBIO METO/Ia CalT-HAMPAaBICHHOTO MyTareHe3a ObLIN BBISIBIIEHBI KOHCEPBATHBHBIC
OCTaTKH aMHUHOKHCIIOT, HEMOCPEJICTBEHHO YYAaCTBYIOIIMX B CBS3bIBAHWW CTEpUHA H
aJICHO3UJI-METHOHMHA ¢ ()EPMEHTOM 3a CUeT BOAOPOAHBIX cBsseit: Glugy, HiSgo, ASPizs,
Glu/Aspisz, Gluigs, Gluazg, Aspazs (Nes et al., 2004).

B cBs13u ¢ TeM, yT0o MHOTHE (PEPMEHTHI CHHTE3a CTEPHHOB acconupoBansl ¢ DIIP,
B ToM umucie SMT, 310 3aTpyaHseT UX BBIACICHHE U OYUCTKY, U TEM CaMbIM U3YUCHHUE
CTPYKTYpPHOW opraHuzanuu U kKoHpopmamuu Oenka. Oxnako, Zhou c coast. (2004)
BBISIBHB (DYHKIIMOHAJIBHO 3HAYMMBIC CAWThl M KOHCEPBATHBHBIC aAMHHOKHCIIOTBI C
MTOCMOIIIBIO CAT-HAMPaBIEHOTO MyTareHe3a B IEPBUYHON CTPYKType OelKa, a TaKkkKe Ha
OCHOBE  W3BECTHBIX  KpHCTamiorpadpuydeckux  CTpykTyp  AdoMet-3aBHCHMBIX
MeTWwITpaHcpepaz  IpeacKasadd  BTOpUUHYIO  CTpykTypy  C24-3uMocTepuH
metunTpancdepasbl apoxokeir (ERG6) (puc. 11, Zhou et al., 2004). Conepxanue a-
criupaieit coctaBuio 43%, f-ctpykryp — 29%, f-oBopoToB — 7%, HEYMOPSIOUCHHBIX

CTpykTyp — 21%.

Puc. 11. Bropuunas ctpykrypa C24-3umMocTepuH MeTUITpaHCEpPasbl,
IPOCTPAHCTBEHHOE PACIOJI0KEHUE JIEMEHTOB BTOPUUHOM CTPYKTYPBI IO OTHOIIEHHUIO K

crepunam 1 AdoMet kopepmenTty (Zhou et al., 2004).
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C24-crepun meTuaTpaHcdepasa Obliia XOpoIo u3yueHa B Aposxokax (Gaber et al.,
1989; Mukhtar et al., 1994; Nes et al., 2004) u B TakuX pacTSHHUAX Kak apaOHUIOIICHUC, COS,
tabak u Kykypys3a (Janssen, Nes, 1992; Bouvier-Navé et al., 1997; Schaller et al., 1998;
Neelakandan et al., 2009). Briepsbie manHbIi hepMeHT ObLIT OOHAPYIKEH B APOXKIKAX, U HA
OCHOBE MJEHTUYHOCTH TIOCIIeIoBaTeNbHOCTEN ¢ TeHoM ERG6 npoxxkeit, Komupyrommm
C24-3umoctepun  Mmetuwiatpanchepasy (Gaber et al, 1989), Obumn oOHapyKEHBI
Tpanckpunitel SMT B pacTeHmsiX. benakoBble TPOAYKTHl OBUIM IOJYYECHBI |
OXapaKTEePU30BaHbl C IIOMOINBIO TETEPOJOTUYHOW OKCIPEeCcCHd B OaKTEPHAIBHBIX
cuctemax (Shi et al., 1996; Bouvier-Nave¢ et al., 1997; Grebenok et al., 1997; Bouvier-
Nave et al., 1998). V apabumorncuca ObuIM OOHAPYKCHBI TPH AMHUHOKHUCIOTHBIX
nocienoBateabHocTH SMT, MHOXKECTBEHHOE BBIPABHUBAHHUE KOTOPBHIX ITO3BOJIHIIO
pa3aenuTh ux Ha pasznuyHbie TUIBE: SMT1 (AtSMT1) u SMT2 (AtSMT2-1, AtSMT2-2),
UJICHTUYHOCTh YJIEHOB OJHOM cemMbU cocTaBiisuia npumepHo 70% u He Gonee 45% ¢
uyeHaMu Apyroii cembr (Bouvier-Nave et al., 1998; Diener et al., 2000; Schaeffer et al.,
2000). Ananoru4Hble pe3yJbTaTbl ObUIM MOJYYEHBI B PACTEHHUSIX COM, Tabaka U puca
(Diener et al., 2000; Nes et al., 2000; Holmberg et al., 2002; Nes et al., 2003;
Neelakandan et al., 2009; Carland et al., 2010). /lanbHefimme sKCriepuMEHTBI TOKa3alu
3HAUNTEIbHBIC PA3INYUs B aKTHBHOCTH 3TUX (EPMEHTOB, CYOCTpaT CIIEIU(PUIHOCTH U
npoaykrax peakiuu. SMT1 ydactByer B MepBHYHOM MeTuiIupoBaHuu, a SMT2
KaTaJM3UPYeT PEaKIMi0 BTOPUYHOrO MeTuiupoBaHus crepuHoB (Shi et al., 1996;
Bouvier-Nave et al., 1997; Schaller et al., 1998). IloMmuM0O KOHCEPBATUBHBIX CANTOB,
XapakTepHbIe NI Bcex OenkoB cemeiictBa SMT, SMT2 umeror ruapodoOHbIi 10MeH
NPpUOIU3UTENBHO B 25 amuHOKUCIOT Ha N-koHIle, SMT1 numienst Takoro rupodoOHoro
nomena (Bouvier-Naveé et al., 1997; Nes, 2000). Takum 06pa3om, B paCTEHHSIX, B OTJIHYHE
OT APOAOKEH, 0OHapYKEeHbI 1Ba ceMelicTBa SMT, katanusupyrorue oOTAeIbHBIC PeaKITuu

B OMOCHHTE3€ CTEPUHOB.

C24-cmepun memunmpancgepasza 1 (KO 2.1.1.142) spisercs ¢epMeHTOM
OMOCHHTE3a PACTUTEIbHBIX CTEPUHOB, JIoKaau3oBanHbM B DIIP (Boutté, Grebe, 2009).

OH Kartamu3upyeT NePeHOC METHIILHON TPYNIBI OT S-aneHo3ui-L-metrnonnna va C24-
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IIUKJIOAPTEHOJ ¢ 00pazoBaHueM 24-MEeTHIIEH ITUKI0apTeHoa. B ¢cBs3u ¢ 3TuM, Apyroe
Ha3BaHue 3TOro ¢epmenta nukioapreHon C24-meruntpancdepasa. [lukmoaprenon —
cyOCcTpaT MepBUYHOTO METHIIMPOBAHUS, IPEACTABIISIET COOOM MPOMEKYTOUHBIN TPOTYKT
OMocuHTE3a, KOTOPHIH B HE3HAUYUTEIHPHOM KOJHMYECTBE COJEPKUTCA B OOIIEeM
crepuHoBoM 3kcTpakTte (Nes, 2000). IIpenmonarator, uto C24-meTUnupoBaHue
IIUKJIOAPTCHOJA SIBIISICTCS BAXKHBIM 3BCHOM PETYJISIMH OHMOCHHTE3a CTEPHUHOB, OT
KOTOPOTO0 3aBUCHT IMosyueHue koneunoro mpoaykra (Nes, 2000; Boutté, Grebe, 2009).
SMT mnepgoro tuma (SMT1) KoHCepBaTUBHBINA OCIOK W UMEET TOMOJIOTH CPEIH
pacTeHuil ¢ BBICOKOW CTEMEHBIO HICHTHYHOCTH, a SMT BrToporo Tmma (SMT2)
cnernuduyeH s onpeaenennoro Buaa (Nes, McKean, 1977). Orto 3arpyaHseT n3ydcHue

HOBBIX HEAaHHOTUPOBAHHBIX SMT2 Ha OCHOBE TOMOJIOTHH C U3BECTHBIMU Oesikamu SMT?2.

C24-cmepun  memunmpancgepaza 2 (EC 2.1.1.143) pactenuii, sBisieTcs
(dbepMeHTOM, TakKe JIoKanu3oBaHHbIM B DIIP, karanusupyomum S-a1eH03uIMETHOHUH-
3aBUCUMBIN MEPEHOC METHIIBHBIX TPYII K cyocTpaTy C24-(28)-Mmetmnennodpenony. CyTh
ATOM peakuuu 3akir4aercs B mpeoOpasoBaHuu 24-metusieHniodpenonsa B 24-
srunennodpenon (Bouvier-Nave et al.,, 1998). OnrumansHbIM cyOCTpaToM ISt
BTOPUYHOTO TPAHCMETHIUPOBaHUs, cuutaetcs 24-metunernodenon (Bouvier-Nave et
al., 1997, 1998; Zhou, Nes, 2003). CyiiecTByeT MpeanoJoKEHHE, YTO ITOT (PEPMEHT
ON(pYHKIIMOHAJTICH U MEHee crielinudeH B BHIOOpE cyOcTpaTa, 4To MO3BOJISET EMY TaKkKe
y4acTBOBATh B MIEPBUYHOM METHIMPOBAHUU, OJHAKO, KaTaluTHIeKas 3((HEeKTUBHOCTH C
24-metunenodenonoM B 17 pas Beilie, yeM ¢ nukioaprenonom (Bouvier-Nave et al.,
1998). Iloka3aHo, 4YTO B MyTaHTax apaOujoncuca ¢ HokayToM reHa SMTL1, depmenr,
KATAIU3UPYIOIIUKA BTOPUYHOE MeETUIMpoBaHne, SMT2 oOCylIEeCTBISIET MEPBUYHOE
meTuiaupoBanue crepuHoB (Schaeffer et al., 2001). B pactenusx SMT2 onpenenser
TOYKY BETBIICHHUS MKy CErMEHTaMH OMOCHHTE3a 24-METHII- U ATHJICTEPUHOB. DTOT II1ar
npecTaBiIsieT co00M peakIiio, HallpaBJIsIIOIIY0 TOTOK YIJIepo/ia Ha CHHTE3 OCHOBHBIX
MeMOpaHHBIX CTepuHOB, a He Ha OwocuHTe3 BC. OT aktuBHOCTM SMT2 3aBuCHT
COOTHOIIICHHE 24-METHII- U ATHIICTEPUHOB, KOTOPOE MOXKET OKa3bIBaTh BIUSHUE HA POCT,

pa3BUTHE U cTpeccoBble oTBeTHl pactenuid (Schaller et al., 1998; Schaeffer et al., 2001,
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Carland et al., 2002; Benveniste, 2004; Hase et al., 2005). laTepecHo OTMETUTH, YTO y
UCCIIEIOBAaHHBIX pacTeHHil cemencTBO OenkoB SMT2 mpeacraBieHo B BUAE JIBYX
(GyHKIIMOHANBHBIX OpTONIOTOB  (SMT2-1, SMT2-2), BBINOTHSIOUUMX HACHTUYHYIO
¢yHkmuio. CXOICTBO aMHUHOKHMCIOTHBIX IOCJIEI0BAaTENIBHOCTEN OPTOJOrOB COHU
GMSMT2-1 u GmMSMT2-2 cocraBusier 96%, U OHM UMEIOT TOJIBKO MSTh PAa3IUYUil B
MOJIOKEHUSX AaMUHOKHUCIIOT, KOTOPBIE JIEXKAT 32 MPEeIaMU aKTUBHBIX CAUTOB (pepMEHTAa.
B peaknusx, katanusupyemsix pepmentamu GMSMT2, HayanbHas CKOPOCTh PEaKLUH,
karammsupyemoit  pepmentrom  GMSMT2-1, Hmxe, dYeM CKOPOCTh PEaKIUH,
katanusupyemoir pepmerrom GMSMT2-2 (Neelakandan et al., 2009). Peaxrus
BTOPUYHOTO TPAHCMETUIUPOBAHUS MPHUBOIUT K 00pa3oBaHui0 24-3TUICTEPUHOB (f-
CUTOCTEPUH U CTUTMACTEpPUH) U MPEACTABISIET COOOM 3aBEPILAIOIIMIA 3Tal OMOCUHTE3a
pacTUTENbHBIX CTepUHOB. Cpenu MOJEKYJISPHBIX MEXaHU3MOB, PETYIHUPYIOIIUX
OMOCHHTE3 PACTUTEIBHBIX CTEPUHOB, TOMUMO aKTUBHOCTU ()EPMEHTOB, OMPENEISIIONTYIO

POJIb UT'PACT AKTHUBHOCTH MHOTI'OYHCICHHBIX I'CHOB, KOAUPYIOIIUX 5TH (bepMeHTBI.

1.5.2. I'enst SMT: cTpyKTYypa 1 TPAHCKPUNIIIUOHHASI AKTUBHOCTH

CmpykmypHuuwiii ananusz 2enos SMT

I'ensl, kogupytromue 6enku cemeiictBa SMT Ha OCHOBaHMM OTJIMYWNA B TE€HHOM
CTPYKTYpE, YCIOBHO pa3/elieHbl Ha TpU Kiacca: 1 Kiacc — reHsl, CoJepiKallie B CBOU
CTPYKType 5 MHTPOHOB, XapakTepHbie /sl reHoB SMT1 Bojmopocieii; 2 Ki1acc — TeHbl ¢
6onpmmM yrciioM uHTpoHOB (0T 10 mo 13), xapakrepnst st SMT1 mepBoro Tuma Bcex
BBICIINX pacTeHui; 3 kiacc — 0e3MHTPOHHBIE TeHbl, 3T0 SMT1 HedoToCHHTE3NPYIOIIHNX
opranu3moB (mpocteiimue, rpuos) 1 SMT2 Boicimx pactenuit (puc. 12) (Neelakandan
et al., 2009). MccnenoBanue TeHHOM CTPYKTYPbI, B YaCTHOCTH, HAJTMYHUS HIIA OTCYTCTBHSI
MHTPOHOB, KOJIMYECTBA SK30HOB MpUOOpETaeT Bce OoJbllee 3HAUCHHE ISl TOHUMaHUS
HBOJTIOIINY TEHHOTO CEMEHCTRA.

Kax yxe ormeuanock, hepmenT SMT2 pactenuii OMPyHKIIMOHAIIEH U MOXKET
KaTaJn3upoBaTh Kak MEPBUYHOE, TaK W BTOPUYHOE METUIUpOBaHuE 24-r0 aroma
yriaepoaa 6okoBoi nenu crepuHoB (Schaeffer et al., 2001), kxpome Toro, umeer Gosee

IIPOCTYI0 TCHOMHYFO opranu3anuto (He conepxut nHTpoHOB) (Neelakandan et al., 2009).
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Numberof  Genomic DNA Amine acids Class

Genomic organization
SMT gene 't introns (coding region)
A lI i‘l m, v
ot |0 WO e by e e
AISMT 1 12 2819 Kb 336 2
B l] m I 361 3
OmSMTZ1| [ 0 R
GmSMT 22 [ | 0 1.089 Kb 363 3
ASMIZ | 0 1086 Kb %3
ASMT22 | 0 1.080 Kb 358 3
ScSMT 1 | 0 L152 Kb 383 3
PcSMT 1 | | 0 1.134 Kb 377 3
THSMT 1 | —— 0 1.080 Kb 359 3
SmSMT 1 1 1.895 Kb 341 )
PpSMT 1 13 4,297 Kb 346 2
D 1m m v
L1 AL |
CrSMT1 I 0 2 2 o 5 2911 Kb 387 1
(7] i E-) U Fid

Puc. 12. CpaBuenune reHoMHON opranu3aiuu renoB SMT Bogopocneit, rpuboB u
pactenmii. Arabidopsis thaliana (AtSMT1, AtSMT2-1, AtSMT2-2), Glycine max
(GmSMT1, GmSMT2-1, GmSMT2-2), Saccharomyces cerevisiae (SCSMT1),
Pneumocystis carinii  (PcSMT1), Trypanozoma brucei (TcSMT1), Selaginella
moellendorffii  (SmSMT1), Physcomitrella patens (PpSMT1), Chlamydomonas
reinhardtii (CrSMT1). llBeTHbIMH CTpeIKaMH yKa3aHbl KOHCEPBATHBHBIC DK30HBI

(Neelakandan et al., 2009).

CpaBHUTENBHBIN aHaIU3 MoKazaji, 4To Oojblryto romoioruto SMT2 umeror ¢ SMT
MPOCTEUINX, TPUOOB ¥ HEKOTOPHIX BOJOpPOCIEH, Kak B aMHUHOKHCIOTHOMN
II0CIIEI0BATEIBLHOCTH, Tak 1 B reHoMHOM opranm3anuu (Neelakandan et al., 2009; Pereira
et al., 2010; Haubrich et al., 2015). Bce 3T0 mo3BossieT NPeANoNoxuTh, 4t0 SMT2
ABOJIIONIMOHHO BO3HUKJIIA paHble, yeM SMT1 BeICIIMX pacTeHUM, HECMOTPS Ha TO, YTO
IpyU HOPMAJIbHOM MOCIEA0BATEIbHOCTH OHOCHHTE3a CTEPUHOB pACTEHUM, peakius,
katanusupyemas SMT2, uner nocne peakiuu, karanusupyemoinr SMT1. Bo3moxHo, B

XOJI€ IBOJIOIUH MMPOU30ILI0 PyHKIMOHATbHOE pacxoxaeane SMT (SMT1 u SMT2) B
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CTOPOHY YCJIOKHEHHS T€HHOH CTPYKTYpbl U BBICOKOM CyOCTpaTHON crenu(uyHOCTH.
OcHOBBIBasICH Ha 3TOM HWHGOPMAIMK, MOXXHO CHCNaTh MPEANOJIOKECHUE, YTO JIBa
cemeiictBa SMT mpowm3onuim oT roMosiorugHoro oobrmiero mpeaka (Fersht, 1999), xors
yOeIUTENBHBIX JOKA3aTEIbCTB ATOTO JI0 CHX IMop He umeercs. Hampumep, mis SMT1
3eneHor Bogopocian — CrSMT1 xapakTepHbl 4epThl CyOCTpaT-CBSI3BIBAIOIINX CAUTOB U
reHOMHOM opranu3anuu SMT2 BbICIIMX pacT€HUM, CTETIEHb UICHTUYHOCTH MEPBUYHON
cTpykTyphl 0enka ¢ SMT2 cocraBisietr 64%, a ¢ SMT1 — 38% (Haubrich et al., 2015).
AMMHOKHCIIOTHas mocieaoBaTenbHOoCcTh ERG6, romonmornunoro Genka rpuOoB, uMeeT
OomnpiIyto creneHb cxoacTBa ¢ SMT2 Beicimx pacteHuit. ITOT (HepMeHT crocoOeH
IPOIYLIMPOBATH APrOCTEPHUH B KauecTBe OCHOBHOro C28-cTeprHa, a Takke HeOONbIIoe
kormaecTBO C29-crepunoB (Kaneshiro et al., 2015). Dtu HOBBIC JaHHBIC, HAITPABJICHHBIC
Ha BBISICHEHHE SBOJIIOIMOHHOTO MPOUCXOXKJIEHUS T'€HOB, YYACTBYIOIIUX B PEAKIUIX
TpaHCAIKWUIMPOBAHUS OWMOCHHTE3a CTEPUHOB, YHHKAJIBHBIX JJIS PAaCTCHUU, TPEeOyIOT
JaTbHEHIIero M3y4eHus Kak ATUX, TaK U APYruX (PEepMEHTOB OMOCHHTE3a CTEPUHOB
npokapuoT u  dykapuoT.HykmeoTunnele  mocienoBaTeNnbHOCTH  reHoB  SMT
XapaKTEepU3yTCS HBOJIOLMOHHON KOHCEPBATUBHOCTBIO y Pa3HBIX BUIOB pacTeHU. Tak,
UJCHTUYHOCTh TOCJIeIOBATEIbHOCTEH TpaHCKpUnToB TeHoB SMT1 apaGumoricuca c
reHaMu puca, Tabaka U KyKypy3bl cocTaBisieT 6osee 75%.

MosnekynspHble MEXaHU3MBbl PETYJSIUA OIKCIPECCUH TEeHOB OHOCHHTE3a
CTEpUHOB, B 4acTHOCTH SMT, Hauanum aKTHUBHO W3Yy4yaThCsA JIMIIb B TIOCIETHEE
JIECSTHIICTHE.

TpanckpunyuoHuas akmugHOCMb 2eHO8

Tpanckpuniuonnsli ananu3 reHoB SMT1 u SMT2 crepunoBoro mytu ObLI
IPOBEJICH Yy pa3HbIX BUI0B pactenuii (Shi et al., 1996; Diener et al., 2000; Carland et al.,
2002; Luo et al., 2008; Neelakandan et al., 2009). N3yueno comepkaHue TPAaHCKPUIITOB
reHoB SMT1 u SMT2 B paznuuHbIX TKaHSX M Ha BCEX dTalax pa3BUTHUsl PACTECHUM, 3a
WCKIIFOUCHHUEM TTO3THUX CTaJNi CO3PEBAHUS CEMSIH, TI€ MX IKCIIPECCUSI YMEHBINATIACh J10
ouenb Hu3koro yposus (Neelakandan et al., 2010). Hekoropsie rensi SMT cowu
(GmSMT1, GmSMT2-1 u GmSMT2-2) u apabunoncuca (AtSMT1, AtSMT2-1 u AtSMT2-

2) panee ObuUTH KITOHHpOBaHBI B E. COli 1 neTanbHO oxapakTepr3oBaHbI 10 CyOCTpaTHOM
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cnenuUYHOCTH U MEXaHW3MaM MHTMOMpOBaHUS, a TakXKe HUCCIEeNIOBaHA UX pPOJb B
perymsun OuocuHTe3a 24-ankwictepuHoB y pactenuid (Neelakandan et al., 2009;
Carland et al., 2010).

Kak yxxe oTMeuanoch, y MHOTUX HCCIIEIOBAHHBIX PACTEHUN CEMENUCTBO OENKOB
SMT2 npexacraBieHo B BUIE ABYX (DYHKIHOHAIBHBIX opTosiioroB (SMT2-1, SMT2-2),
KOJUPYEMBbIX COOTBETCTBYIOIIMMHM T'e€HaMU. TeM He MeHee, He SCEeH BOMIpPOC
BO3HMKHOBEHUS JBYX OyONMupyromux optoioroB SMT2, koTopble MOTYT HMPHUBECTH K
byHKIIHOHATBEHOW M30bITOYHOCTH. OHAKO, MpoduiTs dKcnpeccuu AByX SMT2 uzodopm
B CO€ MOKa3alsl siBHbIE paznuuusi B skcnpeccun GMSMT2-1 u GmSMT2-2 B nporuecce
pocTa W pa3BUTUS COM, Tpemoaras pasinunbie TpeOoBaHus Kk uzodpopmam SMT2 B
metabonu3me cou (Neelakandan et al., 2010). Hanpumep, Ob110 MoOKazaHo, 4To epMEHT,
KogupyeMbiii reHoM GMSMT2-2, nMeeT MOBBIICHHYIO KaTATUTUYECKYI0 aKTUBHOCTH B
npopacraromux cemenax cou (Neelakandan et al., 2009, 2010). Cepxakcnpeccus reHa
SMT2 mnpuBoauiia K TOHWKEHUIO YpPOBHA 24-METUJICTEPUHOB (KaMIeCTEpUHA) U
COITYTCTBYIOIIEMY YBEIUYCHUIO 24-3TUIICTEPUHOB ([-CHTOCTEpUHA U CTUTMACTEPHHA), a
Takke K cHkeHuto conepykanus BP (Schaller et al., 1998; Schaeffer et al., 2000, 2001,
Sitbon, Jonsson, 2001). Kpome Toro, y pacteHuil HaOI0gaIuch MOP(OIOrHYSCKHUE
W3MCHEHHS, TaKWe KaK, HAlPUMEpP, YMEHBIIICHUE BBICOTHI IIPOPOCTKOB, MO-BUINMOMY,
U3-32 YMEHBIICHHUS KOJIMYECTBA KJIETOK U CHUKEHUE TEMIIOB pocTa. IDTH JeEeKThI
YCTPAHSUIUCh DK30Te€HHOM 00paboTkoi BP, 4To MOXeT cBHIETENHCTBOBATH O TOM, YTO
Ha0r01aeMasi aHoMajibHasi MOpQoJIorus ObliIa CBsi3aHa C UX ACPUIIUTOM.

JIJist XapaKTepUCTUKN OCOOEHHOCTEH peryisiuu skcnpeccun renoB SMT cou
ObLIM CEeKBEHMPOBAHbI MPOMOTOPHBIE MOCIEN0BATENbHOCTH reHoB GMSMT2, ananu3
KOTOPBIX BBIABHJI HAJIWYHE CTPECC-UYBCTBUTEIBHBIX YUC-DJIEMEHTOB U CalTOB
CBSI3bIBaHMS TpaHCKpUIIMOHHBIX (akTopoB (Neelakandan et al., 2010). JlaapHewmii
aHaJIM3 YKCIIPECCUH 3TUX TEHOB MOKa3all, YTO OMOTUYECKUE U aOMOTHYECKHE (DAKTOPHI, B
TOM YHClIe 00e3BOKMBaHHMeE, X004 W abcrms3oBas kuciora (ABK), wHaynmpyrot
sKcmpeccuto TeHoB GMSMT2 B xoze pocta mpopocTKOB. MOXKHO MPEANONOKHUTb, YTO
SMT HeoOxonuMa Jjisi HOPMAJbHOTO POCTa W Pa3BUTHUS PACTEHUMN, U €€ aKTUBHOCTH

MEHSIETCs IPH ACWCTBUU PA3IMIHBIX cTpeccoBbIX (hakTopos (Diener et al., 2000; Carland
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et al., 2002; Luo et al., 2008; Neelakandan et al., 2009). Takum o6pazom, SMT siBisieTcs
KITIOYEBBIM (PEPMEHTOM OMOCHHTE3a PACTUTENBHBIX CTEPUHOB, OT (PYHKIIMOHUPOBAHUS
KOTOPOT'O 3aBUCUT ONTHUMAJIbHBIN OalaHC MOJEKYJISIPHBIX BUJOB CTEPUHOB B PaCTEHUU
IIPU OHTOTEHE3€E U JIEUCTBUH CTPECCOBBIX (haKTOPOB.

3akiouenue Kk O030py JuTeparypsbl

B nactosmem 0630pe 0000IIEHbI JaHHBIE COBPEMEHHOM JIMTEPATyphl O POJIH
CTEPUHOB B JKU3HEACITEIIBHOCTU PACTEHUHN, PAa3HOOOPA3UHN UX XUMUYECKUX CTPYKTYp U
0COOEHHOCTSIX OuocuHTe3a. B mocneanee BpeMsi 0coObIN MHTEPEC BBI3BIBAET HE CTOIBKO
CTPYKTYpHasi, CKOJIbKO PETYJISATOPHAs U CUTHAIbHASI PYHKIIMU PACTUTEIbHBIX CTEPUHOB.
B wactHOCTH, MMeeTcss MHpoOpManMs 00 y4acTUH CTEPHUHOB B CUTHAJIMHIE, POCTE U
pa3BUTHM, a TaKXe CTPECCOBOM OTBET€ pacTeHuil. buoxumuueckne MexaHU3MBbI
BOBJICUECHUSI CTEPUHOB B (YHKIIMOHMPOBAHUE PACTUTEIBHBIX MEMOpPaH SIBIISIFOTCS
NPEAMETOM OCTPBIX AHUCKycCHl. DPQPEKTUBHBIM MHCTPYMEHTOM HCCIIEIOBAHUSA POJIU
CTEpUHOB B (YHKIMOHUPOBAHUU KIJIETOK SBJIAETCA TNPUMEHEHHE CHEIU(PUIECKUX
CTEPHUH-CBS3bIBAIOIINX AreHTOB, TAKUX KaK MOJMEHOBBIM aHTHUOMOTHK KaHanohopmep
HUCTATMH W Makpouukindeckuii omurocaxapun MPCD. O6a >Tux coequHEHHs
CHOCOOHBI YMEHBIIATh COJAEP)KAHWE CTEPUHOB B KJIETKaX, OJIHAKO MEXaHU3Mbl MX
JICHCTBHS COBEPIICHHO pa3NuyHbl. HUCTATHH SBISETCS N3BECTHBIM MPOTHUBOTPUOKOBBIM
npenapaToM, JEHCTBUE KOTOPOTO MPUBOJIUT K TMOETM I'pUOHBIX KIIETOK BCIEICTBUE
BBITEKAHHS COJEPKUMOTO KJIETOK Yepe3 HHUCTAaTHH-CTEPUHOBBIE MOpPbL. Dusnosoro-
OMOXUMHUYECKUE MOCTIEACTBHUS BO3ACHCTBUS CTEPUH-CBS3bIBAIOIMX ar€HTOB HA PACTEHUS
U3y4EHbl HEIOCTaTOYHO. BaXHBIM acmneKkTOM B M3YyYEHUU CTEPUHOB SIBISIETCS
UCCJIeI0BAHNE U aHaNn3 (DepPMEHTOB MX OMOCUHTE3a, B YACTHOCTH, KJIF0UEBOI0 (hepMeHTa
ouocunTe3a — C24-crepun MmetunTpancdepaspl. OIHAKO Jaleko He Il BCEX BUJIOB
pacTeHUil OXapaKTEpU30BAHbI TEHBbI, KOAUPYIOIIHE (PEpMEHThl CHUHTE3a CTEPUHOB.
Becbma orpannuena undopmaiusi o CTpykType U npodusie skcnpeccur renoB SMT. B
CBSI3M C BBIIICU3JIOKEHHBIM, HAcCTOsIas paboTa MOCBSIICHa HM3YyYEHUIO HW3MEHEHUU
CTEPUHOBOI'O COCTaBa MIIEHUIIbI B YCIOBUAX CTEPUHOBOIO UCTOLICHUS U NPU JIEUCTBUU

CTPECCOBBIX (PAKTOPOB, a TaKKe JETATbHOU XapaKTEPUCTUKE CTPYKTYPbl U AaKTUBHOCTHU

reaoB TaSMT.
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TJIABA 2. MATEPUAJIBI U METO/bI UCCJEJTOBAHUM

2.1. O0beKT uccjaenoBaHusi

B kauectBe oOBekTa HccienoBaHUs ObUIM UCIOJIb30BaHBI MPOPOCTKHU SIPOBOM
nmrenunpr  (Triticum  aestivum L.) copra «Kaszanckas roOwuneitHas». [IpopocTku
BbIpamuBaiu Ha pactsope 0,25 MM CaCl, B TedueHue YeThipex JHEH Mpu TeMIiepaType
+22° C wu ocsemennoctd 100 Bt/M? ¢ 12-gacoBoM dboronepuonoM. Bo3zzeiicTBue
aHTHOMOTHKA HHUcTaTMHA W onurocaxapuna MBCD (Aldrich, CIIA) Ha WHTaKTHBIC
MPOPOCTKH TPOBOAWIM B TeueHue 12 4. AHTHOMOTHK pacTBopsiiu B 0,2%-HOM
mumetuicynbdokcuae (JIMCO), omurocaxapun MFCD — B Boge. KonTponeMm ciyxuim
popocTkH, BeIpamenHbie Ha 0,2%-nom JIMCO u 0,25 MM CaCl,, coorBeTcTBeHHO. B
HKCIIEPUMEHTaX ObLI UCIOIb30BaH HUCTATUH B KOHIIEHTpanusax 1 MxM, 10 mxM u MSCD
B KOHIeHTparuu 5 MM. Jlis MoJenupoBaHUsS XOJOAOBOTO cTpecca 4-THEBHBIC
MPOPOCTKH MINEHUIbI Tomeriany Ha 1-12 4 na +4° C. Bo Bcex BapuaHTax HMCXOJIHbBIE

pPacTBOPHI HE COJIEPKAJIM MOHOB KaJIusl.

2.2. AHAJIN3 JUIHI0B

2.2.1. IKCTpAKIMS JUNHA0B U3 PACTUTEILHOI0 MaTepuaia

OOmme  JIUNUABI  DKCTPArupoBaIM  M30MPOIAHOJIOM, 3aT€éM  CMECHIO
uzonponanoj/xmopodopm (1:1) mo meroay Huxoica (Nichols, 1963) ¢ mogudukarmsiMu
(Kotlova et al., 2009). HaBecky pactutenpbHoro Martepuaia (1 r) MeIKO Hape3ad,
TOMOTEHU3UPOBAIH C 3 MJI M3OMPOIMUIOBOTO CIUPTA W TIOMEIIAIU B MPEABAPUTEILHO
Harpetbiil 10 70° C cymmibHbii mikag Ha 30 MuH. ['OMoreHaT nepeHocuiIn Ha GUIbTP
[IToTa, 3kCTpakT OTGUIBTPOBLIBAIIM B K0JIOY byH3eHa ¢ momotipio Hacoca. OcTaBiuics
Ha (QuIbTpe Marepuan MEPEeHOCUIIU B TMPOOUPKY cO TUIM(OM, T00ABISIN 5 M CMECU
xjopodopm/uzonponuyioBbiid cnivpt (1:1) 1 momemanu B cymuiabHbIN mkad Ha 30 MUH.
['omorenar mnepenocunu Ha ¢GunsTp IlloTa, 3KCTpakT OTHUIBTPOBHIBAIU B KOJIOY
bynsena ¢ momomipio Hacoca. OObeTMHEHHBIA (PUIIBTPAT MEPETUBATN B KPYTJIOJOHHYIO
KOJIOy W ymapuBaJii Ha poTopHOM ucmaputene npu Temmeparype 40° C. K cyxomy

oCTaTKy 100aBysuTH 2 M1 cMecH Xiaopodopm/meTanot (1:1), KOTUYIECTBEHHO IEPEHOCHITH
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B K0JIOY (KOHEUHBIN 00BeM 3 MiT), T0OABISIIN 4 MJI BOJbI, BCTPSXUBAJIA U OCTABJISUIH 10
pazneneHust xJaopoGopMHO U BOIHO-MeTaHOJIbHOU (a3. Jlanee xmopodopmHyIo hazy
oTOMpanu B mMpoOUpKU co nuiMdoM M ymapuBalid JOCyXa Ha POTOPHOM HCIapHUTEIE.
Ho6asnsumm 100 Mxm xjgopodopma U KOJTHYECTBEHHO TIEPEHOCHIIN B BUAJIBI. Y TTapUBaJIH
B BHAJAX J0Cyxa Ha poTopHOoM wmcmapurtene. K cyxomy ocrtatky moOaBisua 50 MK

xyiopodopma. Jlanee JaHHBIA SIKCTPAKT UCIIONB30BaIM aJisi aHanu3a TCX.

2.2.2. AHaim3  ¢ocdo- M TIMKOJUIHUAHOIO COCTABA INPOPOCTKOB
NIIEHUIbI METOAAMHU BbICOKOI(P(PEeKTUBHOM TOHKOCJIOWHOM XpomaTtorpapuu H
JAE€HCUTOMETPUH

NunuBunyanpaple  poco- W TIIMKOMWNIHAIL AHAIM3UPOBATU C ITOMOIIBIO
JBYMEpPHOUM  BBICOKOA(PEKTUBHONU TOHKOCHOWHONW xpomarorpadpuu (TCX) Ha
cTekasHHbIX MmuactuHax «TLC Merck» 6x6 cm ¢ cunmmkaremem 5-20 mxm (Merck,
['epmaHnus) B cucTeMax pacTBopuTesei: xiaopohopm/metano/Boaa (65:25:4 mo oobeMy)
— TIepBOE HaIpaBJIeHUE U XJI0podhOopM/alleTOH/METAHOJI/JIeIsTHAsl YKCYCHAsl KUCI0Ta/Bojia
(50:20:10:10:5 mo ob6wvemy) — Bropoe Hampasienue (Benning et al., 1995).
XpomaTtorpapudyeckue  30HBI,  COOTBETCTBYIOIIME  JIMIUAHBIM  COCIUHEHUSIM,
BHU3YaJIM3UPOBAIN C TOMOIIBIO 5%-HoTo pacTBopa H,SO,4 B MeTanomne. @ochoaumnuast u
I'nllep unentudummposanu ¢ ucnosib3zoBanueM cranaaptoB (Kates, 1972). Tunuunas

XpoMaTorpaMmMma JUMUAHON (PpaKIny MPOPOCTKOB MIIIEHHUIIBI MPECTaBleHa Ha puc. 13.

MIAr
[nllep
on JUAT
or
oX

-, OC

Puc. 13. Xpomarorpamma oOmieil Gppakiuuu TUNHA0B, pa3AeieHHbIE IO METOAY

Benning c coasrt. (1995).



56

KomuuectBo o6mux I'nllep u unauBuayansubix @JI onpenesnsiyv ¢ MOMOIIBIO
nencurometpa JlenCkan (JIeaxpom, Poccust). g nocTpoeHus: KaamOpOBOYHBIX KPUBBIX
WCITIOJIB30BAIM CTaHJApTHBIC pacTBOpbl DX m Obrumii ramakTomepeOpos3ma (Sigma,

CILLA).

2.2.3. AHAJIM3 CTEPUHOBOI0 COCTABA MPOPOCTKOB NMIIEHUIBI METOIAMU
TOHKOCJOMHOM XpoMarorpaguuv M XpoOMaTO-MACC-CIIEKTPOMETPUU ¢ MOHM3ALMen
3JIEKTPOHHBIM YAApPOM

Crepunbl pazzgensinu ¢ nomoupo oaHoMepHoil TCX ¢ mocieoBaTeabHbIM
UCITOJIb30BAaHUEM JIBYX CUCTEM IS HENUTpaIbHBIX JUTIAJIOB: 1)
Tonyoj/rekcan/mypaBbuHas kuciaora (140:60:1 mo oO0bemy); 2) rekcan/qU3ITHIOBBIN
sa¢up/mypaBbuHast kucinota (60:40:1 mo o0bemy). Xpomarorpaduyeckue 30HBI,
COOTBETCTBYIOIIME CTEPUHAM, BU3yaJIM3UPOBAIIN C MOMOIIbIO MApoB Hona. [anee nsaTHa
CO CTEpUHAMHU COCKpPEOAaH C IUTACTHHOK M 3IFOMPOBAIH CMECBHIO XJIOPOPOpM/METaHOI.
JI71st mOArOTOBKM MPOOBI ISl XpOMAaTO-MacC-CIIEKTPOMETPUHN SITIOUPOBAHHBIE CTEPUHBI
yHnapuBalld JI0CyXa, 3aTEM CYXOM O0CTaTOK pacTBOPsUIH B 20 MKJI MUPUAUHA U JOOABISIIN
20 wmxix  N,O-6uc-(tpumermicunmn)rpudTopaneramuaa  (Supelco, CIIHA) s
o0pa3oBaHUs TPUMETWICHIWI MPOU3BOAHBIX CTEPUHOB. Peakuuio m0poBOAMIM B
3aKpBITHIX (PuIakoHaxX TMpu HarpeBaHuu A0 temmeparypbl 100° C B Teuenune 30 MuH.
CuUnuianpoBaHHBIE CTEPUHBI ObUTA TIPOAHATIM3UPOBAHBI C TIOMOIIBIO Ta30BOTO XPOMATO-
Macc-ciektpomerpa GSMS-QPS050A (Shimadzu, Snonus) ¢ uHCHOIb30BaHUEM
KanuisipHod kojionku HP-5MS (30 m x 0,25 MM u TonmuHod 1mieHkd 0,25 Mkw;
Agilent, CIIIA), B kayecTBe ra3a-HOCHTEJS WCIIOJIB30BAIM TEJIHd, C IMOCTOSHHOM
ckopoctbio 1,3 mi/mMuH. Temniepatypa unxkekropa u MS ucnapurens cocrasisina 330 u
290° C, coOTBETCTBEHHO. bbUIN MCTOTB30BaHBI CIAEAYIONMIUE TEMIIEPATYPHBIC PEKUMBI
KOJIOHKH: nHbeKIHs npu 70° C ¢ nanbHEHIIMM NOBBIIEHUEM TeMIiepatypsl 10 320° C
co ckopocthio 4° C/MUH M TOCHERyomuM ToaaepkanreM temmepatypbl 320° C B
TedyeHue 20 MUH. DHEprusi MOHHU3ALUU MacC-CIEKTPOMETPA B PEXKUME IEKTPOHHOTO
ynapa coctasisiia 70 aB. aenTudukaiuo cTepuHOB TPOBOIMIN TyTEM CPABHEHUS UX

BPEMEH YIEpKaHHs C JIOCTOBEPHBIMH CTaHAAPTaMHU MAacC-CIEKTPOMETPHH  C
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HCIIOJIB30BAaHUEM  Macc-CleKTpoMeTpudyecko — OumOnumorexkn  gaHHbix  GC-MS.
KonudecTBeHHBIM aHamu3 OBUT MPOBEIEH C HCIOJIB30BAHHEM XPOMATOTPaPUIecKOro
nporpammHoro ooecnederuss UniChrom ¢ momMoImpi0 BHYTPEHHETO CTaHAapTa, KOTOPHIM

CITYKWJT HaTaJIUH.

2.3. Onpenenenne NMPOHMLIAEMOCTH ILUIa3MAJEMMbl JJIsi MOHOB KAJIHA W
IPOTOHOB

O nponnnmaemoctu [IM KIETOK KOpHEW CyAWJIM IO M3MEHEHMIO COJEPKAHUSA
MOHOB KaJlMsl B CpeJie BblpalliuBanus. MI3mepeHus npoBOAUIN Ha INIaMEHHOM (POTOMETpE
Phlapho-41 (Carl Zeiss, I'epmanus) (I'opmon u ap., 2005). Usmepenue pH cpens
uHKyOanuu nposoguin Ha pH-Metpe Mettler Toledo (CLLIA).

2.4. Onpenenenne BbIX0A JJIEKTPOJIUTOB W HHIEKCA MeMOpPaHHOI
CTA0MJIBHOCTH

HaBecky kopHell u nHcTheB mpopocTkoB miieHuisl (0,1 T) Heckoiapko pa3s
NPOMBIBAIM B  OMAMCTHIUIMPOBAHHOW BOJE 3aTeéM MOrpyXaiud B OIOKCHl C
OunuCTUITMPOBaHHOM BOI0M (10 MIT) U BRIIEPKUBAIM B TEPMOCTATE MPU TEMIIEPAType
40° C B teuenue 30 mun (C1). DnexkTponpoBoAHOCTh pacTBopa nocie nakyoanuu (C1)
u3Mepsun ¢ momoinbio KouaykTomerpa Cond 7310 (WTW, I'epmanus). [TonHbii BeIXO
anektposuToB (C2) ompeAensnu MO 3JIEKTPOINPOBOAHOCTH TOW K€ BBITSIKKHM I10CIIE
pa3pylIlIeHUs] pacTUTEIbHON TKaHH KursiueHreM B TeueHue 10 munyT (Sairam, Saxena

2002). Beixon anextponutoB (C) pacCUUTHIBAIN B MPOILEHTAX OT MOJHOTO BBIXOJA IO

bopmyie:

C = (C1/C2) x 100%

NCM paccuuntsiBanu mo hopmyre:

HICM = (1-C1/C2) x 100%.
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2.5. Anaym3 pasmepa (Derf) u {-morennmana wacrun MBCD, f-cutocrepuna
n komiuiekca MpCD/f-cutocTrepun

Pazmep (3¢ dhekTHBHBIN THIAPOIMHAMUYECKIHN JHAMETP KHHETHICCKHU TTOIBUKHOM
YacTUI[bl B MaKCUMyMe KpuBOW pacnpeneneHusi, Def) U 2IIEKTPOKMHETHUYECKUN
noTeHuuan ({-MOTEHUHAT — SJCKTPUUYECKUUA MOTEHIHUAT KHUHETUYECKH MOJBUKHOU
YacTHUIl HA TPAHUIE CKOJBXKEHUS B MOCTOSHHOM JJICKTPUUYECKOM TIIOJI€) YacTHIl B
BoAHbIX pactBopax 0,2% JMCO peructpupoBaiu METOAOM JUHAMHYECKOIO
CBETOPACCESIHUSI M MHUKPOINEKTPOoope3a Ha BBICOKOUYBCTBUTEIBHOM AHAIM3ATOPE

Zetasizer Nano ZN (Malvern Instruments, BenukoOpuranus) (Pebxkuna u ap., 2009).

2.6. Onpenenenne OKMCIUTEIbHO-BOCCTAHOBUTEIBHOIO CTATYCA

2.6.1. Conepxanue nepeKucu Boaopoaa

Conepxanue nepekucu Bojgopoaa (HxOr) ompenensiim ¢ MCHOIb30BaHUEM
kcuienona opamxeBoro (Gay, Gebicki, 2000). Haecky pacturenbHoi Tkanu (0,5 1)
pacTupanu B xuakoM azore ¢ nodasinenuem 1 mi 0,1 M Tris-HCI 6ydepe (pH 7,5), 3atem
ueHTpudyruponanu B teuenrne 10 mun npu 10 Teic. 06/MuH. CynepHartanT (200 MKi1) 1
pearent (1 wu1) cmemmBamuM W uepe3 | U W3MEPsUIM ONTHYECKYH) IUIOTHOCTh
cnekrpoporomerpuyeckn (A = 560 HM) C HCHONB30BAHUEM CKaHUPYIOIIETO
nByxirydaeBoro cnekrpodoromerpa Lambda-25 (Perkin Elmer, CIIIA). PaGounii pearent
coctosta u3 0,1 mi1 pearerta A, coaepxariero 25 MM FeSOy, 25 MM (NH4)2SO4, 2,5 MM
H,SO4, u 10 M pearenTa b, conepxkarmiero 125 MxM kcuneHora opamkeoro u 100 MM
copbuta. Conepxanne H,O, paccumThiBaii MO CTaHIAPTHOW KaTUOPOBOYHOU KPUBOI

koHueHTpauu H,O, (ot 1 MkM 1o 50 MkM) u Beipaxkainu B MKM/T ChIp. B.

2.6.2. YpoBeHb ePEeKUCHOT0 OKUCIEHUS JIUITU/I0B

NHTeHCUBHOCTD MIePEKUCHOTO OKHCJICHUSI JUNUIOB OTpeaesuIn
CHEKTPO(POTOMETPUIECKH B PACTBOPUMON (PpaKIMu TOMOTE€HATa IO COJACPKAHUIO
NPOAYKTOB, pearupyromux ¢ Tuobapoutyposoii kucnotoi (TBK). B ocnoBe merona
JCKUT peakuus Mexay MamoHoBbIM auanbaeruaoMm (MJIA) u TBK, xoropas mnpu

BBICOKOM TemmepaType M KuciaoM 3HadyeHMHM pH mnporekaer ¢ oOpa3oBaHueM
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OKpAILIEHHOT'O TPUMETUHOBOT'O KOMILIEKCA, COAEpKalero oany moiexkyiny MJIA u nBe
monekynbl TBK. 'omorenat rotoBunm kak B . 2.6.1. Peakunonnyio cmech (0,3 %
pactBop TputoHa X-100; 0,1 M HCI; 0,03 M TBK) cmemmuBanu ¢ cyrnepHaTanTom (3:1)
U MHKyOMpoBanu Ha BoJgHOM OaHe B TeueHue 30 muH. ONTHYECKYIO MJIOTHOCTD
NPOAYKTa peakuuu u3Mepsim crekTpodoromerpudecku (A = 532 um). Yposens [10J1
BbIpaXkanu B mpoueHtax, 3a 100% npunumanu xonudectBo THK-mpopearnpoBaBmmx

IMPOAYKTOB, COACPIKAIMUXCA B KIICTKAaX NCXOJHBIX KOpHeﬁ.

2.6.3. AKTHBHOCTH MEPOKCHIA3bI

AKTUBHOCTh TEPOKCUIA3bl OMpPEACSIN C HUCIOJb30BAaHUEM JIUAHU3UIUMHA B
KadecTBe cybcTtpara. CKOpOCTh 00pa3oBaHUs MPOAYKTA PEAKIUH PETUCTPUPOBAIHU IO
YBEIMYECHHUIO ONTHYeCKOW mmioTHocth (A = 460 ©HM) Ha crnekTtpodoromerpe.
N3mepurenbhbiil pactBop comepxai 390 mxn 100 MM Oydepa MES (pH 5,5), 10 mxn
uccieayemoro oopasia, 100 mxa 6 MM auanusuausa, 100 mxn 6 MM H,O,. Peaknus
uHUnMupoBanack godasieHueM HyO;. AKTUBHOCTH MEPOKCHJIa3bl BhIpaXXajiu B YCII.

€/./MUH Ha T CBIp. B.

2.7. OnpenesieHne ypoBHsI JKU3HECTTOCOOHOCTH KJIETOK

YpOBEHb  JKHU3HECTIOCOOHOCTH  KJIETOK KOpPHEH MPOPOCTKOB  MIIEHULIBI
OMpeNessUIh ¢ TIOMOIIbI0 KpacuTenss OBaHca cuHero (Baker, Mock, 1994),
MPOHUKAIOLIETO TOJBKO B MepTBble KieTku. Konuumku kopueir (0,5 cMm) okpamuBamu
0,25% pactBopoM DBaHCa CHHETO B T€UEHHE 15 MHUH MpU KOMHATHOW TeMIIepaType.
OxpalleHHble KOPHU POMBIBAIIA JUCTUIUIMPOBAHHON BOAOM TprxkAbl 0 10 MUH 1 3aTeM
otMmbIBau UX B N,N-aumerundopmamuie B TeueHue 1 4 npu KOMHATHOW TeMIepaType.
[lorynomenne Kpacurens, COOTBETCTBYIOLIEE JO0JIE MEPTBBIX KIIETOK, OLICHUBAIN

cnektpodoromerpuuecku (A = 600 HM).

2.8. dayopecueHTHasi BU3yaau3anus ayrogarocom
Busyanuzanuio ayrodarocoM OCYyHIECTBISUIM C TMOMOIIBIO (IIyOpeclieHTHOTO

mapkepa ayrodarocom LysoTracker Red DND-99 (LT, Invitrogen, CILIA, Aap 577 aM /
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Aem 590 HM), iTyopecuEHIIMI0 KOTOPOTo AETEKTUPOBAIIN C UCIOJIb30BAaHUEM JIA3€PHOTO
koHpokanpbHOro Mukpockoma LSM-510 Meta (Carl Zeiss, ['epmanus). Kpacurens
CEJICKTMBHO HAKaIUIMBAe€TCS B KHCIBIX KOMIApTMEHTaX M BO30yXkmaercs B oOdacTu
kpacHoi uryopecnieniiuu. Konunku kopueit (0,5 cm) okpammuBanu 1 MkM LT B Teuenue
15 MHH B TEMHOTE [P KOMHATHOM TeMIlepaType. 3aTeM OKpalleHHbIE KOPHHA POMBIBAJIH
3-5 pa3 0,1 M wnatpuii-dpocharasim 6ydpepom (pH 7,2-7,4) u roToBUid mpemnaparhl.
Cneunduunocts okpammBanuss LT mnonrBepxkpaiu ¢ NPUMEHEHUEM HWHTHOUTOpA

ayrodaruu 10 MM 3-meTriianeHuHa.

2.9. Boiaenenne TorajabHoii PHK u cunte3 k/IHK npu nomomu OT-ITIHP

Toraneryro PHK mmenuns! Beigensia ¢ momonisio Habopa RNeasy Plant Mini
Kit (Qiagen, I'epmanus) cOrJacHO MPOTOKOIY MPOU3BOAMTENS U ¢ TIOMOIIBIO peareHTa
TRIzol (¢penon, nacemmennsid Tris-HCI, pH 8,0; 0,8 M GuSCN; 0,4 M NH4SCN; 3 M
arerat Harpus, pH 5,0; 6% rimunepun; MilliQ) (Manuatuc u ap., 1984). PacturenbHyro
TKaHb PACTUPAIH B KEPAMHUYECKOUN CTYIKE B )KUJIKOM a30T€ O TOMOTEHHOTO COCTOSHUS,
NIepeHOCHIIN B IIeHTpUdyxHYyI0 mpooupky (100 mr) u nobdasism 1 mi pearenra TRIzol.
[Toy4yeHHYI0 CMeCh BCTPSIXMBAJIM Ha IIEUKEpe B TEUCHHE 2 MUH U HEHTPUGYTUPOBAIH
npu 14 Tbic. 00/MUH B T€4eHHE 5 MUH. 3aTe€M OTOMpPAIM HAIOCAAOUYHYIO KUIKOCTh U
nobasisy K Helt 300 Mkt xsmopodopm/uzoamunioBsiil ciupt (24:1). [lomyuennyto cmech
BCTPSXUBAJIM Ha IIEHKepe B TEUCHHE 2 MUH U LIEHTpUyrupoBanu npu 14 Teic. 06/MUH B
T€YeHUEe 5 MUH. 3aTeM OTOMpaiu BEpXHIOK (a3zy U J00aBIsIM K HEW paBHBIA 00BEM
M30MpPOINAaHoia MW BbIAEpXKUBaIUM B TeueHne Houu npu —20° C, mocie yero
uentpudyrupoBanu npu 14 teic. 06/mMuH nipu 4° C 30 mMuH. Ocagok pacTBOPsUH B
200 mxn MilliQ ¢ 0,01% DEPC (austmimupokapoonar — uaruourop PHKas3), ocaxxmanu
YEeTBIPbMSI 00BeMaMu JieJsTHOTO 96% 3TaHoMa U ocTaBisuIM Ha HOUb TipH -20° C. Tlocne
ATOTO OmATh HeHTpudyrupoaiu npu 14 teic. 06/mMuH npu 4° C 30 mun. Ocanok
pactBopstii B 50 Mk MilliQ ¢ 0,01% DEPC. JIna ynanenus JIHK o6pasibl
obpabareiBanu 0,1 en. JIHKa3w1 (Fermentas, Kanaga) mpu 37° C B reuenne 30 muH. 3aTem
no6asisy 2 Mk OJTA (3TuneHanaMuHTETpaykcycHas kuciora — uaruourop JJHKasz)

u TepmoctatupoBaiu npu 65° C B teuenue 10 mun. Konuentpauuto PHK onpenensnu
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cuektpodoromerpruecku ¢ mnomoinpo NanoDrop 1000 (Thermo Scientific, CIIIA);
HatuBHOCT, PHK omnenuBamm C momompio smekTpodoperndeckoro pasuencHust B 2%
arapo3HoOM TeJe.

Peakiuio obpatnoit Tpanckpunuuu (OT) npoBoAwid B peaklMOHHON CcMecH
oosemom 20 mxi. Ha mepBoit craguu 2 mkn totanbHoi PHK B mpucyrcrBum 1 Mk
npaiimepoB Oligo(dT)1s (1 MxkM) (Cunton, Poccus) u 8 mxn MilliQ ¢ 0,01% DEPC
nporpeanu npu 65° C B Teuenue 5 muH. Ha BTOpo# cTaauu k 3Toi cMecH 100aBisuiu 4
MKJI ie30KcupoOonykieotuadocdatos (2 MM), 4 mxi 5-kpatHoro RevertAid RT 6ydepa
(pH 8,3, 20 MM MgCl;) u 1 MxM (200 en.) RevertAid RT oOpaTHO# TpaHCKpUIITa3bl
(Thermo Scientific, CILIA). Peakuuro OT nposoaumu B ammudukarope C1000 Touch™
Thermal Cycler (Bio-Rad, CIIIA) npu cieayromniem TeMiepaTypHoM peskume: 65° C — 5
muH, 42° C — 60 muH, 70° C — 10 MuH. 2 MKJI noigydyeHHON komruieMentapHoit JIHK
(x/IHK) wmcrnonp30Baay B KadecTBE WUCTOYHUKA MATPHI[ JJISA TOJMMEPA3HOH ICITHOMN

peakuuu (IT11[P) B peansHOM BpemMeHHU.

2.9.1. AvMmuinukanun yuyactkos k/IHK ¢ nomomsio IIIP B peasibHOM
BpeMeHHU

Jlnst ammmndukanmu yaactkoB kJJHK T. aestivum mamu ObUTH CKOHCTPYHUPOBAHBI
mpaiiMepbl, Ha OCHOBE TIOCIIEIOBATEIbHOCEH, MMPEICTaBIEHHBIX B 0a3e qaHHbIXx GenBank.
KoHcTpynpoBanue npaiMepoB MPOBOAUIIN MPHU MOMOIIH TakeTa nporpamm Vector NTI
Bepcus 9 Ha ocHoBe nocienoBarenbHocTd MPHK. B kauecTBe pedepeHCcHbIX TeHOB ObLTH
ucrosib3oBaH reHsbl haktop AJlD-pudoszunupoBanus (TaARF) u marnburop PHKa3er L-
nonoOubIit Oenok (TaRLI) (Paolacci et al., 2009). Beutn ucnosab30BaHbl CACIYIOIIHE
npaiiMepsl W 30HABI reHoB (tadm. 1) T. aestivum: TaSMT — remst C-24 crepun
metunTpancdepassr; TAARF — daktop AJlD-pubo3unupoBanus; TaRLl — uarn6éuTop
PHKa3e1 L-nono6usiit 6enokx; TaPOX — rensl mepokcupasbl 37 k/la; TaATG4 —
ayrodarudeckuii reH 4; TaATG8 — ayrodarnuecknii ren 8. 3ounb1 TagMan coaeprkanu
¢byopecuenTHslii kpacutenb FAM coBmecTHO ¢ 3kpaHupyromuM arentom BHQ-1.
[Ipaiimepsl u diyopectieHTHbIE 30HbI cuHTe3upoBa B HIIO «Cunrton» (Mocksa).

Crnenu¢uyHocts mpaiiMepoB mpoBepsinu myteM pazaeneHus IILP-mpoayktoB B 1%
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arapo3HOM Teje, IJe pa3Mepbl HapaboraHHbIX ¢parmentoB kJIHK T. aestivum

COOTBCTCTBOBAJIHU 110 MOJICKYJIAPHBIM MaCCaM TCOPCTUUYCCKU OKNAACMbBIM.

Tabnuua 1. Cucok MCMOJIB30BAHHBIX MpaiiMepoB U (DIIyOpPECHEHTHBIX 30H/I0B

TagMan (F — npsimoii mpaiimep, R — oOpaTHbIit mpaiimep, Z — 30H1)

IIpaiimepsl u
30H/IBI

ITocnenoBarenbHOCTH 5' — 3'

Pazmep
MPOAYKTA,
I. H.

Temm.
OTKUra
[e]

, °C

TaSMT1-5A

F: GGGAAAGCATCAAAAGGCAC
: CAAGTAGCGCCAAGTCCTACC
: GATGAAGG(T-BHQL) TTTGGATGTCGGCTGTG

211

55

TaSMT1-4B

:GGTCTACTGGTTCGTGTGGGTG
: GGTTGTAGAAGGTGTCGACGAAG
: GGGACAAGG(T-BHQ1)GCAGGACAAGTACACG

203

55

TaSMT1-4D

: GTCTGCCAGATATCAGAAGTACTCG
: CCAACATATTCTCATTGCCTCAC
: GCTGGGTT(T-BHQL)GAGGTTATTTGGGACAAG

198

55

TaARF

: GCTCTCCAACAACATTGCCAAC
:GCTTCTGCCTGTCACATACGC
: CGTGCTGGA(T-BHQ1)GTCTCAACAACTCACTGC

165

55

TaRLI

: CGATTCAGAGCAGCGTATTGTTGC

- GCCTGTAGTTGGTCGGGTCTCTTC

: GCGGACAAGG(T-
BHQ1)TATTGTTTATGAGGGACTTGCTTC

N XTI NDOT| NDODTTIN O T N

242

60

TaPOX

F: CTGTCTGGCATGGAACAAAACGC
R: GGTGGTGGAGTCCCGTCTCCC
Z: GCCGACA(T-BHQ1)CCTCACCGTCGCCGC

207

60

TaATG4

F: CTAGTGATGTCAACTGGGGCTGC
R: GATCCTTGTATGTTCTGGGTCAGATG
Z: CTGTGCGGGC(T-BHQ1)TTCTCCAAGACCTTCC

134

65

TaATG8

F: GGTTCCGTGTGACATGCCA
R: GCCATCCTGCTTATCTTTGTACG
Z: ACACCT(T-BHQ1)GCCCCAGACCGCTAACCT

161

55

[P B peansHom Bpemenu (III[P PB) mpoBogmim B peakuMOHHON cMmecH

o0beMoM 25 MKII, B coctaB KoTopoi Bxoawmn 15,75 mxin MilliQ, 2,5 mxn 10-kpaTHbrii

Tag-0ydepa

PH 86), 25 wmx1 MgCl (25 wM),

1,5 w™Mkn

CMCECh

ne3okcupudonykieosuarpudocdaron (2,5 mM), 2 mxn JJHK-marpunsr (ot 0,001 1o
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10 ur), 0,25 Mk kaxoro npaitmepa u 30812 (10 nM), 0,25 mxn 5 exn. Taq-moaumepasbl
(Thermo  Scientific, CIIIA), xkotopyto m00aBiIsUIi B PEaKIHOHHYIO CMeECh
HenocpeACcTBeHHO Tiepen peakuumen. [IIIP mpoBommnmu B rpaguentHom JIHK-
amruingukarope ¢ ontuueckum moayiem st [P B peansnom Bpemenu ICycler 1Q4
(Bio-Rad, CIIIA) B crieayromux ycimoBusax: 3 MuH mpu 95° C, 40 mukinos 1o 10 ¢ pu 94°
C u 40 c pu COOTBETCTBYIOWIEH I Ka)XAOW mapsl mpaiiMepoB temmneparype. [P
MPOAYKTHI orleHMBaM 10 (uryopectieniiun FAM ¢ abcopOuueit ipu A = 490 HM u
smuccuedd npu A = 530 HM C HCHOJB30BAHUEM COOTBETCTBYIOIIUX (DPUIBTPOB IS
BO30Yxnenus guryopodopa u pukcupoBanus guryopectueHni. ONTUMHU3AINUI0 PEAKITUN
OCYIICCTBJSUTH TPW TOMOINM BapbUPOBAHUS KOHIICHTpAIIMU TPalMEpOB W 30HJIOB,

MgCl,, Temriepatypsl 1 BpeMEHH OT)KUTA TIPANMEPOB.

2.9.2. AHaJIN3 OTHOCHUTEJBHOI0 YPOBHS IKCIIPECCHHU T'€HOB

JIJisi OLIEHKM W3MEHEHMsI JKCIPECCUU TE€HOB HCIOJIb30BAIM CPABHUTEIHHBIMN
meton (Pfaffl, 2001). ITo pe3ynbratam peakuuii ¢ cepusimu paspenenuii JJHK nmm k/JHK
C HCIMOJb30BAHUEM IMPOTrPaMMHOTO oOecredeHus: pa3padoTurka npudopa ompeaessiu
sbdextuBnocTs ammmdukanuu JIHK (E) u ypoBeHbs 0a30BOW JMHHUH C Pa3TMYHBIMU
npaiimepamu. Ijis kaxxaoro oOpasia onpenessiii 3HaueHne noporosoro mukia (Ci —
Cycle threshold), oTpakaromiee mepecedeHre KHHETUYSCKOW KPUBOM HAKOIUICHUS
MPOIYKTOB amIuudukanuu ¢ 6a3oBoi JuHuen. 3nauenus Ci Juisl eTIeBbIX TEHOB ObLITU
HOPMAaJIN30BaHbl OTHOCUTEIBHO HSMIMPUUYECKH TMOI00paHON Haubojiee CTaOUIBHO-
sKcHpeccupyomeiics mapsl pepepercubix renoB TaARF u TaRLI (Paolacci et al., 2009).
[Ipu 3TOM ypOBEHb 3KCIPECCHH OINPEACISIA OTHOCHTEIBLHO KOHTPOJIBHOTO BapHaHTa

(6e3 cTpecca). OTHOCUTENBHBIN YPOBEHB IKCIPECCUHU TE€HOB ONpeIeIsin 1o hopmyIie:

_(E )ACtu
R= ’
(B

rac R — oTHOCHUTENIBHBIN YPOBCHDB OKCIIPECCHUH UCCIICAYCMbIX I'CHOB;
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Eu u Ep — addexruBnocts peakiuu [P nms nieneBoro u pegepeHCHOro rexa,
COOTBETCTBEHHO;
ACtny m ACtp — pa3HHMIIAa B 3HAYE€HUU IOPOrOBOrO LKA JJII BapHAHTOB

«KOHTPOJIb» - «OIIbIT» AJIA OCJICBOI0 U pe(bepeHCHoro I'CHa, COOTBCTCTBCHHO.

Kaxnapiit o6paser orieHuBayid B Tpex noBTopHocTsx [ILIP, nmpu sToM oTcyTcTBHE
3HAYMMBIX KojudecTB TeHomHoW JIHK moarBepkmanu, mnposoas IIHP 6e3
npeasapurensHoro 3rana OT. IIpencraBiieHHbIE TaHHBIE PACCYMTAHBI IO pE3yJbTaTaM

TPCX HC3aBHUCUMBIX OKCIICPUMCHTOB C IIOBTOPAIOIIHUMHACA 3aKOHOMCPHOCTAMMU.

2.10. Broinenenue renomuoii JIHK pacrenmii

I'enomuyro JIHK mmenunsl Boiensuin ¢ ucnosibzoBanueM CTAB-Oydepa.
Hagecky pactutenbHoi Tkanu (~300 Mr) pactupaiy B KEpaMUYECKON CTYTIKE B KUIAKOM
a30T€ O TOMOT€HHOI'O COCTOSIHUS, M MEPEHECTH B 2 MJI LEHTPU(DYKHYIO MPOOUPKY.
Ho6asnsimu 750 mxn Oydep Grinding Buffer 5:5:2 (DNA Extraction buffer (Sorbitol 0.35
M, Tris base 0.1 M, EDTA 0.005 M)/Nucleotide lysis buffer (Tris base 0.2 M, EDTA
0.05 M, NaCl 2 M, CTAB 2%)/Sarkosyl 5%) tmiarensHo cycrnensupoBain. Cmech
uHKkyOoupoBasiu 30 munyT npu 65° C. JIuzar oxyiaxxaanu 10 KOMHAaTHOM TeMIlepaTypbl U
nobasismn 700 Mxn  xsopodopm/uzoamuiioBeiit criupt 24:1. [lomydeHHyro cmech
BCTPSIXUBAJIM Ha 1ieiikepe B TeueHue 2 MunyT. Llenrpudyruposanu 5 mun ipu 21° C, 10
000 06/mun (16000 g). OTéupanu Boanyto ¢dazy B HOBYIO 1,5 mut mpoOupky (~700 mMKi1)
u nobasisun 550 Mkt m3onpamnanoia. Ocanok JTHK cobupanu nentpudyrupoBanuem 5
Mud npu 21° C, 10 000 o6/mMuH. AKKypaTHO BbUIMBadu cynepHaTaHT. Ocamaok
npombiBanin 70% cnuptom (400 mki) nentpudyruposanviem 1 mus mipu 21° C, 10 000
00/MHH HECKOJIBKO pa3. 3aTeM CIMBAIUA CHOUPT U OCTABJISUIA OTKPBITHIE MPOOUPKH O
IIOJTHOTO MCIApEHUs COUpPTa NpH KOMHATHOW Temmneparype B TeueHue 0,5-1 4. Ocamok
JHK pactBopsiiu B ~100 mxa MilliQ wiu TE 6ydepe (Tris-HCI pH 8.0 10 MM, EDTA
pH 8.0, 1 MM).
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Konnenrpauuto JIHK omeHuBamm cHoekTpopOTOMETPUYECKH C TOMOIIBIO
NanoDrop 1000 (Thermo Scientific, CIIIA), kagectBo BbiencHHor JIHK omenuBamn

anekTpodopernaecku B 1% araposnom rene. [lomyaennyro JIHK xpannmm mpu —20° C.

2.10.1. AMILTHPUKAIMSA YYACTKOB rOMeOJIOTHYHBIX T€HOB

I'enomuyro JIHK mmenunsr Beinensim CTAB-meTonoM onucaHbplii paHee (CM.
raBy 2.9.). AMmummduUKanyi y4acTKOB TOMEOJOTMYHBIX TeHoB TaSMT1 TIILP
nposomuan B ammmdukarope C1000 Touch™ Thermal Cycler (Bio-Rad, CILIA) mpu
cleyronieM Temneparypaom pexxume: 4 mua —95° C, (0,5 mun — 95° C, 0,5 mun — 55° C,
1 mun nipu 72° C) 28 nukna, 5 muH npu 72° C, mociie 4ero CTaBUiIu PeXKUM XpaHEHUS
npoaykToB peakuuu (12° C). B coctaB peaklIMOHHON cMecru 00beMOM 25 MKJT BXOJIUJIM:
16 mxn MilliQ, 2,5 mxa 10-kpatusiii Maxima Hot Start Tag-6ydepa (pH 8,6), 2,5 mMxn
MgCl; (25 MM), 2 Mk cMech e30kcupruOonyKieosuarpudocdaros (2,5 MM), 1 Mk
k/JIHK, 0,5 mxi kaxaoro mpaiimepa (tadm. 2) (10 nM), 0,3 mxa 5 ex. Maxima Hot Start
Taq DNA mnonmmepassr (Thermo Scientific, CIHA). Jlna aMriudukanuyd HEIeBBIX
¢bparMeHTOB TeHa OBLIM TOCTPOCHBI TpaliMephl Ha KOHCEPBAaTHBHBIC YYAaCTKH TeHa

TaSMTL.

Tabnuna 2. Cnucok UCIOJIb30BaHHBIX MPAMEPOB JJI aMILTU(DUKAIIUN y4aCTKOB

TOMEOJIOTHYHBIX TeHOB 1aSMT1

Temr. P
[Tpatimepsr IMocnenoBarenbHOCTD 5' — 3' Mt o A3MEp npoayKTa,
oTxwura, °C I. H.
5A —1181

F: GGGAAAGCATCAAACGACACG
TaSMT1 55 4B — 1385
R: GTCCTACCGACCGATTAAGCG

4D - 1196

O pesynbrare [1IP cynunmm no snexktpodoperuueckomy paznenenuto JJHK B 1%
arapoznom rene. [P dparmentsl ounmanu ¢ nomoibio Habopa AxyPrep™ PCR
Cleanup Kit (Axygen Biosciences, CIIIA) u kionupoBaiu B Bekrop pGem-T Easy
(Promega, CIIIA) (cM. rnaBy 2.11.).
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2.10.2. AMIiMukanuss M CceKBEeHHMPOBaHHE IPOMOTOPHBIX o0JacTei
roMeoJIOTHYHBIX FeHOB

Jlnis ammnuuKanuy U CEKBEHUPOBAHUS IPOMOTOPHBIX o0Jactei reHoB TaSMT1,
Ha OCHOBE IIpeIoJiaraeMbIX IMocieaoBarenbHocTe u3 6a3pl ganHbix URGI, OGbutm
CKOHCTPYUPOBAHBI CrHeru(UUHbIE OOpaTHBIE MpaiMephl, MOCTPOCHHBIC HA TEPBBIE
HK30HBI TE€HOB, U TMpsIMble MpailiMepbl, IOCTPOCHHbIE Ha TOCIEAOBATEIBHOCTH,
pacnosioxkennsle nepe renamu. [P nmposoaumu B ammmdukarope C1000™ Thermal
Cycler (Bio-Rad, CIIIA) npu cieayromieM TemrepaTypHoM peskume: 2 MuH — 95° C, (30
c—95°C, 30 c—56/57°C, 1,5 mun nipu 72° C) 35 nukios, 5 mul npu 72° C. B cocras
peakimonHoi cmecu oobeMom 20 Mkt Bxoawm MilliQ, 5-kpatusiii Green GoTaq Flexi-
oydep, MgCl, (25 MM), cmech nesokcupubonykieosuarpudocdaroB (10 MM),
npaiimepsl (20 MM) (TaSMT1-5A, TaSMT1-4B u TaSMT1-4D, ta6u. 3), renomuas JJTHK
(200 ur), 5 en. GoTaq Flexi DNA-momumepassl (Promega, CIIA).

Tabmuma 3. CHucoK WCMONB30BAaHHBIX MpailMepoB IS aMIUTU(PHUKAIUU |

CEKBEHHPOBAHUS MMPOMOTOPHBIX oOsacTeit renoB TaSMT1

Pa3zme
. Vo Tewm. P
[Ipaiimepsl [MocnenoBatenbHOCTE 5' — 3 o MPOJYKTA,
orxkura, °C
1. H.

F: GTTGGCGTGATCCATTCCG
TaSMT1-5A o7 1154
R: TTTGATGCCCCTTAAAAGAGTGTG

F: GGTTCTAGACGCCGAAAACCAG
TaSMT1-4B 56 1631
R: TATGATGCCCCTTAAAAGAGTGTGC

F: ACTTAATTTGGGACGGAGGGG
TaSMT1-4D 56 1543
R: TATGATGCTCCTTGAACTAGTGTGC

O pesynbrare [1IP cynunmm no snexktpodoperuueckomy paznenenuto JJHK B 1%
arapo3HoM rene (Sigma, CIIIA). TP ¢parmeHTs! ouninaiu ¢ nmoMolinpo Habopa PCR
Clean-up Gel extraction (Macherey-Nagel, I'epmanus) u oTaaBagu Ha JajbHEHIIEe
CEKBEHUPOBAHME B LIEHTP TEXHOJOTMYECKUX TIuiatgopm Ha 0a3e yHUBEpCUTETa

CrpacOypra.
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2.11. Daextpodope3 HYKJIEHMHOBBIX KHCJIOT B arapo3HoM reje

Onexrpodopernueckoe paznenenue JJHK mpoBogumm B 1-2% arapo3nom rerne B
ropu3oHTanbHON Kamepe SE-1 (Xemmkon, Poccus) mpu HampsiKEHUU SIEKTPUICCKOTO
noss 5—10 B/cM. B xadectBe anekTposinta ucroias3oBanu Tpuc-aneraTHeii 0ydep, pH
8,0 (40 MM Tpuc-anerar, 2 MM DJITA). O xozae snekTpodopesa CyAuIn M0 MUTPALlUU
opomMdenonoBoro cuHero (Serva, I'epmanwus), n00aBiIeHHOTO B IPOOBI Teped HX
HaHecenneM B JyHku rens. JIHK perucrpupoBasiv mo JIOMHUHECHEHIUMU B
yIbTPa(hHOJIETOBOM CBETE MOCIE IKCIO3ULMHU Telisd B 1% pacTBope OpOMUCTOTO 3TUIUS
(10 mxr/mn) (Xemuxon, Poccust) (Manuatuc u np., 1984) ¢ momoIipi0 yCTaHOBKH
Buncoqokymentanuun rened  Gel-Doc  (Bio-Rad, CIIIA). B kadectBe Mapkepa
MOJICKYJISIpHOTO Beca wucnoip3oBamu DNA Ladder #SM1331, #SMO0403 (Thermo
Scientific, CIILIA).

2.12. MouJuaekyasiproe kiaonupoanue JHK

B pabore wucnonw3oBasics Bekrop PGEM-T Easy (Promega, CIIIA).
Knonuposanue B BekTop pGEM-T Easy ocymectBisuiv 3a cueT BBICTYMAKOIIMX Ha
KoHIax amruduimpoBanubix GparmentoB JIHK ne3okcraneHO3WHOBBIX OCTAaTKOB,
corjlacHo npoTokoiam mnpousBoauteneit (Promega, CIIIA). [Inasmuasl, coaepkaiiue
I[eJIeBbIe BCTaBKH, TPAaHC(HOPMUPOBAIM B XUMUYECKH KOMIICTCHTHBIC KIIETKH. J[mst
TpaHchOpMAaIMU UCTIOIH30BaM 50 MK XMMHUYECKH KOMIIETEHTHBIX KJIETOK, KOTOpPbIE
OTTauBaJii Ha JIbAY B T€UeHUE 5 MUH, nocie dyero nodapisum 100-250 Hr miazMuHON
JHK, nnky6bupoBanu Ha b1y S5 MuH, 3ateM — 30 ¢ npu 42° C 1 BHOBb Ha JIbJly 2 MUH,
no6asism 250 mxi cpenbl SOC KOMHATHOW TeMnepaTypbl U HHKYOUpPOBAIM B TE€UEHUE
1 u npu 37° C. Hanee npousBoawin BbiceB 100 Mk KynabTyphl Ha yaimiky lletpu c
arapu3oBaHHOi Cpemoit Luria-Bertani (LB), coxepikaieii  COOTBETCTBYIOIIHE
antuonotuku. KynbTypy BbIpammBaiiu B TeueHue 15-18 u mpu 37° C. IlpoBepky
TpaHCc(hHOPMAHTOB TPOBOAWIM ¢ momolibio peaknuu [P ¢ ¢ wucnomb3oBanmem
cTanmapTHOM mapel mpaiimepoB (T7, SP6). Jlns manpHeimneit pabOThl HUCIIONH30BATIN
OTZEJIbHYIO KOJIOHHMIO, KOTOPYIO BBICEBAJIM Ha KUIKYyH0 cpeny LB. Beiaenenue

mwiasMuaabix  JIHK-koHCTpyKIMii  mpou3BOAMIOCH € MCIOJNB30BAaHMEM Habopa
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AxyPrep™ Plasmide Mini-Kit (Axygen Biosciences, CIIIA) mo HHCTPYKIUH
IPOU3BOTUTEIIA.

B pabote O0pum ricrionk3oBaHbl mTammbl Escherichia coli Nova Blue. B cocras
wuakon cpenst LB (pH 7,5) nns kyneTuBupoBaHus Oaktepuit Bxomwiu 1% Oakto-
TpunToH, 0,5% apoxckeBoil 3xkcTpakT, 1% NaCl. Jlyig npurotoBieHus arapu3oBaHHOU
cpeanl gobasisum 1,5% arapa. B cocraB sxunkoit nuranbHou cpeasl SOC Bxoammu 2%
6akTo-TpunToH, 0,5% npoxkeBoit skcTpakT, 10 MM NaCl, 2,5 mM KCl, 20 MM ritoko3a.
B cpeny LB nmnst xynmeTuBHpoBaHus Oaktepuii mramma E. coli NB mobGasmsm 12,5
MKI/MJI TeTpauukivHa. [lpu KyJIbTUBUPOBaHUM TPaHCHOPMAHTOB, COJEPIKAIIUX
mwiazmuael PGEM-T Easy c¢ meneBsiMu BcTaBkamu, B cpeay LB momomauTensHO

no6asisuin 100 HI/MKJI aMOIULIHIUINH.

2.13. OmnpenesieHue HyKJeoTHaAHOH mocaenoBaTeabHocTn JJTHK

Omnpenenenve HykJeoTuaHOU nocieaoBarensbHoctd JAHK npoBoauiu metogom
aBTOMATHYECKOTO CEKBEHUPOBAHUS, B OCHOBE KOTOPOTO JICKHUT METOT PEpMEHTaTHBHOTO
CECKBCHUPOBAHMSI C WCIIOJIb30BaHUEM TEPMUHUPYIOIIHX TPAHCKPHUTIITHIO
ne3okcupubonykiaeosuarpudocdaros (Sanger et al., 1977). Jns mocranosku ITLIP
ucnojp3oBaan Habop Big Dye Terminator v.3.1 Cycle Sequencing kit (Applied
Biosystems, CIIIA). B cocraB peakimonnoii cmecu oObemMoMm 10 MKI BXOIHIN
crenyromue KoMmoHeHTh: 1 Mk mmasmuanoi JIHK (150-250 mr/mkima), 0,5 Mk
npaiimepa (10 nmM); 2 mkn Ready reaction mix; 2 mkn 5-kpatHoro BigDye Term
Sequencing buffer; 4,5 mxn MilliQ. IILIP nposomunu B ammmuduratope C1000™
Thermal Cycler (Bio-Rad, CIIA) mnpu cleaylIIux MapaMerpax peakiHuu
amraukanuu: 1 mun — 96° C, (10 ¢ —96° C, 5 ¢ — 45° C, 4 mun — 60° C) 25 nukiios,
xpanenne 12° C. O4uCTKYy peaKIMOHHOW CMECH OT CBOOOJHBIX MOAM(DUIIUPOBAHHBIX
HYKJICOTHIOB MPOBOJIMIIN C UCIIOJIb30BaHuEM atietata Hatpus (3 M), 96% u 80% cnupra.
HyxneoTunHabie MOCIEI0BATEILHOCTH CEKBEHUPOBAIM C TIOMOIIBI0 aBTOMATHYECKOTO
JIHK-anamuzatopa ABI 3130 Genetic Analyzer (Applied Biosystems, CIIIA). Ananu3
CEKBEHUPOBAHHBIX IOCJIEI0BATEILHOCTEN MPOBOJAWIN C UCIOIb30BAHUEM IMPOTPAMMBI

Sequencing Analysis 5.3.1. (Applied Biosystems, CIIIA).
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2.14. Buoundopmarnueckuii aHaJIu3 HYKJIEOTHAHBIX "
AMHHOKMCJIOTHBIX MOCJIeI0BATEJILHOCTEH

[Touck HYKJICOTUIHBIX U AMHUHOKHCIIOTHBIX MOCJEIOBATEIBHOCTEH MPOBOIMIIH,
ucrnonb3ys 0a3zy gamHeix  NCBI  (http://www.ncbi.nlm.nih.gov/). CpaBhenue
HYKJICOTHIHBIX U TPAHCIUPOBAHHBIX aMUHOKHUCIOTHBIX TOCIEA0BATEIBHOCTEN ¢ 6a30ii
nanueix NCBI npoBoaunu ¢ nomomibto nporpammbl BLAST na cepepe NCBI
(http://blast.ncbi.nlm.nih.gov/Blast.cgi). [lon6op mociaenoBaTeabHOCTEH HYKICOTHIHBIX
mpaiiMepoB, TPAHCIAIUIO HYKICOTHAHBIX IOCIICIOBATEILHOCTCH, BBIPABHUBAHHE
AMUHOKHCIIOTHBIX M HYKJICOTHUJHBIX IMOCJIEIOBATEILHOCTEH BBIMOIHSIN MPU TOMOIIU
nporpammbl ~ Vector NTI  Advance 9 (Invitrogen, CIIIA). HykieotuaHbie
MOCJICTIOBATEIFHOCTH U XPOMOCOMHYIO JIOKQJIM3AITUIO TEHOB TIIICHHIIB OMPEICSIISUTA C
nomoibio BLAST 6a3b1 nanHbix Mex1yHapoJHOTO KOHCOPIMYMa 10 CEKBEHUPOBAHUIO
resoma mmenunbsl IWGSC (International Wheat Genome Sequencing Consortium,
http://www.wheatgenome.org/) na cepsepe URGI (http://urgi.versailles.inra.fr). Ananu3
9K30H-MHTPOH CTPYKTYpPHI MPOBOAMIM C TIOMOIIBIO OHJaitH-cepBepoB Gene Structure
Display Server (http://gsds.cbi.pku.edu.cn/) u Spidey — mRNA to Genomic alignment
(http://www.ncbi.nlm.nih.gov/spidey/) ucrosb3ys KOAUPYIOIIYIO MTOCIIEA0BATEIILHOCTD U
reHoMHyt0. [IpoMoTopHble 00jacTH OBUIM MpPOAHATU3UPOBAHBI HA  HAJMYHUE
MOTEHIIMAIBHBIX YUC-PJIEMEHTOB, BAXKHBIX ISl PETYJIAINH IKCIIPECCUH, C TTOMOIIBIO 06a3
nanabix  PlantCARE  (http://bioinformatics.psb.ugent.be/webtools/plantcare/html/)
(Lescot et al., 2002), PLACE (http://www.dna.affrc.go.jp/PLACE/) (Higo et al., 1999) u
PlantPAN (http://PlantPAN.mbc.nctu.edu.tw) (Chang et al., 2008).

2.15. Craructuyeckasi 00padoTKa JaHHBIX

Bce onbIThl MpOBOAMIN KaK MUHUMYM B TPEX OMOJOIMYECKHX M TPEeX-4YEThIPEX
aHAIMTHUYECKUX MOBTOPHOCTSX. B Tabnuiiax M Ha pUCyHKax JaHHbIE MPEICTABICHbHI B
BUJE CpelHEapU(PMETHUECKUX 3HAYEHMH M WX CTAaHIAPTHBIX  OTKJIOHEHHI.
CraTuctrueckyo 00paboTKy pe3ysbTaTOB MPOBOJIWIIM C HCIONb30BaHHEM {-KpuTepus

Crerogenta nmpu P < 0,05 cpeacrBamu mporpammel Microsoft Exel 2013.
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I'JTABA 3. PE3YJIBTATBI 1 UX OBCYKJIEHHUE

3.1. JeiictBue cTepuH-cBsi3bIBaOIIUX areHToB MFCD u HucTaTHHa Ha
KOPHU NMPOPOCTKOB NMIIIEHUIIBI

Briciue pacteHuws, B OTIWYHME OT JKUBOTHBIX H TpuOOB, 00JIagat0T
MHOTO0Opa3HbIM CTEPUHOBBIM COCTaBOM, OCHOBHBIMU KOMIIOHEHTAMH KOTOPOTO
SBIIAIOTCS [f-CUTOCTEPHH, CTUTMAacTepuH U Kammectepud (Hartmann, 1998; Benveniste,
2004). Oto sBIAETCA PE3YJbTaTOM MHOIOCTYNEHYATOr0 OMOCHHTE3a PACTUTEIbHBIX
CTEPUHOB U CBUJETEIBCTBYET 00 MX Ba)XHOCTH JJISl JKM3HU pacTeHuil. PactutenbHbie
CTEPHUHBI PA3IMYAOTCS KOJTMYECCTBOM U MOJIOKEHUEM JBOWHBIX CBS3CH B ITUKJIE, a TAKKE
XapakTepoM OOKOBOW 1ienu (pa3BETBICHHONW WM JIMHEWHOW, HACHIIICHHOW WU
HeHachleHHoi) B nojoxkennun C17 (Hartmann, Benveniste, 1987; Palta et al., 1993;
Mongrand et al., 2004; Lefebvre et al., 2007). CBoOoaHbIE CTEpPHHBI, KaK MPaBUIIO,
coctaBisaioT 70-90% ot obmero oobema Bcex creprHOB B IIM OoJbIIMHCTBA BUJIOB
pacTeHUN U TUTIOB TKAHEM.

C ToMOIIBI0  XPOMAaTO-MaCC-CIIEKTPOMETPUYCCKOTO aHalu3a HaMH  OBLIO
MOKa3aHO HAJIMYME OCHOBHBIX MOJICKYJSIPHBIX BHUJOB MEMOpAHHBIX PAaCTUTEITHHBIX
cTepuHOB B mpopocTtkax mienunbl (CynkapHaesa u ap., 2014; Valitova et al., 2014).
TunuyHble Macc-CHEKTPhl CHIIMIUPOBAHHBIX MPOU3BOJAHBIX CTEPUHOB MPOPOCTKOB
T. aestivum mpuBeneHsl Ha puc. 14. Kak M3BeCTHO, [-CHTOCTEpHUH M KaMIIECTCPUH
SIBJITFOTCST TTPE00OJIaAIONUMU CTEPUHAMH BBICIIIMX PACTEHUN W COCTABIIIOT OOJIBITYIO
yacTh OT oOmero coxaepkanus crepuHoB (Benveniste, 2004; Dufourc, 2008).
3HAUNTENTLHO MEHBIIE COJIEP)KAaHWE CTHTMAacTepuHa U XojecTepwHa. Kak yxke
OTMEUAJIOCh, HAIMYKUE XOJIECTEPUHA B PACTUTEIBHBIX KIIETKax MoxeT gocturath 10% B
kopHusax mmenunisl (Valitova et al., 2011) u 19% B kimeTkax apabugoricuca ot 00IIEero
conepkanus crepunoB (Jang et al., 2000; He et al., 2003; Schaller, 2003; Laloi et al.,
2007). ConepkaHue CTEpUHOB MOKET BapbUPOBATh OT TUIA TKAHEH U OPTraHOB, a TAKKE

OT YCJIOBUM OKPY’KAIOILLEH CPEBI.
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Puc. 14. DneKkTpoHHbIE MAaCC-CIEKTPhl CUJIMIMPOBAHHBIX ITPOU3BOIHBIX

CTEpUHOB MIIEHUIBI: A — f-cutoctepur, b — crurmacrepun, B — kamnecrepun, I' —

XOJICCTCPHH.
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Mopyssiiusi CTepUHOBOTO KOMIIOHEHTAa MEMOpaH TpU JCHCTBUU Pa3IMYHBIX
CTpeccOBBIX (PaKTOPOB BIHUSET HA MPOHUIIAEMOCTh U (PYHKIIHOHHPOBAHHWE MEMOpPaH H,
KaK CIICJICTBUE, ONPEACISET CTPATETHI0 CTPECCOBOTO OTBeTa KieTok (BamwroBa u mp.,
2010; Senthil-Kumar et al., 2015). 3meHeHus B MeMOpaHe COOTHOIICHUS CTCPUHOB U
HOJISIPHBIX JIMIHIOB MOTYT MEHATh €€ MOJICKYJSIPHYIO CTPYKTYPY U (PH3HOJIOTHYECKUE
¢yuknun (Wang, Faust, 1990; Khan et al., 2009; Wagatsuma et al., 2015). Takum
0o0pa3oM, HM3MEHCHHE MEMOpAHHBIX XapaKTePUCTUK, B YACTHOCTH, CTEPUHOBOIO
KOMITOHEHTa, BJicUeT 3a COO0OW 3HAYMTENbHBIC W3MEHEHUS B (DYHKIMOHHPOBAHHH
MeMOpaH B IIEJIOM.

CymiecTByeT MHOXKECTBO IMOIXOMOB JUIi HM3YYCHUS POJH CTEPHHOBOIO
KOMITOHEHTa B ()YHKIIMOHUPOBAHUU MeMOpaH, HalpuMep, C MOMOIIbLIO JT00ABICHUS
OK30TCHHBIX (HACBIIICHUS) WJIM CBSI3bIBAHHS OSHIOTCHHBIX CTCPUHOB (UCTOILCHHS).
HckyccTBeHHass MOIUGHKAIINS CTCPUHOBOIO KOMITOHEHTa MOXET OBITh OCYIIECTBIICHA
IyTeM NPUMCHEHUS Pa3JIMYHBIX CHenu(UYHBIX areHToB. B Hactosmiel pabote ObuLTH
UCIIOJIb30BAHbI JIBA CTEPUH-CBS3BIBAIOIINX ar¢HTA — OJMEHOBbI AHTHOMOTHK HUCTATUH
Y MaKPOIMKIMYECKHI OJTUTrOCaxapul METHII-f-IIUKIOICKCTPHH B SKCIIEPUMEHTaX IN VIVO

Ha OCJIbIC PACTHUTCIIBHBIC TKAHU.

3.1.1. N3MeHeHus1 JMOMAHOTO COCTABA KOPHEH TMIIEHUIbI MpPH
necreun MBCD

HckyccTBeHHas MoupUKanus CTEPUHOBOIO KOMIIOHEHTAa MEMOPAH MOXKET ObITh
OCYLIECTBJIEHA MYTEM CBS3BIBAHMS 3HIOT€HHBIX CTEPUHOB C MOMOILIBIO MOJUEHOBOIO
aHTUOMOTHMKA HUCTAaTMHA M IUKIWYeckoro onurocaxapuga MpPCD. O6a stux
COCJIMHEHUS CIOCOOHBI yMEHBIIAaTh COJEpPKAHHE CTEPUHOB B KIETKaX, OJHAKO,
MEXAaHU3MBbI CBSI3bIBAHUSI UMHU CTEPUHOB pa3iINuHbl. AHTUOMOTHK HUCTATUH YMEHbBIIAET
KOJIMYECTBO DHJIOTC€HHBIX CTEPUHOB IyTEM HMX CBS3BbIBAaHUS U 0Opa30BaHUs KaHAJOB B
MeMOpaHax KiIeTok, jedcrBue ke MPCD 3akimodaeTcs BO B3aUMOACHCTBHH
OJIMTOCAXapHuaa CO CTEPUHAMM MO MPUHUUITY «TOCThb-XO3IHH» U IPUBOJUT K HCTEUEHHUIO

CTEpPUHOB U3 KJIETOK (CcM. IiaBy 1.3.).



74

B HacTosiei paboTe, METOI0M TMHAMHYECKOTO CBETOpACCEHBaHus N Vitro ObL1o
ycraHoBieHo, 4yto MpCD cmoco6eH o0O0pa3oBbIBATH YCTOWYMBBIE KOMILIEKCHI C
pacTUTEIBHBIMA CTEPUHAMH, B YacTHOCTH C f-cutoctepuHom (puc. 15). B
WHINBUIYAIBHBIX pPacTBOpax [f-CHTOCTEPUH XapaKTEpU30BaJICI MOHOMOAAIbHBIM
pacnpeneneHueM vactuil ¢ pazmepom 115 am (puc. 15 b), a MCD — GumomansHbEIM ¢
pa3zmepom yactuil 3,7 HM 1 290 M (puc. 15 A, tabin. 4). B cMemanHoM pactBope ¢ f-
CUTOCTEPUHOM OOpPa30BBIBATMCH YACTUIBI C OWMOJAIBHBIM paclpeleiIicHueM C
pasmepoM vactuir 0,7 M u 4,5 HM (puc. 15, Tadm. 4).
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Puc. 15. Pacnpenenenue wactuil mo pasmepaM B BOAHBIX pactBopax 0,2%
numetwicyiabdokcuna mpu +25° C: A — 5 MM MBCD, b — 5 MM p-cutocrepun, B —

cmeck MBCD u f-cutoctepud B cooTHomeHuu 1:1.
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DNEeKTPOKMHETUYECKUN HOTEHIIUAT ({-moTeHnMaNIOM) Y4aCTHI B
WHIMBUIYAIbHBIX U CMEIIAHHBIX PACTBOpax Takke oTimyancs (tabn. 4). 3naueHus (-
MOTEHIIMaa YaCTHUI] B MHAUBHUIYaIbHBIX pacTBopax f-cutoctepu u MFCD 6bin 3 MB
1 — 2,5 MB, COOTBETCTBEHHO, B CMEIIIAaHHOM pacTBope f-cutoctepun u MBCD — 4,5 mB.
OTO OJHO3HAYHO YKa3blBaeT Ha OO0pa30BaHHE MPOYHOTO CYMPAMOJIEKYISIPHOTO

KoMmIuiekca f-cutoctepun/MpCD.

Tabnuua 4. Pazmep (Defr) u (-noTeHnnan o0pa3yromuxcsi YaCTHI

BapuanTel Detf, HM {-nmorennuan, MB
3,7+£0,1 -2,5+0,2
MpCD
290+ 4 -
[-Curoctepun 115+ 1,8 -3+£03
pC MBCD 0,7+0,1 —-4+0,5
-CUTOCTEpHUH +
P 45+0,3 -

Panee B Hameil mabopaTopuu C HCIOJIB30BAHHEM OSTHUX K€ METOJIOB OBLIO
MOKa3aHO CBS3bIBAHWE CTEPUHOB IN VIIr0 CTEpUH-CBS3BIBAIONIMM areHTOM HHUCTATHHOM
(Valitova et al., 2011).

B skcriepumMenTax in vivo, nipu aeictBuu HuctatutHa 1 MFCD, B KileTkax KOpHE#
MIIEHUIIBl  MPOUCXOJUIIO 3HAYUTENIbHOEC YMEHBIICHUE COACP)KAHUS  OCHOBHBIX
MOJICKYJIIPHBIX BUIIOB cTepuHOB (puc. 16 A). Kpome Toro, ObII0 TMOKa3aHO, 4YTO
YMEHBIIIEHUE COJIEPKAHUS CTEPUHOB B KJIETKAaX KOPHEW MIIECHUIBI B MPUCYTCTBUU
CTEPUH-CBSI3bIBAIOIIUX ar€HTOB BJIMSIET HA COJICpIKAHUE APYTUX MEMOpPaHHBIX JIUTIN]IOB,
B "acTtHocTH, cojepkanue ['nllep. Habmonanock 3HaunTENbHOE YBEIUYEHUE OOIIETO
conepkanus ['nllep B KOpHAX mieHUnbl Tocie Bo3aedcTBuss Hucratuna MPCD
(puc. 16 b). B ornuuue ot chuHromunuaHoro, (GpochosUnuAHbBIM COCTaB KOpPHEH
NIIEHUIBI oA JeiicTBueM HuctatiHa W MPCD mpakTudeckd HE mpeTepreBa
n3MeHeHn. bplio oTMeueHo HeOOobIoe yBeIudeHne cojeprkanus 0osbimuHcTBa DJI

npu neiicteur MPCD (puc. 17) (Valitova et al., 2014).
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Puc. 16. 3MeHeHus copepKaHus COAEPKaHUS MOJIEKYJISIPHBIX BUJIOB CTEPUHOB
(A) u obmiero conepxanus ['nllep (B) B KOpHSAX MIICHUIBI IPU ICHCTBUM HUCTATUTHA U

MACD.
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Puc. 17. ®ochonunuaneiii coctaB KopHe nueHulsl B npucyrctsun MpCD. X
— docharuaunxomun, ®3 — docharnaumdtanonamun, OI' — GocharuauIrIUIEPHH,

NPT — nudocharuaunriunepur, U — pocharunununosur, @C — dpochaTuauicepu.

Takum o0Opa3om, pe3ysbTaThl HACTOSIIEH paOOThl MOKAa3aJM, YTO HUCTATUH U
MpCD oka3a3bIBalOT CXOJHOE ICUCTBHE Ha COJICPIKAHUE OTACIBHBIX JIUMUIHBIX KJIaCCOB

B KOPHAX IIIICHUIIBI.
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Roche c¢ coast. (2008) Obula mpoaeMoHCTpupoBaHa crocodbHocth MPCD
crienn(UIecKu CBS3BIBAThCs ¢ pactutenbHbiMu creprHaMu (Roche et al., 2008). beuto
noka3ano, 4to MACD 3HauUNTENbHO CHIKAET 00Illee COJepKaHUEe CTEPHUHOB B KIIETKaX
CYCTICH3MOHHOM KyJIbTyphl Tabaka BY?2, B To Bpems kak cojepxkanue ®JI B kieTkax He
U3MEHAJIOCh, YTO, COTJIACHO aBTOpaM, JAEMOHCTPUPYET CHEHU(UYHOCTH CBSA3BIBAHUS
crepuHoB ¢ MpPCD. Takum o00pa3oM, MOJTy4EeHHbIE HAMH pE3YyJbTaThl TaKXKeE
MOATBEPKIAIOT CIEUU(PUUHOCTh CBA3BIBAHUS pACTUTENbHBIX cTepuHOB ¢ MpPCD wu
CBUJETENBCTBYIOT O CXOJICTBE IEUCTBUS ABYX CTEpUH-CBA3bIBatoMX areHToB (MACD u

HI/ICTaTI/IHa) Ha J'IPIHHI[HBIﬁ COCTaB KOpHGfI M CHNIBI.

3.1.2. Bausinve cTepuH-CBA3BLIBAIOIINX AT€HTOB HA (U3MOJI0THUYECKHE
napaMeTpbl KJIeTOK KOPHeil MIIeHUuIbl

YMeHbIlIeHHe CcOoAepKaHusi CTEPUHOB B KJIETKaX KOpPHEH TIICHUIIBI B
npucyrctBur HuctatuHa u MPCD mnpuBoamino, oJHAaKO, K COBEPIICHHO pPa3HbIM
(U3MOIOTUYECKUM TMOCIEACTBUSIM JJIsI KJIETOK KOpHeW. M3BEeCTHO, U4TO MEXaHU3MBbI
CBSI3bIBAHUSI UMHM CTEPUHOB PAa3IUYHbl. AHTUOMOTUK HUCTATUH YMEHBINAET KOJIUYECTBO
OHJOTEHHBIX CTEPUHOB IMyTEM HMX CBA3BIBAHUS M 0O0pa30BaHUS KaHAJIOB B MeMOpaHax
KJIETOK, AeiictBue xe MPCD 3axiroyaeTcss BO B3aMMOJEWCTBUM OJUTrOCaxapuaa co
CTEpUHAMH MO TMPUHIUNY «TFOCTh-XO3MH» WU MPUBOJUT K HCTEUCHHIO CTEPUHOB W3
MeMmOpaHn (cMm. riaBy 1.3.). Panee mokaszaHo, 4TO ¢ TIEPBBIX MUHYT JACHCTBHS HAa KOPHU
MPOPOCTKOB TMIIEHUIBI HUCTATUH BBI3BIBAET PE3KOE YBEJIMUYCHHE MPOHUIIAEMOCTH
MeMOpaH I HOHOB KaJIMsl M IPOTOHOB 1 aenoispusanuio [IM (T'opmon u ap., 2005).
B nacTosmieit pabote ycTaHoBIIeHO, uTo 12 4 Bo3nelicTBue 1 MKM HUCTAaTHHA BHI3bIBACT
TPEXKpPAaTHOE YBEJIMYCHHE IPOHUIIAEMOCTH IUIa3MaJIEeMMBbl JJIsi MOHOB Kamius. [lpu
NeHCcTBUM HUCTaTHHA B OOmbiiei koHnentpanuu (10 MkM) BbIXOJ WMOHOB Kallus W3
KJICTOK KOPHEW ycuIuBaJIcCs eile 0oJiee 3HaUuTeNbHO (Tadm. 5). HanpoTus, ucTolienue
CTEPUHOBOIO KOMIIOHEHTa B KJETKaX KOpPHEH MIIEHUIbI C T[OMOIIbI0 «HE-
karaopopmepay MPCD He mpuBOAMIO K HAPYIICHUIO MPOHUIIAEMOCTH KJIETOYHBIX
MeMOpaH JUisi HOHOB Kaiusi. MOXHO ToJiaraTh, YTO yBeJlMyeHue nponuriaemoctu [1IM

KJIETOK KOPHEW MIIEHULbI JJIs K* MpU JEUCTBUHM HHUCTAaTWHA, B OTJIWYUE OT JIEUCTBUS
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MpCD, 00yclIOBIIEHO €ro ClIOCOOHOCTBhIO 00Pa30BhIBATh «HUCTATUHOBBIC) KaHABI (CM.

riasy 1.3.).

Tabauma 5. M3menenne coaepxanuss K' B cpeme BoIpamuBanus mpu 12 9

Bo3/eiicTBuM HUcTaTHHA 1 MBSCD

BapuanTsl K", MK3KB/T CBIp. B.
Kontponb 05+0
Hucratun (1 MxM) 1,4+0,1
Hucrarun (10 MmxM) 23+0,1
MpCD (5 MM) 05+0

Kaxk n3BecTHO, yBENMYEHHE HOHHOM MPOHUIAEMOCTH [Ia3MaJIEMMBI C TIOMOIIBIO
pa3NUYHBIX areHToB, B TOM YHCJIE€ AaHTUOWOTHKOB, COMPOBOXKIACTCS YBEJIUUYCHUE
conepkanusi ADOK u pa3zsutrem okucinurenasrHoro crpecca (HYacos u ap., 2010; Dwyer et
al., 2009). B Hammx skcrepuMeHTax ObUIO TIOKAa3aHO, YTO YBEJIMYCHHE MPOHUIIAEMOCTH
MeMOpaH, BbI3BaHHOE 12 4 JeiicTBUEM Ha KOpPHM HpopocTKoB 1 MKM HHCTaTHHA,
TIPUBOIIJIO K TTOBBINIICHHIO coaeprkanus H,O, B Tpu pasza. Boszneiicteue Ha kopaun MSCD
HE BBI3BIBAJIO U3MEHEHMI B coaepxkannn HoO; (Tadi. 6).

B metabonuzme HyO, npuHUMaeT yyacTue HUemblil psj pe1okc-GepMeHTOB, B TOM
YuCJie TEePOKCHIa3hl, JOKAIN30BAaHHbIE B KIIETOYHOW CTEHKE. B Hamielr maGopaTopuu
paHee Obla WACHTU(PHUIMPOBAHA M OXapaKTepU30BaHa aroIjlacTHas NEpPOKCHaas3a
37 x/la, koTopasi 3HaUMTEIBHO akTUBU3MpYeTCs mpu cTpecce (Minibayeva et al., 2001,
2009). B nactosmeli pabote aHanu3 3kcrpeccuu TeHoB nepokcuaaz 1aPOX 37 x/la ¢
ucnosb3zoBanueM Meroaa [P B peanbHOM BpeMeHHM CO cielM(PUUHBIMU MpaniMepamMu
MOKa3aj, 4yTo npu 12 4 aedicTBUM Ha NpopocTku | MKM HHCTaTMHA YPOBEHb MPOIYKTa
HKCIIPECCUU B KOPHSX MOBHITIANICA B 6 pa3 1o CpaBHEHUIO ¢ KOHTpoJieM (Tabi. 6). MoxxHO
MPEANOJIOKUT, YTO MEPOKCUAA3bl MOTYT BHOCHTh BKJaJ KaK B JETOKCUKAILIMIO, TaK U

obpazoBanne ADK mpu neicTBUN HUCTATUHA.
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Ta6bmuma 6. Conepxanue H;O, u skcmpeccus TaPOX B kiIeTkax KOpHSIX

HIIeHUITHI Tpu 12 9 Bo3aeicTBuu HUuctatuHa 1 MSCD

Copnepxanne H20,

OTHOCUTENBHBIN YPOBEHD

BapuanTst MKM/F Chip. B, 3Kcnpecc1/11/:3 ;Il'aPOX, OTH.
Kontposnb 6,3+0,4 1+0
Hucratun (1 MxM) 19,8+ 0,4 6,0+0,1
MpCD (5 MM) 6,0+0,6 —

Cneurn B wuOHHOM npoHumaemoctn IIM  H  penmokc-craTyce  KIETOK,
WHIYLIMPOBAHHbBIE HUCTATUHOM, CONPOBOXAAIOTCS W3MEHEHHSIMU B HHEPreTUYECKOM
CTaTyce pacTUTEIbHBIX KJIeTOK. PaHee ObUIO MOKa3aHO, YTO HUCTATUH 3HAYMTEIHHO
yBEJIMYUBAET MOTpebieHne Kuciaopona KopHamu nmeHunbl (Iopmon u gp. 2005).
Hampotus, MSCD He BbI3bIBANl CYIIECTBEHHBIX W3MEHEHUM AbIXaTEIbHOU aKTUBHOCTH
KOpHEW (JaHHbIE HE MPEACTaBIIEHbI). MOXKHO MoiaraTh, 4YTO YCHJIEHHOE NOTpeOeHUe
KHCIJIOpOJa KJIETKaMU KOpHEH B MPHUCYTCTBHM HUCTAaTHHA OOYCIIOBJIEHO BO3pacTaHUEM
HPHEPreTUYECKUX 3aTpaT JJiI BOCCTAHOBJICHHS HAPYIIEHHOIO MOHHOIO TOMEOCTasa, a
TaK)K€ AaKTUBaLlMEH OKHUCIUTENbHBIX TMpoleccoB. Takum oOpa3oM, JaHHbIE IO
YBEJIMYEHHUIO cofepkanus B KieTkax HoO2, ”3MEHEHUIO DKCIPECCUU T€HOB MEPOKCUIA3
U TMOTPEOJICHUIO KHUCIOPOAa CBUACTEIbCTBYIOT O TOM, YTO BO3JCHCTBHE Ha KOPHU
IPOPOCTKOB TIICHULbI AHTUOMOTHMKA HUCTATUHA, 3HAYUTEIBHO YBEJIMYUBAIOLIETO
MPOHUIIAEMOCTD JJIsl HOHOB, BbI3bIBAET B KJIETKAX OKUCIUTENbHBINA CTpECC.

BaxxHpIM MeXaHHW3MOM, CHOCOOCTBYIOIIMM YAAJNEHUIO OKHCICHHBIX OEIKOB,
JUNUAOB M MOBPEXKIECHHBIX OpPraHelll, SBJSETCS KaTa0OJMYecKuil mpouecc ayrodaruu
(Xiong et al., 2007; Minibayeva et al., 2012). VccnenoBanusiMu, IpOBEICHHBIMU PaHEe
B Haiel 1adopatopun, ObUIO MOKAa3aHO, YTO OKUCIUTENBHBIA CTPECC B KIIETKAaX KOPHEH
NIIEHUIBl TPUBOAUT K HWHTEHCUBHOMY OOpa30BaHUIO ayTOJIMTHYECKHX BaKyoJseu
(ayrodarocom) ([Imutpuena u np., 2007; Jmutpuea u ap., 2009; Minibayeva et al.,
2012). Pa3BuTHEe OKHCIUTEILHOTO CTpecca B KACTKaX Hpu 12 4 aeicTBUM aHTHOMOTHKA

HUCTaTHHA COIPOBOXKIAIOCHh oOpa3oBaHueM aytodarocom (puc. 18). Ilpu nerictBuun
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HUCTaTHMHAa B KOHIEHTpamuu 10 MKM BBISBIEHBI MHOTOYHCIEHHBIE ayTO()arocomsi,
BU3YaJIM3UPOBAaHHBIE C TOMOIIBIO crenuduueckoro ¢iyopecueHTHOro kpacutens LT
KaK MHTEHCHUBHO OKpAIICHHbIC SPKUE TOYEUHBIE OOpa3OBaHUs, JIOKAJTU30BAaHHBIC MO
BCceMy 00bemy kieTku (puc. 18 2). doHOBOE OKpalluBaHHE KJICTOYHBIX CTEHOK,
IIUTOITIA3MbI U OKOJIOSIACPHBIX obnacTeil HecnenuduyHo As qaHHoro kpacurens. [Ipu
o0paboTke KOpHEeW HHUCTaTMHOM B MeHbIned (1 MkM) KOHIEHTpanuu ObLIN
BU3YAIM3UPOBAHbI CIMHUYHBIE ayTO(ParoCoMbl, KOTOpbIE OOHAPYKMBAIMCh HE BO BCEX
KJIETKaX, a TOJbKO B TIOBEPXHOCTHBIX AIUTEIHANBHBIX KiIeTKax (puc. 18 ). ObpaboTka

xopHeit MSCD He BbI3bIBaia 0Opa3oBanue ayrodarocom (puc. 18 6).

Puc. 18. Busyammszanus aytodarocom B KJIETKaxX KOPHEW TIICHHIIBI C
ucrnosbzoBanueM LT mpu 12 9 Bo3neiicteun Hucratuna u MFCD: a — xonTtpons CaCl,
(0,25 MM); 6 — MPCD (5 MM); 6 — auctatun (1 MxM); ¢ — Hucratun (10 MxM).

MacmtabHsiit 0Tpe30ok — 50 MKM.



81

Cpenn MOJNEKYJSApHBIX MEXaHU3MOB, PETYIHMPYIOLIUMX IMpoliecc ayTodaruud u
oOpazoBanust  ayTodarocom,  ONPEACIAIONIYI0O  POJIb  WIPaeT  aKTHBHOCTH
MHOTOYHUCIICHHBIX ayTodarndecknx reHoB u 6enkoB (ATG). Onanmu u3 kmoueBbix ATG
OeNKoB, yyacTByloUux B (opmupoBanuu aytrodarocom, siBisitorcs Oenku ATG4 u
ATGS. Ayrodarnueckuii 6emox ATG4 saBisieTcsi IUCTEMHOBOW MPOTEUHA30M, HMEIOIIEH
PN KOHCTUTYTHBHBIX OCTaTKOB IMCTEWHA, Oylaroiapss 4eMy OHa CIY>KUT peaoKC-
ceHcopoM B kieTke. ATG4 yuactByer B munuauzanuu ATGS, pacuiemniss ero B 006J1acTu
C-koHIIa M 3KCNOHUpYA TMIKMH Ha C-KkoHLE. D10 pacuienyieHue aktuBupyer ATG8 u
MO3BOJISIET ATOMY Oenky cBsi3biBaThbcsi ¢ DD s ganpHeimero (GopmupoBaHus
ayroarudyeckoir memOpanbl (Levine, Klionsky, 2004). benku, yuactByromue B
dbopmupoBaHun aytodarocoM, SIBISIOTCS KOHCTUTYTUBHBIMU M CHHTE3UPYIOTCA B
KJIETKaX B HOPMaJbHBIX (PU3MOJIOTHYECKUX YycioBusax. [lpu crpecce, oaHako, uX
aKTUBHOCTh 3HAYUTEIBLHO Bo3pacTaeT. Hamu ObUT TpoOBEJEH aHAIW3 SKCIPECCUU
ayrodarunyeckoro reHa TaATG4 B KOpHSX NIICHUIIbI, MOABEPTHYTHIX BO3JICHCTBHUIO
HuctatuHa. Metogom anammza [II[P B peanbHOM BpeMeHM OBLIO IMOKa3aHO
He3HaunuTeapHOe (B 2 pasa) yBenwueHue skcnpeccuu TaATG4 mocnme 12 4 aeicTBus

HUCTaTUHA, TIPU JIIUTENbHOM (36 4) BO3JAEHCTBUM HHUCTATHUHA YPOBEHB JKCIPECCHU

TaATG4 Bospactan B 8-9 pa3 (puc. 19).
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Puc. 19. OrtnocurensHblli ypoBeHb 3kcnpeccun [aATG4 mnpu nedicTBuu

HUCTAaTHUHA. ypOBGHI) TPAHCKPHUIITOB B KOHTPOJIC ITPHUHAT 3a CAUHUILY.
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Takum 00pa3oM, cTepuH-crienn(DUIHBIA areHT HHUCTATUH C YBEITUYCHHEM BPEMEHH
BO3/ICICTBUS JpaMaTUYECKU CTUMYIMpPOBal sKkcrpeccuio rena TaATG4, koaupyromiero
penokc-perynupyembiii ayrodarnueckuii 6enok ATG4.

MHOTOUNCIICHHBIE HWCCIIEIOBAaHUS CBHUICTEIICTBYET O TOM, YTO ayTodarus
UTPACT JBOMCTBEHHYIO POJIb M1 MOXKET CIIOCOOCTBOBATh KaK BBDKMBAHUIO, TAK U THOENN
kieTok (Kaushik et al., 2006). Axanus )kxu3HECIIOCOOHOCTH KJIIETOK KOPHEH MpH JACHCTBUH
1 MkM HHUCTaTHHA TIOKA3aJI, YTO MPOIICHT TMOENN KJIETOK ObLIT HEBEICOKHM 10 CPAaBHEHUIO
¢ kontpoaem (puc. 20). C pocToM KOHILIEHTpAIlMd HUCTATHHA MPOUCXOAMIIO MaJCHHE
KU3HECIIOCOOHOCTH KOPHEBBIX KJIETOK, CBA3aHHOE, 110 BCEH BUAUMOCTH, C HAPYLLIEHUEM

LEJIOCTHOCTH MEMOPAH U PA3BUTHEM OKHCIHUTEIBLHOTO CTpecca.
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Puc. 20. ’)Ku3necrnocoOHOCTh KJIETOK KOpPHEH MIEHUIBI Mpu 12 4 nelcTBUH

HUCTaTHHA.

Pe3ynbTaThl HAIIUX YKCIIEPUMEHTOB CBUICTEILCTBYIOT O TOM, YTO, HECMOTPS Ha
CXOJICTBO JICMCTBUS HA JIMMHUIHBIA cocTaB KopHed, HuctatuH u MpPCD oxaswiBaror
pa3IMUHOE BIUSHHE Ha (DU3UOJIOTHYSCKHUE IMapaMeTpPhl, TakKue Kak IMpoHuIaeMocts 1IM
JUIi MOHOB KaJlusl, JIbIXaTeIbHYI0 aKTUBHOCTH KJIETOK KOpHeW, coaepxkanue HyOp,
aKTUBHOCTHh aHTHOKCHUJAHTHOTO (pepMeHTa, pa3BUTHE ayTO(aruu M KU3HECTIOCOOHOCTh
KJIeTok. HucratuH mNposBISIET HEMOCPEICTBEHHOE TOKCHMYHOE JICHCTBHE Ha

pacTUTENIbHBIE KIIETKH, B TO BpeMs, Kak dusnonornueckue 3¢dextst MPCD nHa
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MIPOPOCTKHU NPOSIBISIIMCH TOJBKO IIPU COBMECTHOM JIEUCTBUU C APYTUMH CTPECCOBBIMU
dakropamu. Tak, 12 u BeiepkuBanue mpopocTkoB mniienuisl ¢ MACD u nocnenyroriee
1 4 BO3/1€MICTBHE HA HUX HU3KOU IMOJIOKUTEIBHON TEMIIEPATYPHI NPUBOJIMIIO K PE3KOMY

(B 11 pa3) yBenuuenuio cogepxanus H,O; B kopHsx (puc. 21).
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Puc. 21. Conepxxanne H,O; B KkjeTkax KOpPHSAX MIICHHIIBI MPU BO3IECHCTBUU

MpCD, xonmona u coBMmecTHOM neiicTBun MBCD u xomona.

BbIX0J1 371€KTPOIUTOB U3 KJIETOK B pUCcyTCTBUU MACD He3HAaUUTENbHO YBEIUUMBAJICS,
YTO COIPOBOXKIAIOCH MajJeHueM uHiekca memOpanHoi cradmibHocTu (MUMC). OToT
addext ycunuBasicss npu coBmecTHOM aAeiicTBUM MACD U HU3KON TMOJTOKUTEIHHOM

TeMIepaTypbl Ha pacteHus (Tabi. 7).

Tabmuua 7. U3menenus Boixona siektposutoB (C) u MMC npu nedictBum

MpCD, xomoma u coBMectHOM feiictBuu MACD u xonmona

BapuanTbr C, % MC, %
KonTpo:b 6,4+1,7 93,6
MpCD 94+0,1 90,6
Xomon (+4° C, 1 u) 8,4+3,8 91,6
MpCD + xomon 10,7+0 89,3
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Ot GakTel MOTYT CBHUJAETENbCTBOBATb O TOM, 4YTO CTEPHUHBI YYacTBYIOT B
NPEIOTBPALICHUH PAa3BUTHS OKUCIUTEIHHOTO CTpecca W cradmim3anuu mMemMOpaH B
KJIETKaX KOpHEH TMIIEHUIBl TMPU JACWCTBUU XOJOJa, YBEIMUYMBAs aJanTallMOHHBIC
BO3MOKHOCTH PacTEeHUS IPU CTpECCe.

Takum o0Opa3oM, aHamu3 GU3NOIOTO-OHMOXUMHYECKUX d(P(HEKTOB CTEpUH-
CBSI3bIBAIOIIMX ar€HTOB CBUJIETEIBCTBYET O BaXKHOCTHU MOAJCPKAHUS YPOBHS CTEPHHOB
VIS )KU3HEIEATEIHOCTU pacTeHusl. MOKHO BBIZCTUTH CIIEUU(UKY 3TUX areHTOB, KaK B
MEXaHU3MaX CBS3bIBAHUS CTEPUHOB, TaK W (PU3UOJIOTUYECKUX TOCIEACTBUIX STOTO
CBsI3bIBaHUs. VIcTOIIEHNE CTEPUHOB B COUETAaHUM ¢ 00Opa30BaHUEM IOp B MEMOpaHax U
HapyleHHeM MeMOpaHHOM 1EJOCTHOCTH OOYyCHIaBIMBAeT OCTPYI0 TOKCHUYHOCTb
HuctatuHa. C Ipyroil CTOpoHbI, PU3NOTOTUIECKUE MTOCIEACTBHS NCTOIECHUSI CTEPHHOB

npu aevictBur MBCD nposBIISIIOTCS I B CTPECCOBBIX YCIOBUSIX.

3.2. JleiicTBe HHU3KOW MOJIOKMTEJIbHOH TeMIepaTypbl Ha NPOPOCTKH
MIeHUIbI

3.2.1. N3meHeHus1 uHIeKca MeMOPAHHOW CTAOMJIBLHOCTH M PeaOKC-
CTATyCa B KOPHSAX H JIUCTHAX

HeGnaronpusiTHas Temmeparypa SBISETCS OJHUM W3 PaCIPOCTPAHCHHBIX
CTPECCOBBIX (DAaKTOPOB, JEUCTBUIO KOTOPHIX TIOJIBEPraeTcsi pacTeHUE B MPHUPOJIE.
W3BecTHO, YTO TIpU NEWCTBUM HU3KHUX TOJIOKHUTEIIBHBIX TEMIIEpATyp 3aMeIIIOTCS
OCHOBHBbIE (DM3HOJOTUYECKHE TMpolecchl ((OTOCUHTE3, TpaHCHUpAlLMs, BOJOOOMEH U
Jp.), CHIDKAETCs dHepreThudeckas dPPEeKTUBHOCTD ABIXaHUS, JUCThS TEPSAIOT TYprop u
MEHSIIOT OKpacKy u3-3a pa3pylleHHus Xjopoduiuia, pe3ko BO3pacTaeT KOJUYECTBO
OHAOTEHHBIX BEIIECTB-KPUOIIPOTEKTOPOB (caxapoB, MpojwHa W OeTranHa W 1p.),
noBslmaercs kKonuenrpanus Ca®" B muromtasme ([Ca?*]ey), yBEIHUMBAETCS CONEPIKAHNE
A®K u aktuBupyrotcsa antuokcuaantasie cucteMsl (Kendall, McKersie, 1989; Hung et
al., 2005; Chinnusamy et al., 2007). OgauM U3 paHHUX IPOSBICHHHA X0JIOA0BOIO CTpECca
SBIIICTCSI M3MEHEHHEe (YHKIIMOHAIBLHON aKTUBHOCTH MeMOpaH. B Hacrosiee Bpems
0co000€ BHUMAaHHUE YJNENSETCSd W3YUYEHUIO CHUTHAJIBHBIX MyTei, KOHTPOIMPYIOLIUX

OTBCTHBIC PCAKIMH KJICTOK Ha XOHOHOBOﬁ CTpECC, B 4YaCTHOCTU IOCPCIACTBOM CCPHUH-
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TPEOHMHOBBIX MPOTEMHKUHA3, PEAarupyrolux Ha H3MEHEHUE TEeKy4yecTh MeMOpaH
(HoBukoBa u gnp., 2007; 3opuna u gp., 2014). CoBpemeHHBbIE BO3MOKHOCTU
MOJIEKYJISIPHON OMOJIOTHH MO3BOJISIIOT UCCIIEI0BATh TPAHCKPUIITOMBI U BBISBIISTH XOJIO/-
UHIYLIUPYEMbIE TE€HbI, (AKTOPhl TPAHCKPUMIMU U YUC-DIEMEHTHI, PETYIUPYIOLIUE
aKTUBHOCTH T€HOB IPU M3MECHECHUHU TeMITepaTypbl okpyxkatomieit cpenbl (Gilmour et al.,
1998; Liu et al., 1998; Fowler, Thomashow, 2002; Ruelland et al., 2009; Valente et al.,
2012).

B Hammx sKcnepuMeHTax O COCTOSIHUM U MPOHUIIAEMOCTH MEeMOpaH KOCBEHHO
CYJIWJIN IO BBIXOy U3 TKaHEN MPOpOoCTKOB 31eKTpoauToB u UMC. IIpu neiicTBun HU3KOM
MOJIOKUTEIIBHOM TEeMIEpaTypbl Ha MPOPOCTKHU MIIEHUIBI B KOPHSIX B TEUEHUE BCETO
BPEMEHHU BO3JEHCTBUS HAOMIOJATIOCh YBEIWYEHHE BBIXOJA JJEKTPOIUTOB W,
cooTBeTcTBeHHO, cHMxkeHue HWMC. HamnpoTuB, B JNHCThsIX HE OBUIM BBISBICHBI

3HAYUTENIbHBIE WM3MEHEHUS MPOHUIIAEMOCTU MeMOpaH misa snektpoiuToB u WMMC

(Tabu. 8).

Tabnuma 8. Usmenenus Brixoaa amekTposnuToB (C) u UMC B KOpHSX M JIUCTHAX

IIPOPOCTKOB IIIICHUIBI ITPHU I[eI‘/JICTBI/II/I X0Jioga

Kopuu JIucted
BapuanTsl
C, % UMC, % C, % NMC, %
Kontposnb 6,4+1,7 93,6 114+ 2,6 88,6
Xomox (+4° C, 1 4) 8,4+38 91,6 12,7+1,8 87,3
Xonox (+4° C, 12 u) 144+24 85,6 115+21 88,5

Kpome TOro, B kopHsix mocie | 4 [AelCTBUS HU3KON MOJOKUTEIbHOU
TEeMIlepaTypbl HaOJI0/1aJIOCh HM3MEHEHHUE PEAOKC-CTaTyca, YTO MOATBEP>KIANIOCH
yBenuuenueM ypoBHs [1OJI u comepkanuss H,O, (tabmn. 9). B mucThsix, HA000OpPOT,
MPOUCXOJUIIO He3HaunTenbHOoe cHuxeHue ypoBHsa [IOJI, a conmepxanus H0;

0JICTaBaJIOCh HCU3MCHHBIM.
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Ta6muna 9. Msmenenus yposus [1OJI u conepxanus H2O, B KOPHIX U JTUCTHSIX

IMIICHUIBI IIPX XOJI0AO0BOM CTPECCC

Kopuan Juctbs
BapuanTsl
TOJL, % H202, MkM/r TIOJL % H202, MkM/r
CBIp. B. CBIp. B.
KonTpon 100 + 1 6,3+0,5 100 + 3,1 59+04
Xomon (+4° C, 1 ) 15711 132+24 89+£4,2 6,3 +0,7
Xomon (+4° C, 12 1) 117,37 54+1,1 96,4 + 8,1 8,1+1,2

Kak yxe ormeuanock, B Merabonuzme HyO, nmpuHMMaeT y4yacTue Uenblid psif
penokc-hepMEHTOB, B TOM YHCIIE€ IEPOKCHIa3bl, JTOKAJIU30BaHHBIEC B KJIETOYHON CTEHKE.
B pacTenusix nepokcuasbl CHOCOOHBI HE TOJBKO pasiiaraTh, HO U 00pa3oBeiBaTh Ho0:
IIPU CTPECC-UHIYLUPOBAHHOM OKHUCJIHMTEIIBHOM B3pBIBE, YTO TOBOPUT O MHOTOOOpa3HOMN
PEryJIATOPHOM poJIM 3TUX (PEPMEHTOB B MOJACPKAHUM PEIOKC-TOMEOCTa3a KIIETOK
(Mittler, 2002; Cosio, Dunand, 2009; Minibayeva et al., 2009). B cTpeccoBbIX yCI0BHIX
NOBBILICHHE OO0IIEH MEePOKCUIa3HOM aKTUBHOCTH IMPOUCXOAMT ITyTEM aKTHUBALUU ITyJa
VUMCIOLINXCSI TIEPOKCUIA3, a TaKkKe IOCPEJCTBOM cuHTe3a (epmentoB de novo. B
HacTosilmiee paboTe HaMHM TOKa3aHO, YTO B KOPHAX MpH KpaTkoBpeMeHHOM (1 u)
XOJIOZIOBOM CTpECCE MOBBIIANACH AKTUBHOCTh NEPOKCUAA3BI B 3,5 pa3a U IKCIPECCUS
TCHOB, KOJAMPYIONTUX TIEPOKCHIa3y ¢ MoJiekysipHoi Maccoit 37 x/la (TaPOX), B 3 paza
10 CPaBHEHHIO C KOHTpoJieM. B mucThsx aktuBHOCTH reHoB TaPOX Oblia oueHb HU3KOM
(maHHBIE HE MPEICTABICHBI).

HeratuBubim nocnencrsueM mnosbiieHuss ypoBHS APK wu [IOJI sBusercs
HAKOIUIEHWE B KJIETKE OKHCIIEHHBIX MakpomojieKyl. Kak yxe oTMedaloch BBbILIE,
BOXKHBIM MEXaHHU3MOM, CIIOCOOCTBYIOIIMM YAAJIEHUIO OKHUCIEHHBIX MaKpOMOJEKYJ U
NMOBPEXJICHHBIX ~ OpraHeii, sfBisgercss npouecc ayrodaruu. M3BecTHO, UTO
OKHUCJIUTEIILHBII CTPECC ABJISIeTCS MHIYKTOpoM ayTrodaruu B kiieTkax (Xiong et al., 2007;
Minibayeva et al., 2012). IToka3ano pa3BuTHe ayTo(harui B paCTUTEIBHBIX KJIETax MPH

TaKHNX CTPECCOBLIX BOBHeﬁCTBHﬂX KaK IMOpaHCHHUC, MATOI'CHBI, 3daCyXa, 3aCOJICHHUC U P.

(Ps60BOa, 2014; Slavikova et al., 2008; Liu et al., 2009; Hayward, Dinesh-Kumar, 2010).
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JlanHble 00 aKTHBALMU TMPOLECCOB ayTo(aruu B pacTeHUAX IMPH XOJIOJOBOM CTpecce
BeChMa orpaHmueHbl. HaMu BriepBBIE MOKa3aHO, YTO B KOPHSIX MPOPOCTKOB IMIICHHUIIBI,
HOJIBEPTHYTHIX XOJIOJJOBOMY CTPECCY, MPOUCXOAUT HHAYKIHS ayTodaruu (puc. 22 A, 0).
Ckoruienue aytodarocoM B BHAE TOUYEYHBIX OOpa30BaHUIl, JOKAJTU30BAHHBIX B
UTOIJIa3Me 10 BceMy OOBEMYy KIIETKH, MBI HaOJIOJaNy TOCJE BBIACPKUBAHUSA
IPOPOCTKOB MIICHUIBI NIPH HU3KOW IMOJIOKUTEIFHONW TeMmIepaType B TeueHue 1 4 u
MOCJIeTYIOIIETO BhIIEP>KUBAHMS TIPOPOCTKOB MPU KOMHATHOM TeMIIepaType B TEUCHHE
2 4 (puc. 22 A, 6). Cpasy 1mocie X0JIOJOBOTO BO3ICHCTBHS ayTO()aroCOMbl B KICTKAX
KOpHEH MIIeHUIBl He BU3YaIM3UPOBAINCH, YTO, BEPOSATHO, OOYCIOBIEHO BPEMEHHBIM
JaroM, HeOOXOMMBIM JJIsi HAKOTUICHUS TIOBPEXKJICHHBIX U OKUCICHHBIX MaKPOMOJICKYJT
W opraHemi, a 3areM (QopMHpYyIOTCA ayTodarocombl. Panee ObLIO MOKa3aHO, YTO
ayToarusi B pacTHTENbHBIX KIETKaX SIBISIETCS 3alIUTHOW peakireld B CTPECCOBBIX
YCIOBUSIX W HaIlpaBlIieHa HAa YCTPaHCHHE M3 OKUCICHHBIX, a TaKXKe OTCIY>KHUBIIUX

MaKpOMOJICKYJI M TOBPEXICHHBIX CTPYKTYp (Minibayeva et al., 2012).

6 1 OKonrpons
BXomnox (+4°C, 1 1)
| ®Xomox (+4°C, 3 u)

OTHOCUTENbHBINH YPOBEHD
JKCMPECcCHH, OTH.e/.

Puc. 22. A — Busyamuzanus ayroarocom ¢ HOMOIIbIO (DIyOpecleHTHOTO
kpacutenss LT B kneTkax kopHed mnmeHunsl mnpu aectuu xonoga (+4° C) u
MOCITIEAYIONIETO BBIACPKUBAHUS TMPOPOCTKOB TMPH KOMHATHOW TemrepaTrype: a —
KOHTPOJIb, & — 1 4 xoyog + 2 4 KOMHATHasi Temreparypa. MacmTaOHbIi OTPe30K —
50 MmxM. b — OTHOCHUTENBHBIN ypoBeHb dKcpeccuu TaATG8 B KOpHSX MIEHUIIBI TPU

XO0JIOJOBOM CTpECCC.
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N3BecTtHO, uTO 111 oOpa3zoBaHus ayTodarocoM HEOOXOauMa aKTHUBHOCTb
mHorouncieHHbix 6enkoB ATG cemeiicTBa (autophagy-related proteins), cpean KOTOPBIX
KITI04eBy10 posib urpaetr ATGS8. DtoT Oenok BoBieueH B qunuaupoBanue ¢darodopa B
yOUKBUTHH-IOAOOHOM Tipotiecce. bernok ATG8 dvacto HCMOIB3YIOT B KayecTBE
MOJICKYJISIPHOTO Mapkepa Ui MoHuTopuHra makpoayrodaruu (Kirisako et al., 1999).
Komneramu Hamielr naGopatopuu ObUT MPOBENEH JETalbHBIA OMOMHGMOpPMATHUECKUI
aHaJIM3 U BIIEPBBIC OXapaKTepu3oBaHa CTpykTypa ayrodarudyeckoro Oenka TaATG8g u
BBISIBJICHBI MHOJKECTBCHHBIC MOTHBBI, HEOOXOJWMBIC I WX B3aUMOJICHCTBUS C
murannamu (Psi6oson, 2014; Ps6oson, Munubaesa, 2014). Unaykuus ayrodaruu npu
JNEUCTBUU HU3KOM TMOJOXKUTEIBHOM TeMmmepaTypbl Oblla TakXe TMOATBEPXKICHA C
MOMOIIIBIO aHajM3a aKTMBHOCTU MapkepHoro reHa aytodaruum TaATG8. Pesymbratsl
MOKa3aJld, YTO B KOPHSIX IIPOPOCTKOB MIIEHUIBI aKTUBHOCTh TeHOB ceMericTBa TaATG8
P JIEMCTBUU HU3KOM TMOJIOKUTEIBHON TEMIIEpaTyphl IMOBBIMIAETCA B 3,5 paza u
MPAKTUYECKU HE U3MEHSIETCS MPU BBIJCPKUBAHUM MPOPOCTKOB MIeHUIb npu +4° C B
teuenue 3 4 (puc. 22 b). B nureparype UMEIOTCSI CBEIEHHUS O TOM, UYTO MPHU JACHCTBUU
HU3KOTEMIIEPATYpPHOTO CTpecca MPOUCXOAUT YCWICHHE OKCIPECCHH H  JIPYroro
aytodaruueckoro rena ATG6 B mpopoctkax puca (Rana et al., 2012) u mmenurist (Yue
etal., 2015). Mo»HO MpeAIoIoKUTh, YTO YCUIICHHE SKCIIPECCUU ayTO(harndecKiux reHoB
B YCJIOBHUSIX XOJIOJOBOI'O cTpecca 00yCIOBIEHO HEOOXOAMMOCTBIO CUHTE3a 3TUX OEJIKOB
de novo mist opmupoBaHust MemMOpaH ayrodarocoM. Takum 00pa3oM, B YCIOBHSIX
XOJIOJIOBOTO CTpecca ayTodarusi BBIIONHAET pOJIb 3AlIMTHOTO MEXaHWU3Ma st
00e3BpeKMBAHUS W  JCTpajallid  OKUCJICHHBIX W  TMOBPEXKICHHBIX  XOJIOJOM
MaKpOMOJICKYJI.

Takum 00pazoM, MpH XOJOJOBOM CTPECCE B JIMCTHAX MPOPOCTKOB MIICHHUIIBI
3HAYWTEIBHBIX CABUTOB B IMPOHHUIIAEMOCTH MEMOpaHBbl U PEIOKC-CTATyCe KIETOK He
HaOmoganock. B KOpHAX, HAmpOTHB, MPOUCXOAWIO YBEIUYCHHE MPOHUIIAEMOCTH
MeMOpaH Juisi AIeKTpoauToB U cHmkenne MMC, a Takke M3MEHEHHE PelOKC-CTaTyca
KJIETOK W WHAYKIUS ayTodarndeckod aerpaganuu. ITH JaHHBIE CBUACTEIHLCTBYIOT O
pa3IMYHOM YyBCTBUTEIBHOCTHU JIUCTHEB U KOPHEN Ha JeicTBue Xohonaa. 3BecTHo, 4TO

OTJENbHBIE OPraHbl TEIUIOIIOOMBBIX PACTEHHI 00JaJar0T pa3HON YCTOMYMBOCTBIO K
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xonoxny (ITomoB u np., 2010; Los, Murata, 2004). Tak, npoTUBOMOJIOKHASI PEAKIUs Ha
3aKAIMBAHUE PA3HBIX YACTEW PACTEHHUSI, CKOPEE BCEr0, COCTOUT B TOM, UTO, B OTIIMYHE OT
KOPHEM, JIMCThsl PEAarupyroT Ha XOJIOJIOBOE 3aKaJVMBAHUE YBEJIWUYCHHEM COJICPKAHUS
JIMIIAJIOB U TIOBBIIIEHUEM YpOBHS HEHAChIIeHHOCTH uX KK, U 3TO MOXHO CUUTATh
TUIUYHOM QJanTUBHOM pEAKIMEN pACTEHUU Ha JEUCTBUE HU3KUX Temreparyp. B
KOPHEBOI cucTteMe, Ha00OpOT, UMEET MECTO HEKOTOPOE CHIDKEHHE, KaK KOJMWYeCTBa
JUNUAO0B, TAK U BETMYMHBI MHJIeKca HeHachieHHOCTH JKK. DTo MoXxeT ObITh CBSI3aHO C
Jerpaaaiuei KJIeTOUHbIX MeMOpaH B pe3yJibTate nHTeHcudukanuu npoueccor [TOJI npu

HU3KUX MOJOKUTENBHBIX TeMiiepaTypax ([lomos u ap., 2010).

3.2.2. N3MeHeHus JIMNNIHOTO COCTABA B KOPHAX U JIUCTHAX NIPOPOCTKOB
MIICHUIbI: CTEPUHBI, TJIMKOJIUNUIBIL, Gocdoaunuabl

AJTanTUBHBIE BO3MOXKHOCTHM PACTEHUM MNPU HU3KOTEMIIEPATYPHOM CTPECCE B
3HAUUTEIBLHON CTEMEeHU 3aBUCAT OT TOTrO, HACKOJIBKO OHHU CIOCOOHBI COXPaHSTh
TEKy4eCTh, JJACTUYHOCTh MEMOpaH M MpenoTBpamath (a3zoBbIM MEpPexo]| JIUMHUIO0B
(JIock, 2005; TTonos u np., 2010). B HacTosiiee BpeMst U3BMEHEHUSI B JIMITUIHOM COCTaBe
MeMOpaH paccMaTpUBarOT B KauecTBe MapkepoB crpecca (Barkla, Pantoja, 2011; Furt et
al., 2011). Huzkue TemnepaTypbl IPUBOIAT K MOBBIIICHUIO BI3KOCTH JIUITUIHOTO OHCIIOS
U TyOuTeIbHOMY [UJISi KIETKH TIepexoay MeMOpaH U3 JKUJIKOKPUCTAIITMYECKOTO
COCTOSIHUSI B COCTOslHME  Teniss.  HacbhlllleHHble — JKUPHBIE  KHUCJIOTBl W3
KUJKOKPUCTATUYECKOTO COCTOSIHUSL TEPEXOJAT B COCTOSIHUE Tels ObICTpee, 4YeM
HEHACHIINICHHBIC KUPHBIE KUCIOThI. YeMm Oosbllie B MEMOpaHe HACHIIICHHBIX >KUPHBIX
KHCJIOT, TEM OHA «KecTue», T.c. MEHee JaOujabHa, U TEeM dYalle B HEW BO3HUKAIOT
Hapymenust (Campos et al., 2003). M3BecTHO, 4TO XOJOMOBO CTPECC 3HAYUTEIILHO
W3MEHSET JTUMUIHBIA COCTaB MEMOpaHbI, B TOM YHCJIE CTETICHh HEHACKIIIIEHHOCTH (hocho-
U TJIMKOJIMIHUJOB U OTHOCUTEJIBHOE COOTHOIICHUE CTEPUHOB, Iepedpo3uaoB u dJI, B
yactHocTH, ®X (Makapenko u ap., 2010; Uemura, Steponkus, 1999; Bohn et al., 2007).
beilo moOKazaHoO, YTO B PACTEHUAX PXKHU KOHIIGHTPAIUS MEMOpPAHHBIX CTEPUHOB
YBEIMYMBAETCS B XOJIOAHOE BpeMs, U 3TOT 3PeKT 0ojiee BBIPAXKEH Yy YCTONUYMBBIX

coproB pxu (Uemura, Steponkus, 1994). Ilpum x0m010BOM CTpecce MPOUCXOIUT
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CBepXdKcIpeccus psia GepMEHTOB JMIUAHOTO, B TOM YHCIIE€ CTEPUHOBOT0, OMOCHHTE3a
(Badea, Basu, 2009; Byun et al., 2014). B memOpaHe CTepHUHBI HaXOASATCS B JIUITHITHOM
OKpykeHnu u B3auMoneucTByroT c Inllep m @DJI. H3meHeHue COOTHOUIECHUS
crepunbl/[ nllep u crepunbl/DJI MoxeT BIMAT, Ha (YyHKIIMOHUpPOBaHHE MeMOpaH. B
YCIIOBHSIX CTpecca BaXHBIM JIsl o0ecriedeHus] (yHKIIMOHATBLHOW aKTUBHOCTH MeMOpaH
SBJISIETCS TIOJIJIEP>KAHUE COOTHOIIICHUSI CTEPUHOB C APYTMMHU MEMOpaHHBIMH JIUITHIAMHU.
HecMoTpst Ha TO, YTO CTEPUHBI SIBISIOTCS CTAOMIM3UPYIOIIUMU KOMITIOHEHTaMU MeMOpaH
U MOTYT BIUSTH Ha UX COCTOSIHHE MpHU cTpecce, UHpopmaius O pOojud CTEPUHOB B
XO0JIOJIOYCTOMYMBOCTH PACTEHUN KpalHe OrpaHudeHa. B OCHOBHOM, 3TO JaHHBIE O
KOJIMYECTBEHHBIX U3MEHEHHUSIX OOIIEro COACpKaHUsl CTEPUHOB, a HE UX MOJIEKYJISPHBIX

dopmMm (Bohn et al., 2007; Senthil-Kumar et al., 2013).

Cmepunvl

B nHamux skcrepuMmeHTax npu KpatkoBpeMeHHOM (1 4) JeiCTBUM HU3KOM
MOJIOKHUTEIbHON TemmepaTypsl (+4° C) obiiee copepkaHue CTEPUHOB U B KOPHSX, U B
JIUCTBSIX TPOPOCTKOB MIIEHUIIBI 3HAUYUTEIILHO BO3PACTAJIO 110 CPABHEHUIO C KOHTPOJIEM.
bonee mmurensHoe (12 4) BO3mEWCTBHE HU3KOW TMOJOXKUTEIBHOM TeMIepaTyphbl
MPUBOJUIIO K CHMXKEHHUIO OOIINEro cojiep)kaHusi CTEpUHOB (puc. 23), a Takxke BCeX
MOJICKYJISIPHBIX BUAOB (Tabi. 10) 10 KOHTPOJIBHOTO YpOBHS, KaKk B KOPHSX, TaKk U B
JUCTBSX MPOPOCTKOB IMIIICHHUIIBI.

PactutenbHble CcTEpUHBI, OCOOCHHO [-CUTOCTEPUH M KaMIIECTEPUH, HUTPAIOT
CYIIIECTBEHHYIO POJIb B YIOPSIOYMBAHUHU KUPHOKHUCIOTHBIX IIENell B MeMOpaHe, TeM
caMbIM MTOHIKas ee Tekydecth (MBanoBa u jip., 1997; Shuler et al., 1990). B nacrosiiee
BpeMsI M3BECTHO, YTO COOTHOIICHHE KOJUYECTBA 24-METHJI-/3TUICTCPUHOB SIBIISETCS
BaKHBIM TIOKa3aTesieM MEeTa0oJIM3Ma PACTeHUM, a €r0 PETYJISAIHs — KIFOYEBbIM 3BEHOM

MHOTHX TIPOIIECCOB POCTa, Pa3BUTHS, & TAKXKE CTPECCOBBIX O0TBETOB pactenuii (Dufourc,

2008; Haubrich et al., 2015).
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18 ~
OKonTpons

B Xomnox (+4° C, 1 u)
14 1 mXonox (+4° C, 12 4)
12 A

16 -

10 -

ConepkaHue CTEPUHOB, MKT/T CBIP.B.
[ee]

JlucTbsa

~
Kopnu

Puc. 23. VU3menenue o00I1IE€Tr0 COACpIKAHUS CTEPUHOB B KOPHSAX M JIUCTBAX

IMPOPOCTKOB IMIICHMUIIBI ITPHU XOJIOJOBOM CTPECCE.

Tabnuua 10. MI3MeHeHue cocTaBa U cofiepKaHus (MKI/T ChIP. B.) MOJEKYJISIPHBIX

BHJIOB CTEPUHOB IPH IEVCTBUNA HU3KOU MOJIOKUTEIBHON TEMITEPATYPBI

BapunanTsl p-Curoctepun | Crurmacrepun | Kamnectepun | XonectepuH
KonTpomis 0,72+ 0,14 0,09 £ 0,05 0,33 £0,05 0,05 £ 0,04
5- Xomon (+4° C, 1 u) 2,16 +£0,12 0,26 £ 0,01 1,12+0,19 0,08 £0,01
- Xomon (+4° C, 12 v) 0,81 +0,10 0,03 £0,01 0,35 +0,08 0,06 £ 0,01
KonTpons 2,23 +£0,57 0,44+ 0,10 0,86 + 0,24 0,11+0,01
=
é Xomon (+4° C, 1 u) 11,57 +£0,34 1,08 0,19 2,47 +£0,22 0,18 0,02
- Xomon (+4° C, 12 9) 2,59+ 0,42 0,31 +£0,05 0,86 £0,15 0,07 £0,02

B pacrenusix KOHTPOJIBHOTO BapuaHTa OTHOIIEHHE OTHOCUTEIBLHOTO COJEPKAHUS
24-MeTHJICTEPUHOB K 24-3THUIICTEpPUHAM B JIMCThSIX OBLIO HIDKE, YeM B KOpHsIX (Tadi. 11).
[Ipu nelicTBUM HU3KOM MOJOKUTEIBLHOM TeMIlepaTypbl B KOPHAX HAOIIOAAIOCH JIUIIb
HE3HAYUTEIbHOE YBEIMUEHUE COOTHOLICHUS 24-MEeTUI-/3TUIICTEPUHBI, YTO TOBOPHUT 00
YBEIMYEHHUH J0JU OTHOCUTEIBLHOTO COAEpKaHUs KaMIleCcTepuHa. B MHCThsX, HAPOTUB,
HAOJIIOAAJIOCh  YMEHBIIECHUE

COOTHOWICHUS 24-MeTHn-/ OTUICTCPHUHBI  BCJICACTBHUC
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YBEIMYEHHS] OTHOCUTENBHON J0JU 24-3TUIICTEPUHOB — f-CUTOCTEPUHA U CTUTMACTEpHUHA
(tabm. 10, 11). Beicokoe cojnepikaHue [-CUTOCTEPHHA B JIMCTHIX MOJXKET OKa3bIBAaTh
MPOTEKTOPHOE ICUCTBUE HA MEMOpPAHBI, B TOM YHCJIE, TPOSIBIISS CBOE aHTHOKCUIAHTHOE
nevicteue. Kak ormeuanmocs B 1. 1.2.4., f-cutocTepuH o00Ja7aeT  BBICOKOM
anTHOKcHaaHTHOW akTuBHOCTHIO (Wang et al., 2002; Vivancos, Moreno, 2005; Pose et
al., 2009). Be110 BBICKa3aHO MPEANOI0KCHHE, UTO YHUKAIbHAS CIIOCOOHOCTh PACTCHHIH K
CUHTE3y OTWICTEPUHOB, B OTJIMYUE OT KUBOTHBIX, MOXKET SBIATHCS YaCThIO
HBOJIFOIMOHHOTO TpOIecca aaanTalud I TPEOJOJICHUS IMUPOKUX KoJieOaHUM
TEeMIIepaTyp U MOJJCPKaHUs BaKHBIX MEMOpaHO-CBSI3aHHBIX MPOLIECCOB META00IM3Ma
(Dufourc, 2008). M3BecTHO, YTO TMPUCYTCTBHE IOMOJHUTEILHOW STHIIHHOW TPYIIITBI
MOXET ycwinBaTh BaH-nep-BaanbcoBbie B3auMOJEHCTBUS, NPUBOASIIME K OOJIbIIEMY
MEeMOpaHHOMY  CIEIUICHHIO M,  CJeJOBaTelIbHO, MEHbBIIeH  TeMIepaTypHOH

gyBcTBHTEIbHOCTH (Beck et al., 2007).

Tabmuua 11. CootHomeHue 24-MeTU-/STHICTEPUHBI B KOPHSAX M JIHUCTBSX

IPOPOCTKOB MIICHUIIBI TIpH eicTBIH X002 (+4° C)

CooTtHomieHne 24-MeTHII-/3TUIICTEPHHBI
BapuaHTbl Kopuu JIuctesa
Kontponb 0,41 + 0,03 0,32 +£ 0,05
Xonon (+4° C, 1 u) 0,46 +£0,01 0,20+ 0,01
Xomon (+4° C, 12 u) 0,41 + 0,02 0,30 + 0,03

YBenuueHrue OTHOCUTEIBHOIO COJepX aHusl 24-3TUIICTEPUHOB B JIUCTHSIX B YCIIOBHSIX
KPaTKOBPEMEHHOT'O XO0JIOJIOBOIO CTpecca, BOBMOXKHO, SIBJIIETCS OJJHUM W3 MEXaHU3MOB,
CIIOCOOCTBYIOIIUX TOBBIIMICHHIO YCTOMYMBOCTH MEMOpaH K HM3MEHEHHUIO TeMIepaTyp.
bonee mmurenbHoe (12 49) BO3AEHCTBHE HHU3KOW TEMIIEPATYpPhl COMPOBOXKAAIOCH
BOCCTAaHOBJICHHEM COOTHOILIEHUS 24-MeTUJI-/3TUIICTEPUHBI O KOHTPOJILHOTO YPOBHSA U B

KOPHSIX, ¥ B JIUCThX (Tabm. 11).


http://onlinelibrary.wiley.com/doi/10.1111/j.1467-7652.2011.00631.x/full#b69
http://onlinelibrary.wiley.com/doi/10.1111/j.1467-7652.2011.00631.x/full#b55
http://onlinelibrary.wiley.com/doi/10.1111/j.1467-7652.2011.00631.x/full#b55
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I nukonunuovt

Eme omHMM IUMUIHBIM KOMIIOHEHTOM MEMOpaH SBISIOTCS TJIMKOJIATIHIGI,
XapaKTepHOU 0COOCHHOCTHIO KOTOPBIX SABJISICTCS HAMYUE yTiieBoaHOTo parmenTa (Furt
et al., 2011). OcHoBHbIMH THMKOJIMIUAaMH pacTeHuil sisores [nllep, MITAL u
nuranakroswiaurauuepugamu (AT AD). T'nukounepamuabl — SBISIOTCA — TJIABHBIMHU
pacTUTENbHBIMU CPUHTOIUIUAAMHU, COCTOSIIMMU U3 C(OUHTOMIHOTO OCHOBAHUA,
JUIMHHOIIeIoYeuHo# HackieHHoi XKK u yrieBoanoro ocratka (Spassieva, Hille, 2003;
Sperling et al., 2005; Cacas et al., 2013). Baxxnoii ocodennocteio ['nllep siBisiercs ux
MOBBIIIEHHOE CPOJICTBO K CTEpUHAM, 00YCIIOBICHHOE B3aMMOJIeCTBHEM OOKOBBIX Ienei
CTEPUHOB C HACBIIICHHBIMU JTKUJIbHBIMU HEMSIMH COUHTOIUNUI0B. DTO ONpPEaEsieT UX
IJIOTHYI0 YIAKOBKY M CHOCOOCTBYET OOpa30BaHUIO JIUNUIHBIX padTOB, WU
MHUKPOJIOMEHOB, B CBSI3U C YEM YACTO B JINTEPATYPE 3THU JIBa KIlacca JIMMUAOB HA3bIBAIOT
padTooobpasyromumu (Simons, Ikonen, 1997; llangumaran, Hoessli, 1998; Brown,
London, 2000; Edidin, 2003). OTu MHKpPOJOMEHBI MOTYT MIPaTh Ba)XHYIO POJb IMPH
MPOBEJICHUU CUTHAJIOB BHYTPb KIETKH U CIYKUTh IUIaThopMaMu 1Jig (PEepMEHTHBIX
CUTHAJIBHBIX KOMIIJIEKCOB.

Hamu Obpina BBISBIEHA WHTEpECHas 3aKOHOMEPHOCTb MEXAY H3MECHECHUSIMHU B
conepkanuu ctepuHoB U ['nllep npu aeiictBum xomnona. IIpu kpatkoBpemeHHoM (1 u)
JIEVCTBUM HU3KOM IOJIOKUTEIIBHON TEMIIEPATYPhl YBEIUYEHHUE COACPKAHUSA CTEPUHOB B
KOPHSX W JIUCThSAX MHIIEHULBI (pUc. 23) COMPOBOXKAAIOCH 3HAYUTENBHBIM CHUKEHUEM
conepxkanus [nllep (puc. 24). 3aMeTHOE CHIKEHHE YPOBHS CTEPHHOB TP JTUTSILHOM
(12 4) BBIAEP)KMBAHWUU PACTEHUI HA XOJOJE TAKXKE COMPOBOXKIAIOCH YBEIUYCHHUEM
coneprkanus ['nllep. [Toxoxyro 06paTHYIO 3aBUCUMOCTb Mex Ay cTepuHamu U ['nllep mbl
HaOJII0/1alIi paHee MPHU JEeHCTBUU CTEPUH-CBS3BIBAIOIIMX areHTOB B KOPHSX MIIICHUIIBI
(cm. rTmaBy 3.1.1.). DOTu JaHHbIe CBUAECTEIBCTBYIOT O BO3MOXKHOW TECHOM
(GyHKUMOHATIBHOM B3aUMOCBS3M Mexay crepuHamu u [nllep, B ToM uwmcie mnpu
padrooOpazoBanuu. OHAKO JCTAIbHBIE MEXaHWU3MbI TaKOW OOpaTHOM 3aBUCHMOCTHU

OCTalOTCS HEU3BECTHBIMU U TPEOYIOT adbHEHUILIEro H3y4eHusl.
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Puc. 24. WN3menenue oOmero coxaepxkanuss [nllep B KOpHSIX H JUCTBAX

IIPOPOCTKOB IIIICHUILI ITPHU XOJIOJOBOM CTPCCCC.

NurtepecHo, uto obmiee conepxanue ['nllep B kopHsax ObL1o B 2 pasza OoJblie,
yeM B JIUCThsIX. B otimmuune ot ['nllep, conepxxanue nonspubix riukonnuaos MI'IL u
JNUAI’ Opio Oosblle B JNHCTHSIX, 4YeM B KOopHsax (puc. 24, T1abn. 12). B
(OTOCUHTE3UPYIOIINX TKAHSIX TJIUIEPOTIUKOIUNUABI BXOAST B COCTaB MeMOpaH
XJIOPOIJIACTOB, U UX COAEPKAHUE MOABEPKEHO UBMEHEHHUSIM IIPU AEHCTBUU CTPECCOBBIX
daxropax (Lyons, 1973; Palva et al., 2002). B Hammx skcriepuMeHTax MOKa3aHo, YTO MPH
JEUCTBUM HU3KOW TIOJIOKUTEILHON TeMIlepaTypbl HAOII0JaloCh 3HAYUTEIHHOE
CHIDKCHUE COJIepKaHUsl OCHOBHBIX raukonunuaoB. Comepxanue [nllep w AU
CHIKAJIOCh MpUMEpPHO B 2 paza, a MI'JII" Oosnee uem B 5 pa3, Kak B KOPHAX, TaK U B

JIMCTBAX MPOPOCTKOB MIeHHUIIBI (Tabm. 12).

Tabmuua 12. Coaepikanue TAMKOIUIMHUIOB (MKI/T CBIP. B.) B KOPHSX U JINCThSIX

IPOPOCTKOB MIIIEHHUIIBI TIPU AelcTBUM xo0j01a (+4° C, 1 1)

Kopuu Jluctesa
JIntm el

KoHntposnb Xonox Kontposns Xonox

MI' I 366 £ 62 68+ 17 507 £ 83 87+ 13

Arar 450 + 34 257 £48 663 + 75 264 + 37
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MOXHO TPEANONOKUTh, YTO TPH JCHCTBUU HHU3KOW IOJIOKHTEIBHONH TeMITepaTyphl
MPOUCXONUT  PACHICIUICHWE  TJIMKOJHUIIUIOB W  BBICBOOOXKICHHE  YTIIEBOIHBIX
KOMITOHEHTOB. Kak W3BeCTHO, B YCIOBHUSAX XOJOJOBOTO CTpecca HaOIogacTCs
TIOBBIIIICHUE YPOBHSI COICP)KaHHUS CaxapoB, KOTOPBIC 00JIaIal0T KPHOIPOTEKTOPHBIMU
cpoiictBamu (Korn et al., 2008). B cBsi3u ¢ 3TuM, pacuieIyiCHHE TIIUKOIHMITHIOB MOXKET

BHOCHUTD BKJIaJ B IIOBBINICHUC TeMnepaTypHoﬁ YCTOﬁqHBOCTH.

Docporunudwvt

Hpyroii kiacc MeMOpaHHBIX JUMUI0B — 3T0 Gocdonunuasl (PJI), conepkanue
KOTOpPBIX BapbupyeT oT 40 1o 90% obmiero konmvectsa unuaos (Wang et al., 2003). B
coctaB ®DJI BXOOAT JIMHHOLEIOYEYHBIC HACBIIMICHHBIE W HeHachlmeHHble KK,
conepxkamue ot 10-12 go 26-28 atomoB yriepoaa. XapakrepubiM st DJI sBisieTcst
Hanuuue (ocdartHON TpPynHmbl, K KOTOPOM NpHCOEIUMHEHA crenuuyeckas MojspHas
rpynna. IlonsipHbIMU TpylnamMu SIBISIFOTCSL a30TUCTbIE OCHOBaHHWE (I3TAHOJIAMUH WU
XOJIMH), aMUHOKHUCIIOTHBIA OCTATOK (CEpUH) WM yriaeBOAHBIA (pparmMent (uHo3ut) (\Wang
et al., 2003).

KonunuecTBenHbll aHan3 (PochonunmuaIHoro cocraBa METoI0M JIEHCUTOMETPUU
ToKa3all Hatn4dre OCHOBHBIX DJI B KOPHSIX M JIMCTHAX MPOPOCTKOB MIICHUIIBI (puc. 25).
O6mee conepkanne OJI B mucthsax (2347,2 MKI/T chip. B.) ObUIO B JiBa pa3a BHIIIE, YEM
B kopHsax (1243,4 wmkr/r ceip. B.) (puc. 25). docharugmnxomun (PX) wu
dbocharuammrTanosamut (DPD) ABIAIOTCS MPE0OIIAIAIOIIUMU U COCTABISIOT OOBIYHO 10
68-80% ot obmero coxepxxanus PJI. B onTuMambHBIX YCIOBHUAX OTHOCHTEIHHOE
conepxxanre ®X u B kopHsX (puc. 25 A), u B muctbsx (puc. 25 b) Ob110 B 2 pasa BbilleE,
yeM oTHocutTenbHOoe coaepxkanue @OF. Copepxanne apyrux DJI, Takux Kak
docharuanas kucnora (PK), docharummnraunepun (OI), audocharuaunraunepuH
(A®@I), docharngmmunozutr (OPU) u dochartuamicepun (PC) B KOHTpode ObLIO
3HAYUTEIILHO MEHbIIE (puc. 25).

Ananmu3 (HoCcHOIUNUAHOTO COCTaBa B KOPHSIX U JIUCTBSIX MIICHUIBI MPH
KpaTKOBpeMEHHOM (1 4) elcTBUM HU3KOM MOJOKUTEIBHOU TEMIIEPATYPHI BBISIBUJ JTUIITH

HE3HAYUTENIbHOE yMEHblIeHue OCHOBHBIX DJI B kopHsxX (puc. 25 A), B TO BpeMs Kak B
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JIMCTBSAX MPOUCXOUIIN CYIIECTBEHHBIE U3MEHEHUs B cocTaBe 0CHOBHBIX DJI (puc. 25 b).
Haubonee siBHbIe M3MEHEHHUs HAONIONAINCh B COJACP>KAHUHU JBYX OCHOBHBIX KJIACCOB
MeMOpaHHbIX PJI — OX u @I: 3HaunTenbHOe ymeHbieHue X u nopeienne OO npu
neiictBun xonoga (puc. 25). JlnutenbHoe (12 9) melicTBHE HU3KOHM MOJOKUTCIBHOM
TEMIEPATypbl MPUBOAMIIO K O0JIee BhIPa)KEHHBIM U3MEHEHHSIM B COCTaBe OCHOBHBIX DJI

KaK B KOPH:IX, TaK U JIUCTBAX.
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1600 OKountpons

E 1400 - B Xomox (+4° C, 1 1)
=
- X +4° C, 12
£ 1200 - omox, ( q)
=
=
S 1000 -
S
€ 2 800 -

2
_g_ 3}
® 600 -
=
=
£ 400
2
2]
g 200

0 I.H I_I—d_r:h‘iﬁ___\
dX (1G] DK or Aer (7] @C
b
1800 - OKonTposb
E 1600 - B Xosox (+4° C, 1 1)
i 1400 - B Xosox (+4° C, 12 1)
S
= 1200 -
E
=
S & 1000 -
s
2 % 800 -
D
= 600 -
2
g 400 -
=
S 200 -
Fﬁ sl B
DK or Aor on oC

Puc. 25. smenenue conepkanus OJI B kopHsix (A) u mucthsax (B) meHuis npu

XO0JIOJOBOM CTpECCC.
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N3BecTHO, uTo @D 00pa3yeT cuiibHbIE BOAOPOJHbBIE CBA3U C COOCTBEHHOM (hochaTHOM
rpynnoi u pochaTtaMu OKpy>KaroIUX MOJIEKYI, 6Jarogaps 4eMy UMeeT 00Jiee BHICOKYIO
TemrepaTypy ¢azoBoro mnepexosa no cpapaenuto ¢ ®X (Suits et al., 2005). 3menenne
cooTHomieHuss OX/PD npu AEHUCTBUU PA3NIUYHBIX CTPECCOBBIX (HAaKTOPOB SBIISETCS
OJTHMM M3 MEXaHU3MOB NOJIepKaHus (PU3UKO-XUMUYECKHUX TapameTpoB MmemOpans (WU
et al., 2005). B Hammx sKcriepuMeHTax pa3BUTHE X0JI00BOTO CTPECca COMPOBOIKIATIOCH
Pa3IMYHBIM XapakTepoM H3MeHEeHHH cooTHomeHuss OX/PD. Ecau B KOpHAX 3TO
cooTHomenue Owu10 2,68 mocie 1 4 u 0,24 nmocne 12 4 X071070BOr0 BO3IEHCTBHUS, TO B
JTUCTBSAX 3TO cooTHomeHue Obi1o 0,18 mocne 1 4 u 2,95 nocne 12 4. YMeHblieHue
cooTHoIeHHuss OX/PD B KOPHSIX U €0 YBEJIIMYEHUE B JIMCTHAX, KaK IOKA3aHO B puc. 25,
OOyCJIOBJIEHO 3HAYMTEJIbHBIMU M3MEHEHHsIMU B cozepkanuu ®3. Takoe n3meHeHue
cooTHouieHust OX/DD B JTUCTBAX, BEPOATHO, CHOCOOCTBYET MOIACPKAHUIO (PUUKO-
XUMHUYECKUX [TapaMeTpOB MEMOpPAHbI U €€ MPOHUIIAeMOCTH. MHOTMMH UCCIIe10BaTENIMU
ObUIM MOKa3aHbl 3aMETHBIE U3MEHEHMSI B COCTaBE MEMOPAHHBIX JIMMIUOB IJIa3MaJIEMMbI
BO BpeMs X0JI0J10BoM akkiuMmaTtusanuu (Steponkus et al., 1993; Minami et al., 2009,
2010). Tak, B X01€ X0JIOA0BOM aKKJIIMMATH3AIUN O3UMOM PIKU IPOUCXOTAITH U3MEHEHHSI
B JIunuaHOM coctaBe [IM, koTopsie ObUIH Hanbosee BbIpaXeHbl B JTUCThSIX, B YACTHOCTH,
yBenmuenue goim ®X m @5 u cumwkenue momu [allep (Lynch, Steponkus, 1987,
Uemura, Steponkus, 1994).

SApko BBIpaXCHHBIC W3MEHEHHsI HAOJIOIalMCh B cojaepkaHuu (ocdaTuaHon
KUCJIOThI. Eciau mpu KpaTKOBPEMEHHOM XOJOJOBOM BO3JEHCTBUM ypoBeHb @K u B
KOPHSIX, U B JIUCTHAX OBUI TaKUM K€ HHU3KHM, KaK B KOHTPOJIC, TO MPH JIUTCITLHOM
X0JIOZIOBOM BO3JeUcTBUM YypoBeHb DK B KOPHSIX M JIMCThSIX 3HAUUTEIHLHO BO3pacTall
(puc. 25). Kak u3BectHo, @K MOKET BBINOJIHATH CUTHAJIbHbIE (DYHKIIMK U BBICTYNATh B
KaueCTBE BTOPUYHOIO MOCPEAHUKA B )KUBOTHBIX M paCTUTENbHBIX KileTkax (Wang, 2005).
MHorumu aBTopamu nokaszaHo ysenndeHue ypoBHs @K B kieTkax pacTeHU B OTBET Ha
neiictBue Omormueckux M abumortmueckux Bosxmerictuii (Welti et al.,, 2002; Meijer,
Munnik, 2003). ®ochatunabie KHUCIOTHI 00JIATAIOT MOHOPOPHBIMU CBONCTBAMU U
crocoOHBI TpaHCIOpTHpoBaTh HOHEI Ca?* u H' uepe3 MeMOpaHbI pacTUTEIBHBIX KIETOK

0 TPaJIMeHTy UX KoHUueHTpauuu (Measenes u p., 2006).
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[TosryueHHbIE HAMU JaHHBIE CBUJIETEIBCTBYIOT O BPEMEHHBIX M Kau€CTBEHHBIX
pa3nuuusax B U3MEHEHUAX GocHoaunuaHoro npopuist B KOPHAX U JIUCTHAX MPOPOCTKOB
IIIIEHULBI B YCIIOBUSX THIIOTEPMUN. B KOpHSIX M3MEHEHMs colepxkaHus OCHOBHbIX DJI
HAOJI0JANNCh JIMIIb MPU JUIMTEIBHOM XOJOJOBOM BO3IEMCTBHM, B TO BpeMs Kak B
JMCTHSX TUHAMUYHBIE U3MEHEHNUS COIEepKaHUsI OCHOBHBIX DJI mponcxoaunu B TEUEHHE

BCCTO0 BPCMCHU BO3HCﬁCTBHH.

Takum 00pa3om, X0J0/I0BOM CTpecC B MPOPOCTKAX MIEHUIIbI XapaKTePU3YETCs
YHHUBEPCAJIbHBIMH CTPECCOBBIMU PEAKIMSIMU, TAKUMH KaK CIBUTH PENOKC-CTATyCca U
M3MEHECHUSIMU POHUIIAEMOCTH MEMOPaH, a TAK)Ke KOJIMUYECTBEHHBIMU M KAUECTBEHHBIMU
M3MEHEHUSMU B COJEPKAHUU CTEPUHOB, raukonunuaoB u @OJI. beuio moka3zano, 4to
KOMIUIEKC U3MEHEHUM, MPOUCXOIAIIMNX B JIMITUIHOM COCTABE JINCTHEB, B TOM YHCIIE B
COOTHOILICGHUHM MOJICKYJISIPHBIX BHJIOB CTEPUHOB, CIIOCOOCTBYET MOACP>KAHUIO
CTAaOMILHOCTH MeMOpaH M (opMHUpOBaHHIO OOJBIICH TEMIIEPATypPHOH YCTOWYMBOCTH
JUCTBEB, II0 CPAaBHEHUIO C TakOBOM KopHeW. I[loBelmieHHOE coaepxkanue 24-
STUJICTEPUHOB B JIUCThAX MOXKET SBIATHCA 4YaCThIO TMpoLecca aJanTaiuud s
MIPEOJIOJICHNs KOJieOaHWM TeMIlepaTyp, B TOM 4YHCIE TIOCPEICTBOM OOCCIeUeHUS
AHTHUOKCHUJIAHTHOM 3alluThl, yCWJicHUs1 BaH-nep-BaanbCoBbIX B3aMMOJECUCTBUN U
MOJICP)KaHUS BaXHBIX MEMOpPaHO-CBSA3aHHBIX IPOIIECCOB MeTaboau3Ma. MOXKHO
rmojiarath, 4YT0 M3MEHEHHUsI CTEPHHOBOTO MPOQUIS MPH CTpecce OOYCIOBICHBI TaKKe
W3MEHECHUSIMH Ha T€HHOM ypoBHE. B cBsi3u ¢ 3TuUM, Hamu OBbLI MPOBEJICH aHauU3

CTPYKTYPBHI U aKTUBHOCTH T€HOB, KOHTPOJIHPYIOIMUX OMOCHHTE3 CTEPHUHOB.

3.4. Xapaxkrepucruka C24-crepun MeTuJaTpancgepasbl MIIIEHALbI

3.4.1. Buoundgopmaruueckuii anaaus 6eska TaSMT1

KitoueBbIM 3TanmoM MHOTOCTYNEHYATOro IMpoliecca OMOCHUHTE3a CTEPUHOB B
pacTeHusIx aBisieTca peakius C-MmeTunnupoBaHus 24-ro atTomMa yriiepoja CTEpUHOB. ITOT
3Tam OMpEAeNseT CTPYKTYPHOE pa3HOOOpa3ue CTEPUHOB Y pACTCHHM, NPUBOAS K
o0Opa3oBaHuI0 24-MeTWII- U STWICTEpUHOB. Peakius C-MeTUITMPOBaHUS KaTalu3upyeTCs

depmentom C24-ctepun metunTpancdepaszoit. ['ereponornunas skcopeccus k/IHK
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SMT B JapoxkeBbIX cucTemMax ergé c¢ npedektom B cuHTede SMT mokazana
CylecTBOBaHHe HecKoimbkux wu3zohopm SMT, xmaccudummpoBannbix kak SMTI,
KaTaJM3UPYIONas MePBUYHOE METHUIMPOBaHHE 24-TO aroma yriepoja OOKOBOH Ienu
crepuHOB, 1 SMT2, kaTanu3upyrolias BropuaHoe MmetuiaupoBanue (Bouvier-Navé et al.,
1998). Kaxxnast u3 nzodopm 0071a1aeT YHUKATBHOHN CTIEIIU(UIHOCTEIO K CyOCTpaTy.

B ©Gaze pmamaeix NCBI namMm Obiia  oOHapy)XeHa aMHUHOKHCIIOTHAs
nocieaoBareabHOCTh C24-cTepun Metuintpadcdepassl T. aestivum (TA-MT, GenBank:
AAB37769.1) (Subramaniam et al.,, 1999). Dto TpaHCcMeMOpaHHBIH O€JIOK C
MonekyiasipHoil maccoit 41 x/la, cocrosimmii u3 363 amuHOKHCIOT. M3BECTHO, YTO
KOepMEHTOM JaHHOTO OejKka sIBIseTCS S-aAeHo3Ul-L-METHOHUH — JOHOP METUJIbHOU
TPYIIIBEI, @ KOPaKTOPOM — TIYTaTHOH, KpOME TOTO, JIJIsi paboThl (pepMeHTa HE0OX0IUMO
npucyrcTeue noHoB Mg?*. Hanmume ocraTka umcremHa B coctase kodakropa SMT
MOXXET CBHJICTECIILCTBOBATh O PEIOKC-PETYNISIIMN aKTUBHOCTH JAaHHOTO (DepMeHTa.
Nudopmarus o Tom, Kk Kakomy cemeictBy C24-cTepuH MeTuiaTpaHcdepad OTHOCUTCS
JIAaHHBIA OENOK TMIIEHMIIbI, OTCyTCTBOBaia. IIpoBeaeHHOE HaMU COIMOCTABJICHUE
AMUHOKHUCJIOTHOM TOCJIEIOBATEILHOCTH ¢ TOMOJIOTUYHBIMU O€JIKkaMU U3 0a3bl TaHHBIX
NCBI nmokazaiio, 4To JaHHBII O€JIOK MIIEHUIIBI KOHCEPBATUBEH U UMEET 00JIe€ BHICOKYIO
CTEIICHb CXOJCTBA C IOCIeaoBaTeIbHOCTIMH OcikoB cemeiictBa SMT1 (59,7%), mo
cpaBHeHHMIO ¢ Oenkamu cemeiictBa SMT2 (30,7%) (puc. 26). Hanbosbias HaeHTHIHOCTD
aMUHOKHUCIIOTHOU mocnenoBarenbHocT [A-MT Obina ycranoBnena ¢ SMT1 npyrux
3J1aKOBBIX, B YacTHOCTH, stuMeHs (86,8%), Brachypodium (86%), kykypys3sr (84,6%) u
puca (82,6%) (tabm. 13). C24-crepun MetuaTpancdepasa IIIEHALBI 00IamaeT
XapaKTEPHBIMHU JIJIs1 OEJIKOB IAHHOTO CEMEMCTBAa 0COOCHHOCTSIMHU, 8 UMEHHO TPEX CTEPHH-
CBSI3BIBAIOIIUMU CaliTaMK M S-aJIeHO3UII-L-MeTHOHMH-CBSI3bIBAIOIIMM caiiToM (puc. 26).
Ha pucynke 26 moka3aHbl KOHCEPBATUBHBIE OCTATKH aMHUHOKHCIIOT, HETIOCPEIACTBEHHO
YYacTBYIOIIMX B CBSI3BIBAHWM CTEPUHA W QJICHO3WJI-METHOHWHA ¢ (DEPMEHTOM 3a CUeT
BomopoaHbIx cBsseit: Glugy, Hisgo, ASpizs, GIU/ASP1s2, Gluigs, Gluaos, Aspars (puc. 27 B)
(Nes et al., 2004). Kpome Toro, SMT pacrennii u rpuboB comepxkar C-KOHIEBOU
curHaibHbIl qomMeH (pfam08498), HeoOXomUMBIM I aAPECHOM JOCTaBKH JaHHOTO

oenka B MeMOpany OIIP, roe mpoucxomaut OuocuHTE3 cTepuHOB (puc. 27). Takum
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o0pa3oM, epBUYHAs CTPYKTypa JaHHOTO OeNka, HACHTU(PUIIMPOBAaHHOTO HaMu Kak C24-

crepuH metunTpanchepasa 1 mmenursl (TaSMT1), umeeT THIMYHBIE KOHCEPBATUBHBIE

NOCJIE0BATENBHOCTH, XapakTepHble i1 SMT1 apyrux pacteHuid.

——AtSMT1 (0.0628)
L GmSMT1 (0.0682)

SCSMT (0.2727)

AetSMT1

TaSMT1 (0.0727)

L HvSMT1 (0.0103)
BASMT1-like (0.0149)

NtSMT1 (0.0863)

OsSMT1 (0.0396)

(0.0401)

ZmSMT1 (0.0292)

b
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&

H.Sgg
QﬁL
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Aspys
‘110 120 i 130

AetSMT2 (0.0689)

|_|:OSSMT2 (0.0379)
ZmSMT2 (0.0392)

Glu/Asp 152
v

140 150 160

AtSMT1 (40) NYTDMVNKYYDLAT
GmMSMT1 (67) NYTDMVNKEYYDLVY
NtSMT1 (46) NYTCMVNEYYDLCT
0sSMT1 (46) NYTCMVNEYYDIAT
TaSMT1 (65) NYTDMVNKY YDTLAT
HVSMT1 (46) NYTDMVNEY YDTA
BdSMT1-like (46) NYTDMVNKYYDILAT
ZmSMT1 (46) NYTODMVNKYYDTA
Consensus (67) NYTDMVNEKYYDLAT

S FYEMGWGESFHE]
SEFYEFGWGESFHE]
SEYE¥YGWGESEHE]
SEYE¥GWGESEHE]
SFYE¥YGWGESFHE]
SFYE¥YGWGESFHE]
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RHRWNGESIRESTKRHEHFIALQI GVKPGMK]
RHRWNGESIRESTKRHEHFIALQLELKPGMK]
RHRWSGESIRESTKRHEHFLALQLELKPGMK]
RHRWNGESIRES IKRHEHFLALQIELKPGMK]
RHRWNGESTIRESTKRHEHFILALQI GLKFGMK]
RHRWNGESIRESIKRHEHFLALQLGLKEGMK]

LDVGCGIGGP|
LDVGCGIGGP|
LDVGCGIGGP|
LDVGCGIGGP|
LDVGCGIGGP|
LDVGCGIGGP|
LDVGCGIGGP|
LDVGCGIGGP|
LDVGCGIGGE

[RETARFSNSVNTGLNNNEYQTIRGKELNRIAG'
[REISRFSSTSITGLNNNEYQTIRGKELNRTAG'
[RETARFSSTSVTGLNNNEYQTSRGQVLNRKVG
[RETRKFSLASVTGLNNNEYQTTRGKELNRVAG'
[RETARFSSTSVTGLNNNLYQTIRGKALNRSVG
[RETARFSSTSVTGLNNNLYQTIRGKELNRSVG
[RETARFSSTSVTGLNNNLYQTIRGKELNRIAG
[RETARFSSTSVTGLNNNEYQTIRGKELNRIAG
[REIARFSSTSVIGLNNNEYQITRGKELNR AG

(179) 179

I
Glyyos
190 00

210

II

Glyyy Aspazg
0 I_ 230 240 250 260 270 f 21

AtSMT1(152) DEMKMPEPENSEFDAVY]
GmMSMT1(179) DEMKMPEPENSFDAVY]]
NtSMT1(158) DEMEMPEPDNSEDAVYA
0sSMT1(158) DEMEMPESDNTEDAVYH
TaSMT1(177) DEMKMPESENTEFDAVY]
HvSMT 1(158) DEMKMPESDNTEDAV Y]
BdSMT 1-like(158) DEMKMPESDNTEDAVY
ZmSMT 1(158) DEMKMPEDDNTEDAV Y]]
Consensug(179) DFMKMPESDNTEDAVY]

TEATCHAP
TEATCHAP
TEATCHAP
TEATCHAP
TEATCHAP
IEATCHAP
TEATCHAP
TEATCHAP
TEATCHAP
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AYGCYRETXRV.
AYGCYREIFRV.
PLGCYKEIXRV.
PVGCYKEIYRV.
PVGCYKEIYRV
PVGCYKEIXRV.
PVGCYKET¥RV
PVGCYKETI¥RV
PVGCYKEIYRV

KPGQEFAAYEW
KPGQYFAAYEW
KPGQEFAVYEW
KPGQEFAVYEW
KEGQCFAVMYEW
KEGOCFAVYEW
KPGQFFAMYEW
KPGQEFAMYEW
KEGQCEFAVYEW

v

MIDAFEPDNAEHCKIKGE IEIGDGLPRIRLTTKCLEALRQAGEEVIWEKDLA
MIDSFEPONPEHCKIKAETEIGDGLPRIRLTAKCLEALKQAGFEVEWEEKDLA
MTDSYNPNNEEHNRIKAETELGNGLPEVRLTTQCLEAAKQAGFEVVWDKDLA
ITDHYEPNNATHERIKEE IELGNGLPDIRSTCOCTLOAAKDAGFEVIWDKDLA]
ITDHYDPNNATHER TKEE TELGNGLPRIRSTROCLOAVEDAGFEVIWDEDLAI
ITDHYDPNNATHERIKEE IELGNGLPDIRSTROQCLOAVEDAGFEVIWDEDLAL
ITDHYDPNNATHER TKEE TELGNGLPRIRSTROCTLOAVEDAGEFEVIWDKDLA
VTDHYDPNNATHER TKEE TELGNGLPRIRSTROCTL.RAVEDAGEFEVVWDEDLA
ITDHYDPNNATHERIKLCEIELGNGLPDIRSTRQCLCAVKDAGFEVIWDKDLA!

Puc. 26. ®unorenernyeckoe apeBo (A) U pe3ynbTaT MHOKECTBEHHOTO BBIPABHUBAHMSI

OXapaKTEePU30BaHHBIX U KIOHHUPOBAHHBIX aMHHOKUCIIOTHBIX TocienoBarenbHocTed (B)
oenxoB cemeiictea SMT1: AtSMT1 — Arabidopsis thaliana, GmSMT1 — Glycine max,
NtSMT1 — Nicotiana tabacum, OsSMT1/2 — Oryza sativa, TaSMT1 — Triticum aestivum,
HvSMT1 — Hordeum vulgare, BASMT1-like — Brachypodium distachyon, ZmSMT1/2 —
Zea mays, AetSMT1/2 — Aegilops tauschii, SCSMT — Saccharomyces cerevisiae.

BriieneHbl KOHCEpBaTUBHbBIC CaMThl: cTepuH-CBsa3bIBaromue cautel (I, III u IV),

aJIeHO3UIIMETHOHUH-CBA3bIBatonmii cait (II).



1 50

S-adenosylmethionine binding site A L
F

100 150

RdeHet_HTazes

1

[ AdoMet_HTases superf an.i.lgj

300 350 383

Sterol _MT_C

| Sterel NTC superfamily

Puc. 27. Cxema KOHCEpBaTHUBHBIX YYaCTKOB B TEPBUYHON CTPYKType Oenka

TaSMTL.

TaOnmuna
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HICHTUYHOCTHU

(o)

AMHWHOKHCJIIOTHBIX

rociieqoBarebHoCcTeN 0eKoB cemeiictBa SMT1 oTHOCUTEIBHO O€JIKA IIIIEHUIBI

Howmep Oenka B 6a3ze Unentnunocts | Jynuna
Hassaunue Oeinka Bun
nanubix (NCBI)* (%) (amk.)

delta-24-sterol )

AAB37769.1 T. aestivum 100 363
methyltransferase

BAJ90950.1 predicted protein H. vulgare 86,8 344
PREDICTED: cycloartenol-C- )

XP_010228238.1 B. distachyon 86 344
24-methyltransferase 1
cycloartenol-C-24- y

EMT04218.1 A. tauschii 83,2 337
methyltransferase 1

NP_001106071.1 sterol methyltransferasel Z. mays 84,6 343
cycloartenol-C24- O. sativa

AAC34988.1 ) 82,6 349
methyltransferase Japonica Group
S-adenosyl-methionine-sterol-

AAC34951.1 N. tabacum 77,8 346
C- methyltransferase
S-adenosyl-L-

NP_001238391.1 methionine:delta24-sterol-C- G. max 76,1 367
methyltransferase
cycloartenol-c-24- )

NP_196875.1 A. thaliana 75,2 336
methyltransferase

NP_013706.1 sterol 24-C-methyltransferase S. cerevisiae 53,9 383

* http://www.ncbi.nlm.nih.gov/



http://www.ncbi.nlm.nih.gov/UniGene/clust.cgi?ORG=Ta&CID=2251&ALLPROT=1

102

3.4.2. Nnentudukanuss M XapakTepUCTHKA TOMEOJOTHYHBLIX T'€HOB
mmeHunbl 1aSMT1

Panee B reHome mmeHwWnbl 1. aestivum ObLI aHHOTUPOBAaH OJMH TEH,
xonupyronmii  C24-crepun Metmintpancdepasy (TA-MT, GenBank: U60755.1,
Subramaniam et al., 1999). I'en npencraBisieT co00H JIMHEHHYIO TOCIEOBATEIBHOCTD
JHK munoM 4483 11.H. ¢ Kogupyrolei obiacteio pazmepoM 1092 1m.H. U cocTosui U3
11 sx30oH0B U 10 mHTpoHOB. MHOpMaIus o mpoMoTopHOM obOsactu reHa TaSMT
Yype3BbIYailHO orpaHudeHa, B 0a3e paHHbix NCBI wumenach nMiib KOpOTKas
MOCJIEIOBATEILHOCTD PETYIATOPHOM (HeKkoaupyroiieit) oonactu rena TA-MT paszmepom
B 266 nHykieotuaoB. OTCyTcTBOBaja MH(OpMAIUS O TOCIEI0BATEIBHOCTIX CTpecc-
YyBCTBUTEIHHBIX MOTHBOB.

B Hacrosiee BpeMs Jyisi MHOTUX pacTeHUI, TAKMX KaK apaOuaoIIcuc, cosi, Tabak
¥ pHUC TIOKa3aHO HAIM4YUE MHOXKeCTBa n30QopM 6enkoB SMT 1 KOIUPYIONINX X T€HOB
(Bouvier-Navé et al., 1997; Schaller et al., 1998; Neelakandan et al., 2009, 2010; Carland
et al., 2010). VuuBuTeapbHO, 4YTO Ui MIICHHWIBI B 0a3e JaHHBIX IpeICTaBiICHA
uHpopMalus nuib 006 ogHoM rene SMT. YuuTeiBas, 4To T€HOM MIIEHUIIBI SBISIETCS
CJIO)KHOOPTAHU30BAHHBIM U COCTOUT M3 TPEX CyOreHOMOB, MOXKHO TOJIaraTh, YTO JJIS
ATOTO 3J1aKa TAKKE XapaKTEPHO HATMINE HECKONIBKUX reHoB SMT. B ¢BsI3u ¢ 3TUM, Hamu
OBLJT OCYIIECTBIICH IMMOMCK BO3MOXKHBIX M30(0opM reHoB SMT mieHuIsI.

Msrkas mmenuna (T. aestivum) oGiagaeT OJAHHUM U3 CIOXKHEWUIIMX T'€HOMOB,
BCTPEUAEMBIX y PACTCHHU. AJUTOTEKCAIJIOMIHBIM T'eHOM MIIeHHIBl (2N = 6X = 42,
AABBDD) o6pa3oBaH B X0Ji¢ €CTECTBEHHOW TMOpHIU3aAIlMK TPEeX TeHOMOB. Triticum
urartu Thum. sBnsiercs noHopom reHoma A. Haubosee BepodaTHbIM T0HOpOM reHoma B
seisiercs Aegilops speltoides Tausch. 'enom D Bemer cBoe mpoucxosxiacHue ot Ae.
tauschii Coss (puc. 28) (Gill et al., 1991; Marcussen et al., 2014). B cocras renoma T.
aestivum BxoasT 42 XpOMOCOMBI, YCIIOBHO pa3JielIeHHbIC 10 TpeM cyoreHomam (A, B u
D) u Ha3zpIBaeMble TOMEOJIOTUYHBIMHU XpoMocoMaMu. COOTBETCTBEHHO, KOTIMH OJTHOTO U
TOTO JK€ Te€Ha paCHOJIO)KEHHBIE Ha PA3IMYHBIX TOMEOJOTUYHBIX XPOMOCOMAX,

Ha3bIBAIOTCS TOMEOJIOTMUHbIMU (puc. 29). bonbiioil pa3Mep U ClIoKHAsE OpraHu3alus
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refoMa IIICHHUIBI 3aTPYAHAIOT KaK IIOJJHOTCHOMHOC CCKBCHHUPOBAHHME, TaK H

I/II[eHTI/I(l)I/IKaI_II/IIO OTACJIBbHBIX HYKIJIICOTUAHBIX HOCHCI{OB&TCHBHOCTCﬁ T'CHOB.

A genome lineage B genome lineage D genome lineage
T e\ HOEmNE 7T\
% | SS ] ' |ses* A | DD J
"a ~ - \\\ SN ’/, W
Triticum Triticum Aegifops Aegifops Aegilops
monococcum urartu speltoides sharonensis tauschii
i~ —4 @
) 7\ £
AABB e
g L .
e Y= ¥
Triticum turgidum / ——J
o 74 ‘%§ o
2 3
o= ‘Ta“‘ TaB® Tat? — 1o
: Vi 3
2 \ = Y
XX =
Triticum aestivum Y

Puc. 28. Cxema IMPOUCXOXKICHHUA I'CHOMA FGKC&HJ’IOHI{HOﬁ MM CHUIIbI (Marcussen

etal., 2014).

xlx fx A
I B

homoeologues

Puc. 29. Tomomornyeple W TOMEOJOTUYHBIE XPOMOCOMBI B TEHOME

FeKCaIIONIHON MIIEHUIIE.
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K HacTosiiieMmy MOMEHTY MOKa3aHO, YTO OOJBITMHCTBO I'€HOB MSTKOM MIIEHUIIBI
NPUCYTCTBYIOT B €€ TEHOME B BHAC T'OMEOJOTUYHBIX KOMHUH, BEAYIINX CBOE
MIPOUCXOXKIICHUE OT OOIIETO MPEAKOBOrO reHa. PaboThl M0 M3yYEHHIO TOMEOTOTHIHBIX
IC€HOB pacTEHUM MNPOBOAATCS HE TaK JIaBHO. B TOM umcie u3ydaroTcsi CTPYKTYpHO-
(GyHKIIMOHATFHBIE XapaKTEPUCTHKH TOMEOJIOTUYHBIX TeHoB mreHuns! (Fitzgerald et al.,
2010; Nigro et al., 2014; Shoeva et al., 2014). Hanpumep, B xpomocomax 2A, 2B u 2D
obnapy:xensl koruu reHa FA-GOGAT, koaupyromiero gpepMeHT OMOCHHTE3a riIyTamaTa
(beppeIOKCHH-3aBUCHMYIO TITyTaMUH-OKcoriTyTapaT amuaorpancdepasy (Nigro et al.,
2014); B xpomocomax SA, 5B u 5D — konuu rera TaPFT1, koHTponupyoiero nBeTeHue
(Fitzgerald et al., 2010), u Chi, komupyromero Kio4YeBOH (GepMEeHT OHOCHHTE3a
¢daBoHOMIOB XankoH-(paBaHoHM30Mepazy (Shoeva et al.,, 2014). Kpome Toro,
MOKAa3aHO, YTO IKCIPECCUSI TOMEOJIOTMYHBIX T€HOB MOXET OTJIMYAThCA B Pa3TUUYHBIX
TKAHSIX ¥ Ha PA3HBIX CTAIUAX OHTOTEHE3a WM MPH PA3IMYHBIX YCIOBHUSIX OKPYKAIOMIEH
cpenbl. Hanpumep, reH, Koaupyroniero kitoueBoi ¢pepMeHT OrocruHTe3a (piaBOHOUIOB
XaJIKoH-(1aBaHoHn3oMepa3y — Chi-B1 B HekOTOpBIX opraHax sKCIpeccupyeTcs cliadee
no cpaBHenuto ¢ Chi-Al u Chi-D1 (Shoeva et al., 2014). AnaiornyssiM 00pa3oM, I'eH,
KOAUPYIOUMA auruapodaBoHon-4-penykrazy — TaDfr-A, skcnpeccupyercss B 3epHe
nireHuIbl ciadee mo cpasuenuto ¢ TaDfr-B u TaDfr-D (Himi, Noda, 2004).

B Hacrosmeit pabote HaMu ObUTA MTPOBEACHBI IKCIIEPUMEHTHI, B X0J1€ KOTOPBIX
BBISIBJICHBI U CEKBEHUPOBAHBI HYKJICOTHIHBIE ITOCIIEI0BATEILTHOCTH Tpex reHoB TaSMT1
nieHuIpl.  bruonHpopmatudeckuii aHanu3 ¢ nomomieio BLAST 0a3el  gaHHBIX
MexayHapoIHOTO KOHCOpIIMyMa MO CeKBeHHpoBaHuio reHoma mmeHuisl WGSC
(International Wheat Genome Sequencing Consortium, http://www.wheatgenome.org/)
Ha cepepe URGI (http://urgi.versailles.inra.fr) mokasasn, 4To 3TO rOMEOJIOTHYHBIC TCHBI
nieHuIsl TaSMTL, pacmookeHHBIX Ha ITUHHBIX iedax xpomocom SAL, 4BL u 4DL
n o0003HaueHHBIX Hamu kak [aSMTI1-5A, TaSMT1-4B u TaSMT1-4D, cormachHo
npaBuiaM 0003HAYEHHUS TOMEOJOTHYHBIX TeHoB mineHuisl (Mclntosh et al., 1998).
CeKkBeHUPOBAHHBIC bparMeHTsI COOTBETCTBOBAIIU pearnoaaraeMbiM
nocyenoBaTeabHOCTSIM U3 0a3bl JaHHbIX URGI. MHTepecHO OTMETHUTh, YTO J1Ba U3 HUX

JIOKaJIM30BaHbl B XPOMOCOMaxX YETBEPTOM roMeoJornyHoil rpynnsl (B u D), a oquH ren
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JIOKAJIN30BaH B MATON romeosniornyHoi rpynne (A). Jlokanuzauus 04HOTO U3 TE€HOB Ha
xpomMocome SA 00BACHSAETCS TEM, YTO B MPOLIECCE IBOJIIOIMUA COBPEMEHHBIX XPOMOCOM
4A u 5A mpousonuia B3auMHasl TPAHCJIOKAIUs TUCTAIBHBIX OTACJIOB JJIMHHBIX IUJIEY
Mexay xpomocomamu 4A u SA. Drta HeromeonoruyHas TpaHcinokauus 4AL/SAL
Mpou3olUIa €lle Ha AWIUIOUIHOM ypoBHE (2n = 2x = 14, reHoM AA) U Takxe
npucyTcTByeT B T. monococcum (Devos et al.,1995; Ma et al., 2013).

AHanu3 SK30H-UHTPOHHOW CTPYKTYpel Tpex reHoB 1aSMT1-5A/-4B/-4D
MoKa3aj, 4To TeHbl mimeHulbl TaSMT1 xapakTepusyroTcsi CTPYKTYPHBIM CXOJCTBOM H
cocrosT u3 10-12 sx30H0B u 9-11 untpoHoB (puc. 30). [IpoBeneHHbIll HaMU aHAINU3
MO3BOJIWJI BBIJICIUTh YEThIPE KOHCEPBATUBHBIX HK30HA, HMEIOIIMX WJICHTUYHbIC
MOCJIE0BATEILHOCTH U Pa3Mepbl Kak CpeId TPEX TOMEOJOTUUHBIX T€HOB MIIIEHUIIbI, TaK
U 10 cpaBHEHUIO ¢ TeHaMu SMT1 npyrux pacrenuii. MoXHO mojarath, 4To 3TH YK30HbI
KOJUPYIOT (DYHKIIMOHAJILHO 3HauMMble JToMeHbl Oenka SMTI1 pacrenuit. Tpancisius
MOCJIEA0BATEILHOCTH HYKIIEOTUOB ATUX SK30HOB B MOCIIEIOBATEIBHOCTH AMUHOKHUCIIOT
NOATBEPAUIA, YTO JaHHBIE SK30HBI KOAUPYIOT HEOOXOAMMBIE i1 (DYHKIMOHATBLHOU
aKTUBHOCTHU OeJika cTepuH-CBA3bIBatomue caiitel. Ha 5' u 3' koHIax caiita crialicuHra
WHTPOHBI UMEIOT KOHCepBaTuBHbBIE Mapbl HykiIeoTu10B (GT ... AG), U nMHa UHTPOHOB
MPEBBIIIAET AJTUHY KOAUPYIOLIEH 001acTH (3K30HOB), YTO XapaKTEPHO JJIsl MHOTUX T'€HOB
pacteHuii. Takum 00pa3oM, HCCIEeIyeMble HAaMU TEHBI COOTBETCTBYIOT CTPYKTYpE
TOMOJIOTHYHBIX TeHOB 2 kiacca cemeiictBa SMT1 Beicmux pactenuit (puc. 12, 30,
Neelakandan et al., 2009).

CpaBHUTENBHBIA aHAM3 KOJUPYIONIUX TIOCJIEIOBATEIBHOCTEl TpeX T'E€HOB
TaSMT1 noxarBepauit BICOKYIO CTEIIEHb CXOJICTBA, KOTOpasi COCTaBisieT Mexay A u B —
96,5%, A uD - 97,7%, B u D — 97,6%. ®unoreHeTn4eckoe IpeBo, MOCTPOCHHOE Ha
OCHOBAaHMM  aHajgM3a  HYKICOTUIHBIX  mocienoBaTenbHocTer  TaSMT1  u
IIOCJIEI0BATEIBHOCTEN I'€HOB 3TOI0 CEMENCTBA APYIUMX MPEACTaBUTEIICH, TTOKA3AJI0, YTO
TaSMT1 mimeHwuIbl, KaKk ¥ 03KMAaI0Ch, Hanooaee 0mm3ku K SMT1 371aK0BBIX, TAKHUX KaK

STUJIONIC U sSTYMEHb (puc. 31).
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IIpomotop OPC 3'UTR

VAR / Vo
TaSMTI1-5A |!_!-!*! :6 ;_w! H5603

11 12

v \ A2 /

-7

Voo vy
TaSMT1-4D [2589) e o o e me
1 2 3 4 5 6 7 8 9 10 11
Puc. 30. Cxema CTpyKTypbl TpeX TrOMEOJIOTHYHbIX TeHOB TaSMT1 miieHunbr:
NPSIMOYTOJIbHUKAMH  TTOKa3aHbl 3K30HBI, JIMHUEW — WHTPOHBI, CTpPEIKaMU —

KOHcepBaTHBHBIC 5k30HbI (http://www.ncbi.nlm.nih.gov/spidey/).

AetSMT1 (0.0401)
{T&SMTI-‘]B (0 0158)
TaSMT1-4D (0.0116) TaSMT1 nweHuubl

TaSMT1-5A (-0.0302)

HvSMT1 (0.0083)
L BASMT1-like (0.0136)
, AtSMT1 (0.0655)
' GMSMT1 (0.0655)
| NtSMT1 (0.0840)
OsSMT1 (0.0384)
ZMGMT1 (0.0284)

Puc. 31. dunorenernyeckoe npeBo reHoB cemeiictBa SMT1 pactenuii: AetSMT1
— Aegilops tauschii, TaSMT1 — Triticum aestivum, HYSMT1 — Hordeum vulgare,
BdSMT1 — Brachypodium distachyon, AtSMT1 — Arabidopsis thaliana, GmSMT1 —
Glycine max, NtSMT1 — Nicotiana tabacum, OsSMT1 — Oryza sativa, ZmMSMT1 — Zea

mays.

BelpaBHUBaHME KOOUPYIOIIMX IIOCJIEA0BATEIBHOCTEN  BBIABWIO  HAJIUYHE
HOJUMOP(HBIX YYacTKOB, TJ€ BCTPEYAJIUCh 3aMEHbl M JEJNELUU HYKICOTUIOB (CM.
npuwioxenue puc. 1). Bo3HukaeT Bompoc, K 4eMy MOTYT NMPUBECTH TaKUE 3aMEHbI U

Jenenud HYKIeoTu0B B reHax SMT1? OpHum w3 mpennosjaraeMbIX IOCIEACTBUM
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ABJIIETCSl TMPOSIBJICHUE CHEUPUYHOCTH (DYHKIIMOHUPOBAHUSI TE€HOB. B0O3MOXHBI
pasIUYHBIC  OBOJIONUOHHBIE TYTH CTPYKTYPHO-(OYHKIIMOHAJIHLHOW  JIHBEPTEHIINN
TOMEOJIOTUYHBIX T€HOB Y TOJUIUIOUIOB: CyOdyHKYUOHanu3ayus — pazaenenne QyHKIui
MEXIY KOMUSMU (KO-DKCIPECCHs TEHOB, IMOAABICHUE/CTUMYIIALMS TPAHCKPUIIIIUU
OTIIEJIPHBIX TOMEOJIOTOB, TKaHE-, OpraHO- W cTaguscrenuuaHas 3KCIpeccHs);
HeoyHKYUOHAIU3ayUs — MPUOOPETEHNE HOBOM (DYHKITUU; ncesloceHu3ayus — TMoJHas
yTpata (YHKIIMM OJHHUM M3 TOMEOJIOTOB M IpeBparieHue ero B mnceBaoren (\Wendel,
2000). CrpykrypHO-GYHKIIMOHATbHAS JTUBEPTECHIUS TOMEOJOTUYHBIX T'€HOB SBIISIETCS
MPEUMYIIECTBOM  TOJUIUIOUIHBIX ~ OPraHW3MOB, O0O0ECIEUUBAIONIUM  PEaATU3ANIO
KOMIICHCATOPHBIX MEXaHHW3MOB Ha TEHHOM YpPOBHE IMpU HW3MEHEHUHU YCIOBUM
OKpY’Karolel cpeipl M, Kak CIEICTBUE, MPUBOASIIMM K TMOBBIIICHUIO aJallTUBHOTO

IIOTCHIIMAJIa OpraHU3Ma.

3.4.3. Dkcnpeccusi renoB TaSMT1 B ycs10BHSIX X0J1010BOT0 cTpecca

JIns BBISBIICHHS OCOOCHHOCTEH aKTHBHOCTH T'OMCOJIOTMYHBIX IeHOB 1aSMT1
HaMU ObLJI MPOBEJEH aHAJIU3 SKCIPECCUM 3TUX F'€HOB B KOPHSIX U JIUCThSIX MPOPOCTKOB
MNIICHULIBI TPU  JCHCTBUM HU3KOM  TOJIOKUTENbHOW  TemnepaTypbl. OlEeHKYy
OTHOCHTEJIHLHOTO YPOBHS 3Kcnpeccuu reHoB TaSMT1 ocymectsisiu ¢ momorbsio [P B
pealbHOM BPEMEHH C MCIIOJIb30BaHWEM CHEHU(PUYHBIX MpaiiMepoB u 30HA0B TagMan.
KonudecTBO 11€7€BBIX TPAHCKPUNTOB OIEHUBAJIOCH OTHOCHTENIBHO CTaOMIBbHO-
HKCIIPECCUPYIOIINXCA TPAHCKPUNTOB pePEPEHCHBIX T€HOB, B KAUECTBE KOTOPHIX OBLIU
UCIOJIb30BaHbI TeHbI pakTopa AJlD-pubosunuposanus (TaARF) u uarnduropa PHKa3bt
L-momo6noTO Genka (TaRLI) (Paolacci et al., 2009). Mb1 He 00HApYKUIIH TPAHCKPHUIITOB
rena 1aSMT1-4B npu ucnosib3oBaHUM ClieUU(PUYHBIX AJIS 3TOrO IeHa MpaniMepoB.
Bo03MOHO, 3TO CBSI3aHO C TE€M, YTO 3TOT I'€H HE aKTUBEH U HE TPAHCKPUOUPYETCS C
obpazoBanuem MPHK, ogHako 3ToT dakT TpedyeT naipHemumx npopepok. Odpa3zoBaHue
TpaHCKpunTOoB TeHoB [aSMT1 HaOmoganu y HECTPECCHUPOBAHHBIX PaCTEHUUN
(KOHTPOJIBLHBIC) KaK B JUCTHSIX, TaK U B KOpHAX. Pe3ynbpTarsl mokaszanu, yto red TaSMT1-
SA UHTEHCUBHEE IKCIIPECCUpPyeETCs B IUCThAX (puc. 32 A), aren TaSMT1-4D nposiBnsier

OONBITYI0 aKTUBHOCTh B KOpHAX (puc. 32 b), 4TO MOXET CBUACTEIHCTBOBATH 00
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opraHocnenupuIHON IKCIPECCUr ITUX reHOoB. KpoMe Toro, 3Tu reHbl XapaKTepUu3yrTcs

Pa3IMYHON aKTUBHOCTBIO B YCIIOBUAX XOJIOJIOBOTO CTpeEcca.
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Puc. 32. OtHocuTenbHBI ypoBeHb sKcmpeccuu reHoB TaSMTL1-5A (A) u
TaSMT1-4D (B) mpu XO0JOAOBOM CTpecce. YPOBEHb TPAHCKPUIITOB KOHTPOJHHOTO

BAPHUAHTA KOPHEN IIPUHAT 34 €AUHULLY.
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Tak, sxcnpeccus reHa TaSMT1-5A nipu aeficTBUM X0J10/a TPAKTUYECKHA HE U3MEHSIACh
B KOPHSX U JIMCTBAX MPOPOCTKOB MIeHUIs (puc. 32 A). HanpoTus, akTHBHOCTH reHa
TaSMT1-4D mpu geicTBUM XOJ0Ja U B KOPHSX, U JIUCTHSIX MOBBIIIAIACH, MPUYEM,
HanOOJIbIIINE U3MEHEHUS IPOUCXOIMIIN 1oce 12 4 nelcTBUS HU3KON MOJ0KUTEIbHON
TEeMIEepaTypbl. AKTUBHOCTH 3TOTO I'e€Ha MOBBIIIANAch B 4 pa3a KOPHAX U B 5 pa3 JIUCThAX
(puc. 32 b).

Takum oOpazoM, Hamu BbIsIBIeHa Jud@epeHnnanbias HSKCIPEeccuss T'€HOB
TaSMT1, xak B pa3nUYHBIX OpraHax MPOPOCTKOB MIICHUIIBI (KOPHHU U JTUCTHS), TaK U B
OTBET Ha JICMCTBUE HU3KOM MOJOKUTETbHOM TemiepaTyphl. ['en TaSMT1-5A nposirser,
B OCHOBHOM, KOHCTUTYTUBHYIO aKTHBHOCTb, B TO BpeMs kKak reH TaSMT1-4D oGmamaet
CTpecC-UHIYIIMOENbHON AKTUBHOCTBIO. Huddepenunanpras DKCIPECCUS
roMeoJIOTHYHBIX TeHOB TaSMT1-5A u TaSMT1-4D nmeHuIbl npu JAEHUCTBUM XO0JI0]1a
MOXET ObITb OOYCIOBJIECHA HAJIUYUEM OIPEACICHHBIX IOCIEA0BATEILHOCTEH B

CTPYKTYp€ MPOMOTOPOB.

3.44. KionupoBanne M CeKBEHMPOBAaHHE IPOMOTOPHBIX 00JacTel
resoB TaSMT1

TpaHCKpUNIIMOHHAS PETYJSLUS WUIrpaeT BaXKHYIO pOJdb B aKTHUBALUM WIIU
MOAABJIEHUHA SKCIPECCUM TEHOB, W B 3HAYUTEIBHOM CTENEHH KOHTPOJIUPYETCS
IIPOMOTOPHBIMHU 00JIACTSIMH T€HOB € ITOMOIIBIO yuc-3aeMeHToB (Zou et al., 2011). Lfuc-
JEUCTBYIOIIUE PETYISTOPHBIC AJIEMEHTHI — 3TO KOpoTKue crnenuduueckue ydyactku JJHK
JUIMHHO# OT 5 10 25 I.H. CBS3BIBAIOIINECS C TPAHCKpUIIMOHHBIMU (haTopamu (Qiu et al.,
2003; Rani, 2007). B pacTUTENBHBIX NPOMOTOpPAX BBIACISAIOT IBE KATCTOPUU yYUC-
AJIEMEHTOB: HHIyIUpyeMble (UTOTOPMOHAMH U CTpecc-uyyBcTBUTENbHBIE. K yuc-
AJIEMEHTaM, UHAYIIUPYEMbIM (PUTOTOPMOHAMU, OTHOCSATCS cienyromue motusl: ABRE
(ABK), GARE (ru66epemnun), TGA (aykcun), TGACG motif (merumkacmonar) u ERE
(atunen). K crpecc-4yBCTBUTENBHBIM yuc-31eMeHThl oTHOcATcs: MBS (3acyxa), HSE
(rermoBoii mok), LTR (am3kme temmeparypbl), TC-rich repeats (crpeccel m araka
natoreHoB), 3-AF1 ces3eiBaromuii cait, ACE, GAG, TCT, GA, G-box u GT1 (cBer)

(Karimzadeh et al., 2013). B nacTosimiee Bpems TOSIBIISIETCS BCe OOJIbIe 0a3 JTaHHBIX
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NOTEHIIMAIBHBIX YUC-3JIEMEHTOB U TPAHCKPUIIIIMOHHBIX (DAKTOPOB pacTEHUM, TAKHE KaK
PLACE (http://www.dna.affrc.go.jp/PLACE/) (Higo et al., 1999), PlantCARE
(http://bioinformatics.psb.ugent.be/webtools/plantcare/html/) (Lescot et al., 2002) wu
PlantPAN (http://PlantPAN.mbc.nctu.edu.tw) (Chang et al., 2008). Dt 0a3bl JaHHBIX
COAEPKAT pPa3JIMYHbIE HHCTPYMEHTHI, MTO3BOJSIONIME MMPOBOJUTH AHAIIN3 PETYIATOPHBIX
rocienoBareapHocrei in silico.

N3BecTHO, YTO pa3Mepsl MPOMOTOPOB 3YKAPHUOT MOTYT BapbUpOBaTh OT CTa H
JOCTUTaTh HECKOJIbKO ThIcsy HykieoTH10B (Neelakandan et al., 2010; Bhat et al., 2012,
Hernandez-Garcia, Finer, 2014). BrisBiecHHe B  NIPOMOTOpPax  y4acTKOB,
AKTUBUPYIOUIUXCS MPU OMPEACTICHHBIX CTPECCOBBIX BO3JACUCTBUSX U MHAYLHHUPYIOIIHUX
cBs3biBanre ¢ PHK-nonuMepas3oit u nanbHENIyo 3KCIpeccuo reHa, HeoOX0AuMo JIJis
MMOHUMAaHUS MPOIIECCOB, B KOTOPBIE BOBJICUEH TOT WJIK HHOU OeloK. B cBsi3u ¢ 3THM, HaMu
ObUTM CEKBEHHPOBAHBbI W MPOAHATU3UPOBAHBI MPOMOTOPHBIE 00JIACTH HSTUX T'€HOB

pasmepamu ot 1100 1o 1600 m.H. 1o crapr-komona ATG (puc. 33, cm. riaBy 2.10.2.).

Puc. 33. DnextpodoperpamMma TPOAYKTOB aMIUTU(DUKAIIUU TMPOMOTOPHBIX
obyacTeil Tpex TroMeoJoTHuHbIX TeHOB TaSMT1 mnmeHunsl (BBIACICHB OBAJIOM),
noiy4eHHbIX B pe3yibrare [1LP. Mapkep monekymsapHoro Beca DNA Ladder #SM0403
(Thermo Scientific, CIIIA).
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Pa3smepsl  HapaGotanHbix  (parmentoB JHK 1o  monekynspHeiM  Maccam
COOTBETCTBOBAJIM TEOPETUUYECKH OKUIAAEMBIM IMOCIIEOBATEIFHOCTAM M3 0a3bl JaHHBIX
URGI. Kak BugHO 13 pucyHka 33, IpH KCIOJIb30BAHUU MPaMEepOB Ha MPOMOTOPHBII
ydgacTok reHa TaSMT1-5A, napabaTheiBajaoch JiBa MPOAYKTa, JadbHEUIINA aHAIU3 ITHX
CEKBCHUPOBAHHBIX ()PArMEHTOB MTOKA3aJI, YTO HIKHUN MTPOTYKT COOTBETCTBYET YUACTKY
npomotopa  [aSMT1-4B. MHoXeCTBEHHOE€  BBIpAaBHHBAHUE  HYKJICOTHIHBIX
MOCJIEI0BATEILHOCTEH MTPOMOTOPHBIX 00JIacTe TpeX TOMEOJOTHYHBIX TeHOB TaSMT1-
5A/-4B/-4D nokasano, 4To ypoBEHb CXOJICTBA MOCIICOBATEIIEHOCTEH ATHX IPOMOTOPOB
cocraBisieT 0k0s10 90% (A u B — 83%, A u D — 84%, B u D — 90%).

[IpomoTopHBIE TOCHENOBAaTEILHOCTH TeHOB 1aSMT1 mmeHunbl — ObLIH
pOaHATM3UPOBAHBI HA HATMYHE TOTEHIIHABHBIX Y/C-2JIEMEHTOB C HCIIOIb30BaHUEM 0a3
nanueiX PLACE, PlantCARE u PlantPAN. OOnHapykeHO, 4TO IPOMOTOpPHbBIE 00J1acTU
reHoB TaSMT1-5A/-4B/-4D conepxatr moMuMo KoHcepBaTuBHBIX caiitoB (TATA-60kc,
CAAT-00Kc), Takke CTpeCcC-4yBCTBUTEIBHbBIC YUC-DIIEMEHTBI, HHAYIUPYEMbIE CBETOM
(ACE, AE, G-6okc), 3acyxoit (MBS), au3kumu u BeicokuMHu Temnepatypamu (LTR,
HSE) u ropmonamu, Takumu kak ABK (ABRE), ru66epemnn (GARE, P-60okc), sTriieH
(ERE), camumumoBas  kuciota  (TCA-snement), aykcun  (TGA-3ieMeHT),
meTtmnkacMoHat (TGACG-motus). [ToHBIN COMCOK yuc-2TIEMEHTOB, XapaKTePHBIN IS
MIPOMOTOPHOK 00JlacTH KakJA0ro romeosiornyHoro reHa 1aSMTL, mpeacraBieH B
npwioxeHuu Tabn. 1. Ha puc. 2. B mpuiIoKeHUU TPEICTABICHO KOJIMYECTBO OOIIMUX U
CHeM(PUUHBIX TMOTEHIIMAIBHBIX YUC-3JIEMEHTOB B MPOMOTOPHBIX oOmacTsx TaSMT1-
5A/-4B/-AD. Hanuumwe cTpecc-4yBCTBHTEIBHBIX MOTHBOB, OOHApyKEHHBIX B
MIPOMOTOPHBIX 00acTsx reHoB TaSMTL, mo3BossieT mpeAnoarath, 4YTo JaHHBIN OEOoK
MIIICHUIBI PETYIUPYETCS MHOTUMHU (DAKTOpaMH M, BO3MOKHO, BOBJICUCH B CTPECCOBBII
OTBET.

N3BectHO, uTO perynstopHbie d5eMeHThl ABRE, LTR, MBS, G-60kc 351eMeHT U
daktopsl Tpanckpuniuu CBF/DREB BxoasT B cocTaB mpoOMOTOPOB M JIPYTUX T'€HOB,
AKTUBHOCTHh KOTOPBIX MHAYIUPYETCS NEHCTBHEM HHU3KHUX IMOJIOKHUTEIBHBIX TEMIIEPATyp
(Gilmour et al., 1998; Liu et al., 1998; Fowler, Thomashow, 2002; Ruelland et al., 2009;

Valente et al., 2012). lnTepecHO OTMETHUTb, YTO YYBCTBUTEILHBIN K XOJIONY YUC-DTEMEHT
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LTR coxaepxxutcsi B MpOMOTOpHBIX oOjactsax reHoB 1aSMT1-4B u TaSMT1-4D, u
orcyrctByeT B reHe TaSMTI1-5A. MoxHo monarath, 4TO HaJWYHE€ B MPOMOTOPHOMU
00JacT TaKOTO BJIEMEHTA SBIIACTCA OJHUM U3 (HAaKTOPOB, BIUSAIOIIMX HA aKTUBHOCTH
TaSMT1-4D npu neficTBUU HU3KOM MOJOKUTEIIBHOU TeMIIepaTyphl.

Hamu BmepBblie uaeHTHU)UIMPOBAHBI TPU TOMEOJIOTUYHBIX TeHa [1aSMTL,
pacrnoyiokeHHble Ha XpomocoMax A, B u D rekcamionJHOro reHoma NIICHUIIBI.
HecMoTpst Ha 3Ha4YMTENbHOE CXOJCTBO KOJUpYIOLIEH 00JacTh JTUX T'EHOB,
HYKJICOTH/IHBIE TIOCIEIOBATEIBHOCTH HEKOAUpYIomuX obmacteir reHoB TaSMT1
CYLIECTBEHHO OTin4aroTcs. Hanuuue B mpoMoTOpHOH 007acTH crieln(UYECKuX cTpecc-
YYBCTBUTENBHBIX YUC-DIIEMEHTOB, Hapsay € APYrMMHU (pakTopamu, 0OyCIaBIMBAET
nuddepeHINaTbHyI0 IKCIPECCHI0 TOMEOJOTHYHbIX TeHoB 1aSMT1 B mpopocTkax
NIIEHULBI IIPU CTPECCE.

Takum oOpazom, B HacTosIie paboTe Ha OMOXMMHYECKOM M T€HETHYECKOM
YPOBHE BBISBJICHBI CTPECC-UHIYLIMPOBAHHbIE W3MEHEHHUS CTEPUHOBOTO KOMIIOHEHTa
pacTUTENbHBIX MeMOpaH. Pe3yiabTaThl KOMIUIEKCHOTO aHalM3a COCTaBa CTEPUHOB M
akTUBHOCTH TeHa 1aSMTI1, oTBeTCTBEHHOTO 3a WX OHWOCHWHTE3, TPH JCHCTBHHM Ha
IPOPOCTKHU MIIEHUIIBI PA3INYHBIX A0MOTUUYECKUX CTPECCOPOB, a TAaK)Ke HAJIWYUE CTpecC-
YYBCTBUTEIBHBIX CAUTOB B MPOMOTOPHOU 00JIaCTH I'eHa CBUJIETEIBCTBYIOT O BOBJIIEUEHUHU
CTEpUHOB B CTPECCOBBIII OTBET PACTUTENbHBIX KIETOK. ODTH pPe3ylbTaTbl MEHSIOT
CIIO’KMBILIEECS TPEICTaBICHUE O CTEpPUHAX JIMIIb KAaK O CTPYKTYPHBIX 3JIE€MEHTax
MeMOpaH M CHOCOOCTBYIOT NOHUMAHUIO Ba)XKHOW PETYISATOPHONM (QYHKUUHM STUX

M6M6paHHI)IX JINITM AOB.
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3AK/IIOYEHUE

Pactenust oGmamatoT GoraTbiM CTEpPUHOBBIM COCTaBOM, UYTO OIpENEsieT HX
BOBJICUCHHE B Pa3HOOOPa3HbIE MTPOLIECCHI B dKU3HEAEITEIILHOCTH PACTEHHUS], B TOM YUCIIE
OTBEThl PACTEHWM Ha W3MEHEHUE YCIOBHM OKpy)Karomen cpensl. Monyisus
CTEPUHOBOI'O0 KOMIIOHEHTa MEMOpaH MpH JEHCTBUU CTPECCOBBIX (PAKTOPOB BIUSET HA
MPOHUIIAEMOCTh U (PYHKIMOHUPOBAHME MEMOpaH U, KakK CIIeJICTBUE, OIpeensieT
CTpaTErHi0 CTpeccoBoro oreera kietok (Bammrosa m mp., 2010; Senthil-Kumar et al.,
2015). D10 ObLUIO NOATBEPKIACHO B KCIIEPUMEHTAX C UCIOJB30BaHUEM CHEIU(PUIECKUX
CTEPUH-CBSI3bIBAIOIIMX  AreHTOB  IIOJMEHOBOTO  AHTHOMOTMKA  HUCTAaTUHA |
MaKpoLMKInYecKoro oaurocaxapuaa MACD, obanaronux pa3iuaHbIMU MEXaHU3MaMU
cs3biBanus ctepuHoB (Valitova et al., 2014). B nacrosieii pabote BIiepBbIC BBISBICHA
cnenupuka  Qunonoruyeckux  APPEKTOB  CTEPUH-CBA3BIBAIOIIMX  areHTOB B
3aBUCUMOCTM OT THNA UX B3aUMOJEHUCTBHS CO CTepuHaMH. HHIaynupoBaHHOE
HUCTaTUHOM HCTOILEHUE CTEPUHOB B COYETAaHMU C OOpa30BaHHMEM NOpP B MeMOpaHax
OOyCJIaBIMBAET OCTPYI0 TOKCHYHOCTh 3TOTO aHTUOMOTHKA, KOTOpas XapaKTepU3yeTcs
3HAYUTENIbHBIM yBEJIMYEHHUEM IPOHUIIAEMOCTH MEMOpaH AJisi HOHOB, HakoruieHneM ADK
U UHAyKUuMeW ayrodaruu. HeraTuBHbIE NOCIEACTBUS HCTOUIEHUS CTEPUHOB IPHU
nevictBud Ha mnpopocTku MPCD mposBISIOTCS JHIIbL B CTPECCOBBIX YCIOBHUSX, B
YaCTHOCTH, IIPU I€UCTBUH TMITIOTEPMHUH.

IloHnxeHHas TeMIieparypa sBJIIETCS OHUM U3 PACIPOCTPAHEHHBIX CTPECCOBBIX
(bakTOpoB, AEMCTBHUIO KOTOPBIX B MPUPO/IE MoiBepraercs pactenue. Mudopmarus o posu
CTEPHUHOB B XOJIOJOYCTOMYMBOCTH PACTECHUN KpaliHE OrpaHWYeHa U MPEACTaBJICHA, B
OCHOBHOM, JJAHHBIMU O KOJIMYECTBEHHBIX U3MEHEHUSX OOIET0 COJIEP>KaHUS CTEPUHOB, a
HE UX MOJIEKYJISIpHBIX (hopM. Pe3ynbTaThl HalIMX SKCIIEPUMEHTOB MOKA3aJHd, YTO JIUCThSI
Y KOPHH MPOPOCTKOB MILIEHUIIBI TPOSBIIAIOT PA3JIMYHYI0 YYBCTBUTEIBHOCTD K JIEWCTBHUIO
NOHW)KEHHOW Temmeparypbl. Iloka3aHo, 4TO Npu HU3KOTEMIEPATYPHOM CTpEcce B
KOPHSIX MTPOPOCTKOB MIICHUIIBI TPOUCXOANUT YBEIMUEHUE IPOHUIIAEMOCTH MEMOpaH AJis
anekTposuToB U cHkeHne MMC, nakomnenne ADK u uHaykmus ayrodaruu. B

JUCThAAX, HanpotuB, MMC wu penokc-craryC HE H3MEHSJIMCh. OTH JaHHbIE
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CBUJETENBCTBYIOT 00 OpraHocneuu(@uuHOCTH CTPECCOBOIO OTBETa IMPOPOCTKOB
NIIICHUIBI Ha JEHCTBUE TUIIOTEPMHUH, YTO paHee OBLIO MPOACMOHCTPUPOBAHO W IS
npyrux pacrenuid (IlomoB m ap., 2010; Los, Murata, 2004). Hamu noka3aHo, 4To
KOMILJIEKC M3MEHEHHUH, TMPOUCXOASAIIMX B COOTHOIICHUH MOJEKYJISIPHBIX BHUOB
cTepuHOB, riaukonunuaax u GJI, cmocoOCTBYET MoaIepKaHUIO CTAOMILHOCTH MEMOpPaH
u (HOpMHUPOBAHUIO OOJBIIEH YCTONYMBOCTH JIMCTHEB, 1O CPAaBHEHUIO C KOPHAMH, K
JEUCTBUIO HU3KOM TMOJIOKUTENbHONU Temmeparypbl. [loBbillieHHOE coaepxkaHue 24-
STWICTCPUHOB B JIUCTBAX MOXET SBISITBCS YACThIO TIpolecca ajanTaluu IS
MPEOoJIOJICHNsT KOJeOaHWil Temmeparyp, B TOM 4YHCIE IOCPEICTBOM OOECreYeHUs
AHTHOKCHUJIAHTHOW 3alluThl, yCWICHUs BaH-nep-BaanbCoBbIX B3aMMOIECUCTBUN U
MO/I/ICP KaHMS BaXKHBIX MEMOPaHO-CBI3aHHBIX MTPOIIECCOB MeTab0IM3MA.

B nocnennee necartuiieThe BeCchbMa aKTyalbHBIM  SIBIISIETCA  U3YYCHHE
padTooOpa3zoBanus B pacTeHUsX. Crenuduueckue IUMUIHBIE MHUKPOIOMEHBI, WU
padThI, 00HAPYKEHBI BO MHOTHX PacTUTEIbHBIX 00bekTax (Mongrand et al., 2004; Cacas
et al., 2012; Zauber et al., 2014). B Hamux skcriepiMeHTax Oblila BBISBICHA OOpaTHAs
B3aMMOCBSI3b MEXKY U3MCHCHHUSAMHU B COJACPKAHUU ABYX padToOOpa3yoNuX JUIHIOB,
crepunoB u ['nllep. DTa B3aMMOCBs3b 3aMETHO MPOSIBISIETCS B CTPECCOBBIX YCIOBUSX, B
YaCTHOCTH TPU JEHCTBUM HHU3KOH TOJIOKHUTEIBHOW TEMIIEpaTypbl W CBS3bIBAHUHU
CTEpUHOB clenuPpUUIecKuMu areHTamu. Hamuuue Takux coOrjiacoBaHHBIX W3MEHEHHM
ctepunoB u ['nllep MoxeT cBUAETENHCTBOBATH 00 001IeH (hYyHKIIMOHATBLHOW aKTUBHOCTH
3TUX padTooOpa3yOmMuUX JUMNUAOB M TPEANONaraeT KOMIICHCATOPHBIA XapakTep
n3MeHeHui. OJTHAKO ATO MPEIOJIOKEHUE TPeOyeT NaTbHEHIIIETO UCCIIeIOBAHNA.

Takum o06pazoM, nojepxkanre 6aianca MK 1y pa3IMuHbIMU KJIACCAMU JIUTIH]IOB
SIBJIICTCSI KITFOUEBBIM MEXaHH3MOM PETYIISIIUU MTPOHUIIAEMOCTH M (DYHKIIMOHUPOBAHUS
MeMOpaH. Hapymienne sToro 0Oamanca MOXKET MPUBECTH HE TOIBKO K H3MEHEHUIO
MIPOHUIIAEMOCTH MEMOPaH, HO W HEOJIArOMPUATHBIM (PU3HOJIOTHICCKUM ITOCIICICTBHSIM,
B TOM YHCJIE CMEIICHUIO PEIOKC-CTaTyca W CHIDKCHHUIO YCTOMYHMBOCTH K JICWCTBHIO
CTPECCOBBIX (PAaKTOPOB.

MoXHO Tmojaratb, 4YTO M3MEHEHMsSI CTEpPHUHOBOro Mpoduisi MpU CTpecce

O6YCJ'IOBJ'ICHBI TAK)KC HN3MCHCHMWAMH Ha TI'CHHOM YPOBHC. KnroueBeiM  3Tamnom
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MHOTOCTYIIEHYATOI0 IIpoliecca OMOCUHTE3a CTEPUHOB B PACTEHUSAX sIBJsieTcs peakius C-
METHJINPOBaHUs 24-TO aToMa yriepojia CTepHHOB, KaTanusupyemas ¢pepmeHTom C24-
cTepuH MeTwiTpaHcdepasoi. Hamu BrepBbie OBLIM BBISBICHBI UM CEKBEHHPOBAHBI
HYKJICOTHTHBIE [I0CJIEI0BATEILHOCTH Tpex T€HOB TaSMT1 MIIIEHULEL.
buonndpopmaTiuieckuii aHamu3 mMokasall, YTO 3TH T€HbI SBJSIOTCS TOMEOJIOTUYHBIMU U
pacroyio)keHsl Ha XpomocomMax A, B, D rekcammougHoro renoma T. aestivum.
Huddepenimanbaas dKCIpeccus ToMeoJornuHblx reHoB 1aSMT1-5A u TaSMT1-4D
NIICHULBI TPU JIEHCTBUU XOJOJa, a TaKXKE HAIW4YUE BBISBICHHBIX HAMH CTpeEcC-
YYBCTBUTENbHBIX YUC-3JIEMEHTOB B CTPYKTyp€ IIPOMOTOPOB CBUJIETEIBCTBYIOT O
CII0)KHOCTH PEryJISIliiK akTUBHOCTH reHoB TaSMT1 mpu ctpecce.

Takum oOpa3zom, B HacTosIIeH paboTe Ha GU3HO0JIOT0-OMOXUMUYECKOM U TEHHOM
YPOBHSIX BBISIBJIEHBl CTPECC-UHAYLMPOBAHHBIE U3MEHEHMsI CTEPHUHOBOTO KOMIIOHEHTa
pacTuTeNnbHbIX MeMOpaH. IlomydeHHble JaHHBIE CHOCOOCTBYIOT —paciIH(ppOBKe

PEryIsTOPHBIX (PYHKIIUH MEMOPAHHBIX CTEPUHOB PAaCTCHUH.
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BbIBO/IbI

1. IlokazaHo, 4TO JEHCTBHE CTEPUH-CBA3BIBAIOIIMX AareHTOB HHUCTATHHA U
METUJI-S-IUMKIOACKCTPUHA HA KOPHU MIICHUIIBI PUBOJUT K YMEHBIICHUIO COJIEPKAHUS
CTEpMHOB U TIOBBIIICHHIO YPOBHSA TIUKOIlEpaMuIoB. BrisaBiena cneuuduka
busnonornyeckux 3(HEKTOB ITUX areHTOB, 00JIAIAIOIIUX PATUUYHBIMU MEXaHU3MaMHU
CBSI3bIBaHUSI CTEPUHOB. VICTollleHHE CTEPUHOB B COYETAaHMHM C OOpPa30BaHMEM IOP B
MeMOpaHax 00yCJIaB/IMBAET OCTPYIO TOKCHYHOCTh HUCTaTUHA. HeraruBHbIe mOCIeACTBUS
UCTOLICHUS] CTEPUHOB IPU JIEHCTBUU METHII-S-LIUKIOAEKCTPUHA TPOSBISIOTCS JHIIDb B
CTPECCOBBIX YCIOBHSX.

2. IloxazaHo, 4TO MpU HU3KOTEMIIEPATYPHOM CTpecce€ B KOPHAX MPOPOCTKOB
NIICHULBI MIPOUCXOAUT CHU)KEHHE CTaOMJIBHOCTH MEMOpaH, HAKOIJICHHE AaKTHUBHBIX
bopM KHCIIOpOoJa U UHAYKIUS ayToparuu. B THCThSIX, HAPOTUB, HHAEKC MEMOpPaHHOMN
CTaOUJIBHOCTU U PEJOKC-CTATYC HE U3MEHSUIUCH B YCIOBUAX TMIOTEPMHUHU. DTU JIaHHBIE
CBUJETENBCTBYIOT 00 OpraHoCneuru(pPUUHOCTH CTPECCOBOIO OTBETA MPOPOCTKOB
MIIEHUIBI HAa JEHCTBHUE TUIIOTEPMUMU.

3. IlokazaHo, 4TO KOMIUIEKC W JUHAMHKA M3MEHEHUH, NPOUCXOIAIUX B
COOTHOIIIEHHH MOJIEKYJISIPHBIX BHJIOB CTE€PUHOB, TJIMKOIUNUAAX M (Gocosmnuaax,
CIIOCOOCTBYIOT MOJJICPKAHUIO CTAOUIBLHOCTH MEMOpaH W (OPMHUPOBAHUIO OOJBIIEH
YCTOMUYHUBOCTH JINCTHEB, [10 CPABHEHUIO C KOPHSAMHU, K IEUCTBUIO HU3KOU MOJIOKUTEITBHON
TEMIIepaTyphbl.

4. BbISBIEHBl U CEKBEHUPOBAHbl HYKJIEOTUIHBIE MOCIEAOBATEIBHOCTH TPEX
roMeosoruyHbix reHoB TaSMT1, pacnonoxxennsle Ha xpomocomax SAL, 4BL u 4DL
TeKCaIUIOWAHOTO TeHoMa T. aestivum. DTH TeHbl XapaKTepU3YITCS CTPYKTYPHBIM
CXOACTBOM U coctosaT u3 aBeHaamatu (TaSMT1-5A), necstu (TaSMT1-4B) wu
omuHHaAnmatu (TaSMT1-4D) »9K30HOB, B UHUCIO KOTOPBIX BXOJAT YEThIpE
KOHCEPBATUBHBIX IK30HA, YTO COOTBETCTBYET CTPYKTYpE I'OMOJIOTUYHBIX reHoB SMT1
OPYTUX PACTEHUU.

5. CekBeHUPOBaHbBI U MPOAHAIM3UPOBAHBI MOCIEIOBATEILHOCTH TPOMOTOPOB

reHoB TaSMT1, BbIsIBIEHBI CTpECC-UyBCTBUTENBHBIE YUC-3JIEMEHTHI, HATMYHE KOTOPBIX
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oOycnaBnuBaeT auddepeHInalIbHYI0 IKCIPECCHI0 TOMEOJIOTHYHBIX reHoB TaSMT1 B

IIPOPOCTKaX MILIEHULBI IPU CTPECCE.
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CDS TaSMT1-4B (1) ATGTCTGTGTTTTEGCCTCTGCGEGCETTGTAGGATCTGCCGAGTGTCTTCATTCCCTGTACTIGTIGCTGTTTATGT TCATTCACTTCTIGAGTTATTTTTTCCTIT
CDS TaSMT1-4D (1) ATGTTTGTGTTTT-GCCTCTCCACGCECTGTCGGATCTGCCGAGTCTCTTCATTCCCTETACIGTIGCTGTTTATGT TCATTCACT———TGACGTTATTTTTTCCIT
DS TaSMT1-5A (1) ATCTITGTGCTTTTIGCCTCTCCATGCACTGTAGCGATCTGCCGAGTCTCTTCATTCCCTATACAGTA-CTGTTTATGT TCATTCACT———CCACTTATTTTTTCCCT

Consensus a 8 %g ATGTT ’IGTGTTTTTGCCTCTGCACGCGCTG'IAGGATCTGCCGP«GTGTCTTCATTCCCTGTACTGTTGCTGTTTATGTTCATTCACT TGAG%‘E@TTTTT TC(%E‘

CDS TaSMT1-4B (107) G_TCC TA CTCCTAAT‘TTTC GGACAAT-«TGTT‘ITTCACAAGGTA‘IGAGAAATA'ICATGGATATTACGGACGGAAGCAGGAATCGAGGAAA'ICCAACTACACCGATA‘IG
CDS TaSMT1-4D (103) GTCCTACTCETAATTTTCCCACAAT-TITTTT TCACAAGCTATGACAAATATCATGGATATTACCGACGEAAGCAGCARTCGAGGARATCCARCTACACCGATATG
CDS TaSMT1-5A (103) ATCCTACTCTTAATTTGCCGACAATCTTITTITTCACAAGCTATGACAAATATCATGGATACTACCGACGGAAGCGAGCARTCGAGGARATCCARCTACACCGATATG

Consensus (107) GTCCTACTCCTAATTTTCGGACAAT TTTTTTTCACAACCTATGACAAATATCATGGATATTACCCACCCAAGCAGCARTCGAGGAAAT CCARCTACACCGATATG
(213) 213 230 230 240 250 260 270 280 250 300 318

CDS TaSMT1-4B (212) GTTAATAAATACTATGATCTIGCTACTAGCTTCTATCAGTATCGCTGGCCTCAGTCCTTCCACTTTGCTCACAGGTCGGAATGCAGAATC TTTAAGGGARAGCATCA
CDS TaSMT1-4D (208) GTTAATAAATACTATGATCTTGCTACTAGCTTCTATCAGIATCGCTGGECTCARTCCT TCCACTTTGCTCACAGGTCGAATGCGEGAATCTTTAAGGGARAGCATCA
CDS TaSMT1-5A (209) GTTAATAAATATTATGATCTTGCTACTAGCTTCTATGAGTATGGCTGGEGTGARTCCT TCCACTTTGCTCACAGGTCGARTGGGGAATC TTTARGGGARAGCATCA
C 213 \
onsensus E3 193 g}‘gAA ’IAAATAS%‘@TGATCTTSE&IACTAGC'IE%FATGAGTAE‘EECTGGGGTS%TCCTTCngéI‘TTGCTCASQOGGTGGAATIE&‘)GGAATC TT}‘f_@GGGAAAGCA‘I&%

CDS TaSMT1-4B (318) AACGGCACGAGCACTTTCTGGCTTTACAGCTTGAGTIGARACCAGGEATGAAGGTTTTGGATGTCGGCTGTGGARTAGGCGGGCCATTAAGAGAAATTGCGAGATT
CDS TaSMT14D (314) ARCGACACGAGCACTTTCTGGCCTTACAGCTTGAGTTGARACCAGCCATGARGGTTTTGGATGTCGGCTGTGGRAATAGGCGGCCCATTAAGACAPATTCCGAGATT
CDS TaSMT1-5A (315) AAAGECACCAGCACTTTCTCCCTTTACAGCTTGAGT TGARACCAGCEATGAAGCTTTTGCATGTCCGCTGTGGARTAGGCGGECCATTARGACAANT TCCGAGATT

Consensus E 31 9% AACGGCACGAG CACTTTCTGGCTTTACAGC'I TGAGTTGAAACCAGGGATGAAGGTTTTGGATG TCGGCTGTGGAATAGGCGGGCCATTAAGAGAAATTGCGAGATT

CDS TaSMT1-4B (424) TAGCTCCACCTCAGTTACTGCATTGARCAACARCGACTACCACAT ARCTAGCGGARNAGGCGCTTAATCCETCGETACGACTTGECCORACT TCTCATTTTGICARG
CDS TaSMT1-4D (420) TAGCTCCACCTCAGTTACTGGATTGAACAACAACGACTACCAGATAACTAGCGGAAAGGCGCTTARTCGGTCGGTACGACT TGGCCCAACTTETGATTITGTCARG
CDS TaSMT1-5A (421) TAGCTCCACCTCAGTTACTGGATTGAACAACAACGACTACCAGATAACTAGEGGAAAGGCGCTTAATCGGTCGGTAGGACT TGGCGCTACTTGTGATTTTGICAAG
Consensus (425) TRGCTCCACCTCAGTTACTGGATTGARCAACARCGACTACCAGATAACTAGEGGRAAGGCGCTTARTCGGTCGETAGGACTTGGCGCAACTTGTGATTTTGTCARG
E532§ 532 540 550 560 570 580 590 500 610 620 637

CDS TaSMT14B (531) CAGACTTCATGAAGATGCCATTCTCTGATAACACTTTTGATGCTGT TTATGCCATCGAGGCARCATGCCACGCACCTGATCCGGTTGGCTGCTACAAGEAGATCTA
CDS TaSMT1-4D (527) CAGACTTCATGAAGATGCCATTCTCTGATARCACTTTEGATGCTGT TTATGCCATIGAGGCARCATGCCACGCACCTGATCCGETTGGC TGCTACAAGGAGATCTA
CDS TaSMT1-5A (528) CAGACTTCATGRAGATGCCATTCTCTGATAACACT TICGATGCTGTTTATGCCATIGAGGCARCATGCCACGCACCTGATCCGGTTGGC TGCTACARGGAGATCTA
Consensus (532) CAGACTTCATGAAGATGCCATTCTCTGATARCACT TTCGATGCTGT T TATGCCATTGAGGCARCATGCCACGCACCTGATCCCGTTGGCTGCTACAAGEAGATCTA
(638) 638 650 660 670 680 650 ;700 710 120 730 743

CDS TaSMT1-4B (637) CCGTGTATTAAAACCCGGGCAGTGTTTTGCTGTATATGAGIGGTGCATTACCGATCACTATGATCCARACAATGCARCCCACAAGAGGATTARGGATGAAATTGAG
CDS TaSMT1-4D (633) CCGTGTATTARMACCCGGGCAGTGTTTTGCTGTATATGAGTGGTGCATTACCGATCACTATGATCCARACAATGCARCCCACAAGAGGATTARGGATGARATTGAG
CDS TaSMT1-5A (634) CCGTGIATTARAACCCGGEGCAGTGTTTTGCTGTATATGAGTGGTGCATTACCGATCACTATGATCCARACANTGCANCCCACARGAGGATTARGGATGAARTTGAG
Consensus Es3sg CCGTGTATTARAACCCGGGCAGTGTTTTGCTGTATATGAGTGCTGCAT TACCGATCACTATGATCCARACAATGCARC CCACAAGAGGATTAAGGATGAAATTGAG

744) 744750 T80 770 780 780 500 810 820 830 849

CDS TaSMT1-4B (743) CTTGGCAATGGTCTGCCAGATATCAGAAGTACTCGGCAATGTCTTCARGCTGT TAAAGATGCTGEGTTTGAGGT TATTTCGGACAAGGATC TIGCTGAAGATTCTC
CDS TaSMT1-4D (739) CTIGGGAATGGECTGCCAGATATCAGARGTACTCGGCARTGTCTTCAAGCTGTTAAAGATGCTGCGT TTGAGGTTATT TGGGACAAGGATCTIGCTGAAGATTCTC
CDS TaSMT1-5A (740) CTTIGGGARTGGECTGCCAGATATCAGAAGTACTCGGCARTGTCTTCAAGCTGTTARAGATGCTGGGT TTGAGGTTATT TGGGACAAGGATCTIGCTGRAGATTCTC
Consensus (744) CTTGGGARTGGCCTGCCAGATATCAGARGTAC TCGGCARTGTCTTCAAGCTGTTAAAGATGCTGGGT TTGAGGTTATT TECGACAAGGATC TIGCTGRAGATTCTC
(850) 50 860 870 880 590 300 910 520 530 840 g5

CDS TaSMT1-4B (849) CGTTGCCTTGGTACTTGCCCTTGGACCCARGTCCGTTTTCATTGAGTAGTTTCCGGTTGACTACCGTGGGACGAATARTTACTCGCAATATGCTGAGGCAATGAGA
CDS TaSMT1-4D (845) CETTGCCTTGGTACTTGCCCTTGGACCCAAGTCGGTTTTCATTGAGTACTTTCCCGTTGACTACCGTCGGACGAATAATTACTCGCARTATGCTCARGETATTGCA
CDS TaSMT1-5A (846) CATTGCCTTGGTACTTGCCCTTGGACCCAAGTCGGTTTTCTTTGAGTACTTTCCGGTTGACTACCGTCGGACGRAATAARTTACTCGCAATATGCTCARGETATTGGA

Consensus (850) CGTITCCCTTGCTACTTGCCCTTGCACCCAACGTCGGTTTTCATTGACTAGT TTCCCGTTGACTACCCGTCGGACGAATAATTACTCGCAATATGCTCARGCTATTGGA
(956) 956 970 980 990 1000 1010 1020 1030 1040 1050 1061

CDS TaSMT1-4B (955) ATATGTTGCTCTGGCTCCGGAAGECAGCCACGAGECGTCTCTAGTTTCTTAGAGAACGCCGCGCAAGCGTCTTGTCCGARCGTCCCAAGRAAGGAGATCTTCACTCCGATG
CDS TaSMT1-4D (951) ATATGTTGCTCTGGCTCCGGAAGECAGCCAGAGEGTCTCTAGTTTCTTAGACAACGCCGCGGARGGTCTTGTTCGAACCTCGCAAGARGGAAATCTTCACCCCGATG
CDS TaSMT1-5A (952) ATATGTTGGTCTGGCTCCGGARAGGCAGCCAGAGGGTCTCTAGTTTCTTAGAGARGCGCCGCGGAAGGTCTTGTEGAAGGTCGCARGAAGCARATCTTCACCCCGATG
Consensus {9563 &TATG’ITGGa[,‘FTGGCTCCG&;@OAGGCAGCCAGAG%%;‘CTCTAGTTTCTTAGAGAAGGCCGCGGAAGGTCTTGTCGAAGGTGGCAAGAAGGAAATCTTCACCCCGATG

992 1070 1 1

CDS TaSMT1-4B (991) TACTTCTTTGTGGTTCGGAAGCCTCTTTCAGAATGA

CDS TaSMT1-4D (987) TACTTCTTTGTGGTTCGGAAGCCTCTTTCAGAATGA

CDS TaSMT1-5A (988) TACTTCTTTGTGGTTCGGAAGCCTCTTTCAGAATGA

Consensus (992) TACTTCTTTGTGGTTCGGAAGCCTCTTTCAGAATGA
L1 — uaeHTUYHBIE HYKIEOTUIbI

0 — HewACHTUYHBIE HYKJIEOTUIbI
— — - — Jenenus HyKJIEOTHIOB

Puc. 1. Pe3ynpTaT BhIpaBHMUBAHUS HYKJICOTHUIHBIX MOCJIEIOBATEILHOCTEH TpeX

rOMEOJIOrHYHBIX TeHOB TaSMT1 mieHuIsl.
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Ta6nuna 1. [ToTeHnmanbHpie yuc-31eMEHThI B TPOMOTOPHBIX obsacTsax TaSMT1-
5A/-4B/-4D. UYepHblii 1BET — HISHTHYHBIC I BCEX 3-X TI'EHOB, KOPHYHEBBIA —
xapaktepHble ansi 5SA/4B, 3enenblii — xapaktepHbie ansi 4B/4D, ¢uonetoBbiii —

xapakTepHblie 111 SA/4D, kpacHbIN — crielU(pUIHBIE TOJIBKO IS OJHOTO ONPEIeTIEHHOTO

reHa.
TaSMT1-5A TaSMT1-4B TaSMT1-4D

5UTR Py-rich stretch | SUTR Py-rich stretch

TTTCTTCTCT cis-acting | TTTCTTCTCT cis-acting

element conferring high | element conferring high

transcription levels transcription levels
A-box CCGTCC cis-acting | A-box CCGTCC cis-acting
regulatory element regulatory element
ABRE CGTGGC cis-acting
element involved in the
abscisic acid responsiveness
ACE ACGTGGA cis-acting | ACE ACGTGGA cis-acting
element involved in light | element involved in light
responsiveness responsiveness
AE-box AGAAACAT part of a | AE-box AGAAACAT part of a
module for light response module for light response

ARE TGGTTT cis-acting | ARE  TGGTTT cis-acting | ARE  TGGTTT  cis-acting

regulatory element essential for
the anaerobic induction

regulatory element essential for
the anaerobic induction

regulatory element essential for
the anaerobic induction

Box 4 ATTAAT part of a
conserved DNA module
involved in light responsiveness

Box 4 ATTAAT part of a
conserved DNA module
involved in light responsiveness

Box 4 ATTAAT part of a
conserved DNA module
involved in light responsiveness

common cis-acting element in
promoter and enhancer regions

common cis-acting element in
promoter and enhancer regions

Box | TTTCAAA light |Box | TTTCAAA light
responsive element responsive element
Box-W1 TTGACC fungal
elicitor responsive element
CAAT-box C(A/C)AAT | CAAT-box C(A/C)AAT | CAAT-box C(AIC)AAT

common cis-acting element in
promoter and enhancer regions

CCAAT-box CAACGG
MYBHv1 binding site

CCAAT-box CAACGG
MYBHvV1 binding site

CCAAT-box CAACGG
MY BHv1 binding site

CCGTCC-box CCGTCC cis-
acting  regulatory  element
related to meristem specific
activation

CCGTCC-box CCGTCC cis-
acting  regulatory  element
related to meristem specific
activation
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EIRE TTCGACC
responsive element

elicitor-

ERE ATTTCAAA ethylene-
responsive element

ERE ATTTCAAA ethylene-
responsive element

G-box GACATGTGGT cis-
acting  regulatory  element
involved in light responsiveness

G-box GACATGTGGT cis-
acting  regulatory  element
involved in light responsiveness

G-box GACATGTGGT cis-
acting  regulatory  element
involved in light responsiveness

GA-motif AAAGATGA part
of a light responsive element

GAG-motif AGAGAGT part of
a light responsive element

GAG-motif AGAGAGT part of
a light responsive element

GATT-motif
CTCCTGATTGGA part of a
light responsive element

GC-motif GCCCCGG
enhancer-like element involved
in anoxic specific inducibility

GC-motif GCCCCGG
enhancer-like element involved
in anoxic specific inducibility

HSE AGAAAATTCG cis-
acting element involved in
heat stress responsiveness

LTR CCGAAA cis-acting
element involved in low-
temperature responsiveness

LTR CCGAAA cis-acting
element involved in low-
temperature responsiveness

GARE-motif AAACAGA
gibberellin-responsive element

GARE-motif AAACAGA
gibberellin-responsive element

GARE-motif AAACAGA
gibberellin-responsive element

GCN4_motif TGTGTCA cis-
regulatory element involved in
endosperm expression

MBS (C/T)AACTG MYB
binding site involved in
drought-inducibility

MBS (C/T)AACTG MYB
binding site involved in
drought-inducibility

MBS (C/T)AACTG MYB
binding site involved in
drought-inducibility

MNF1 GTGCCC(A/T)(A/T)
light responsive element

P-box CCTTTTG gibberellin-
responsive element

P-box CCTTTTG gibberellin-
responsive element

Pc-CMA2c GCCCACACA
part of a light responsive
element

Skn-1_motif GTCAT cis-acting
regulatory element required for
endosperm expression

Skn-1_motif GTCAT cis-acting
regulatory element required for
endosperm expression

Skn-1_motif GTCAT cis-acting
regulatory element required for
endosperm expression
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Spl GGGCGG light responsive
element

Spl GGGCGG light responsive
element

Spl GGGCGG light responsive
element

TATA-box  T(AIT)T(T/A)A
core promoter element around -
30 of transcription start

TATA-box  T(AITT(T/A)A
core promoter element around -
30 of transcription start

TATA-box  T(AITT(T/A)A
core promoter element around -
30 of transcription start

TCA-element
GAGAAGAATA  cis-acting
element involved in salicylic
acid responsiveness

TCCC-motif TCTCCCT part of
a light responsive element

TCCC-motif TCTCCCT part of
a light responsive element

TCCC-motif TCTCCCT part of
a light responsive element

TGA-element AACGAC auxin-
responsive element

TGA-element AACGAC auxin-
responsive element

abscisic acid responsive element

TGACG-motif TGACG cis- | TGACG-motif TGACG cis-
acting  regulatory  element | acting  regulatory  element
involved in  the MeJA-|involved in the MelA-
responsiveness responsiveness
Unnamed__ 2 Unnamed__ 2
CCACGTCACCG single-strand | CCACGTCACCG single-strand
DNA-binding  proteins  site | DNA-binding  proteins  site
(ssDBP-1 and -2) (ssDBP-1 and -2)

motif 1lb CCGCCGCGCT motif 1lb CCGCCGCGCT

abscisic acid responsive element

. TaSMT1-4B

!
i

,\\

- TaSMTI-5A
a9

TaSMT1-4D
(28)

(26)

Puc. 2. Pacnpenenenue o0mux u cuenu@UUHbIX MOTEHITUATBHBIX YU C-2JIEMEHTOB

B IPOMOTOPHBIX oOnacTsax TaSMT1-5A/-4B/-4D.




