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OBLIASA XAPAKTEPUCTHUKA PABOTHI

AKTyaJlbHOCTH NpodJieMbl. OKo0JIO 3 MIIpJ JIET Ha3aJ KUCIOPOJ CTal HEOOXOIUMBIM
KOMIIOHEHTOM OKpY’Kalolle cpeabl W OJHMM W3 YCJIOBHM CYIIECTBOBaHHUS a’pOOHBIX
opranuzmoB. Ilpu »TOM o0Opa3oBaHue axkTuUBHbIX (opM kuciopoga (ADK) sBumoch
HEraTUBHBIM CIIEACTBUEM >KM3HU OpraHu3Ma B a’dpoOHOIl cpene. B mpornecce s3omonuu y
pacTeHuil mpoucxoawino (GOPMUPOBAHHME U PA3BUTHE CJIOXKHBIX MHOTOCTYIEHYATHIX
3alIUTHBIX peakluii, KoHTpojupyrommx ypoBeHb A®K. JlelicTBue Ha pacTUTEIbHBIN
OpraHu3M JII000T0 CTPECCOpPHOTO (hakTopa, Kak aOMOTHYECKOro, Tak M OHOTHYECKOro,
npoBouupyer cepxnponykuuio APK u HapymaeT paBHOBECHME MEXIYy HMX YPOBHEM U
aKTHBHOCTBIO aHTHOKCHIaHTHOH 3amuTHOM cuctembl (Mittler, 2002; Foyer, Noctor, 2005;
Gechev et al., 2006). /locTmwxeHre HOBOTO PABHOBECHOTO COCTOSHUS B HM3MCHHBIIHXCS
YCIIOBUSIX TpEACTaBIsieT COOOM HMHTErpajbHBIA MPOLECC, BKIIOYAIOMIMA MHOXKECTBO
METabONMYECKUX  MyTeW,  peryjsiius  KOTOPbIX  MOXET  OCYIIECTBISAThCS  Ha
TPAHCKPUIIIIMOHHOM, MOCTTPAHCKPUIIIIMOHHOM, TPAHCISLUOHHOM M MOCTTPAHCISILIMIOHHOM
ypoBHsIX. OJHAKO MEXaHU3MBbI B3aUMOPETYIISIIUN MEXAY KOMIIOHEHTAMU aHTUOKCUAAHTHOM
CUCTEMbl Ha CErOJHSUIHUN JIeHb MpPaKTUYECKU HEe U3BECTHbl. OJHUMHM U3 KIFOYEBBIX
KOMIIOHEHTOB aHTHOKCUJIAHTHON CHUCTEMBI SBISIOTCS (PEPMEHTHI acKopOaT-TIIyTaTHOHOBOTO
nukia, cynepokcugmucmytasa (COJI), karamaza u 1p. Poib  HM3KOMOJIEKYJISIPHOTO
MHOTO(YHKIIMOHAJILHOTO METa0oJIuTa — MPOJMHA B OTBETE HAa OKUCIHUTEIbHBIA CTpecc
UCCIIeI0BaHa JaJIEKO HE JOCTATOYHO.

C MoMmeHTa NepBOro CooOIIeHHs 00 aKKyMyJILIMM MPOJUHA Yy CTApEIOIIUX pPaCTEHUMN
paiirpaca (Lolium perenne) (Kemble, MacPherson, 1954) u4ucno wuccinenoBanuii 00
YBEJIMUYEHUHU BHYTPUKIETOUHOIO COAEPKaHUs MPOJIMHA Y BBICUIMX PACTEHUU MpU JEHCTBUU
Pa3HOOOPA3HBIX CTPECCOPHBIX (PAKTOPOB JOCTHUTIIO BIIEUATIISAIONIMX 3HaYeHUH. B Hacrosiiee
BpEMSI XOPOILIO W3BECTHBl JAHHBIE, JEMOHCTPUPYIOIIME OCMOINPOTEKTOPHBIE CBOWMCTBA
IpOJMHA, €ro CHOCOOHOCTh CTAaOWIM3UPOBATh CTPYKTYpy Oe€nkoB U peryiaupoBarb pH
OUTOIUIa3Mbl, CHUXaThb conaepxkanue ADK, a Takke peryiampoBaTb COOTHOIIEHHE
HAI/HAJI-H (Krishnan et al., 2008; Szabados, Savoure, 2009; Verslues, Sharma, 2010).
OnHako MOJNEKYJSpHBIE MEXaHH3MbI MPOJIMH-OMOCPEOBAHHOM 3allUThI KJIETOK PacTeHHUI

OCTarOTCA HE BBIACHCHHBIMH, AaHTHOKCHAAHTHOC HeﬁCTBHe OpoJIMHa TaKXe Tpe6yeT



CEpPBhE3HBIX JOMOJHUTEIILHBIX HUCclenoBaHuid. KpoMe TOro, MpakTUYeCKH HE H3YYCHHBIM
OCTaeTcss BONPOC O TOM, 4YTO TNPOHMCXOAMT C (EPMEHTAMH M HU3KOMOJCKYJISPHBIMU
KOMITOHCHTAMH aHTHOKCHIAHTHOW 3alUThl IPH MOBBIIICHUU COJACPIKAHUS TPOJHHA B
pacteHusix. B mociemHHe ToJbl MOSIBISIOTCS CBEIEHHS O TOM, YTO CTPECC-3aBUCHMOC
U3MCHCHHUE BHYTPHUKJICTOYHOTO COJICPXKAHUS IMPOJMHA MOXKET Y4acTBOBATh B PETYJISIIUU
AKTUBHOCTCH aHTHOKCHIAHTHBIX (epMeHTOB B pactenusx (Ozturk, Demir, 2002; Pagrokuna
u gap., 2008). Ho »5Tu pgaHHBIE HEMHOTOYHCICHHBI M KOHKPETHBIE MEXaHU3MBbI
B3aUMO/ICHCTBHUS NPOJIMHA C AaHTHOKCHIAHTHBIMU (PepMEHTAMU JIO CHX TIOp HE SICHBI. B cBsi3n
C OTHM B@XHO HCCIICJOBaTh ydYacTHE MPOJUHA B PErysisaiud (yHKIIMOHHUPOBAHUS psa
AQHTUOKCHJIAHTHBIX ()EPMEHTOB B PACTEHHSX IPU PA3BUTUH OKHUCIIUTEILHOTO CTpecca,
BBI3BAHHOTO JICHCTBHEM aOMOTHYECKUX CTPECCOPOB.

B mocnenHee BpeMs B KayecTBE MOJICIBHOTO OOBEKTa JJIS M3Y4YCHHS YCTOHYMBOCTH
pacTeHHMii K pa3jMuYHBIM cTpeccopaM cranu ucmoib3oBath Thellungiella salsuginea. Dto
omm3ko poactBeHHoe ¢ Arabidopsis thaliana pacrenwe TposBISET TOBBIMICHHYIO
YCTOMYUBOCTh K XOJIOJJOBOMY U cosieBoMmy ctpeccam (Amtmann, 2009). MomnekynspHbie
MeXaHU3Mbl ycToiunBocTh Th. salsuginea k abMOTHYECKUM BO3JCHCTBHSM TOKa OCTAIOTCS
MaJI0 U3ydeHHBIMH. [Ipe/icTaBNIIET TakkKe HMHTEPEC BOMPOC O TOM, PEATM3YeTCs JIH
cnioco6HOCTh Th. salsuginea akkymyiaupoBaTh BBHICOKHE YPOBHH MPOJMHA JIUINL HA YPOBHE
IICJIOTO0 OPraHM3Ma WM OHA MPOSIBIIACTCS TaKXKe M Ha KJICTOYHOM YPOBHE. B CBsI3UM ¢ 3THM,
HaM TPEACTaBSUIOCh AKTyaJlbHBIM TPOBECTH CpPaBHUTEIbHBIC HWCCICAOBAHMS BIIHSHUS
nposivHa Ha  (YHKIIMOHMPOBAHWUE AHTHUOKCHUIAHTHOW CHUCTEMBI y pacTeHUHl W
KyJILTUBHPYEMBIX IN Vitro kinetok Th. salsuginea.

Hear u 3amaum uccaenoBanmus. llenp paboThl 3akioyanach B HM3YYCHUU Y4acTHUs
NpOJIMHA B PEryJsiiud  (pyHKIIMOHUPOBaHHUS (EPMEHTOB aHTUOKCHJIAHTHOW CHCTEMBI

pacTeHui U KyJIbTHBHPYEMBIX KJIETOK Th. salsuginea B yCIIOBHSIX OKUCIIUTEIILHOTO CTpecca.

3aiayu uccieI0BaHUS:
1. U3yuutp  pelcTBHE  HSK30T€HHOTO  TMPOJIMHA HAa  aKTUBHOCTh  (DEPMEHTOB
AHTUOKCUIAHTHOU cucteMbl, u3odepmentHoiii coctaB CO/l, ackopbatnepokcunassl (All) y

pacTeHui U KyJIbTHBHPYEMBIX KJIETOK Th. salsuginea.



2. HccnmenoBaTh pa3BHTHE OKHCIHTEIBLHOTO CTpecca W (PYHKIIMOHMpPOBAHUE psa
KOMITOHEHTOB aHTHOKCUJAHTHOW CUCTEMBI MPU JEUCTBUU IK30T€HHOIO MEPOKCHIAa BOJOPOIa

Ha pacTeHUs U KyJIbTUBHUPYEMBbIC KIIeTKH Th. salsuginea.

3. M3yunth coBMecTHOE JeWCTBME TMpOJMHA MW  MEpPOKCHIAa BOAOpOJa Ha
(GYHKIIMOHUPOBAaHUE psila KOMIIOHEHTOB AHTUOKCHJAHTHOM CHUCTEMBI pAacTeHUH U

KyJIbTUBHPYEMBIX KJIeTOK Th. salsuginea.

4. TlpoBecTu CpaBHHUTEIBLHOE UCCIEAOBAHKUE ACHCTBUS MPOJIMHA, IEPOKCHU]IA BOOPOJA U
UX COBMECTHOTO [EHCTBHSI Ha DSKCIPECCHIO T'€HOB MeTadoiM3Ma NpOJMHA U TEHOB,

xkoaupyrommx u3ohopmer COJl u AIl y pacTeHuii 1 KyJbTUBUPYEMBIX KJIeTOK Th. salsuginea.

Hayynass HoBu3Ha. Brnepsble I1I0Ka3aHO, 4YTO DOK30T€HHBIM MPOJIMH  BBI3BIBACT
OKHCJIMTEBHBIN CTPECC B JIMCThAX PACTCHUHN U KYJIbTUBUPYEMBIX KieTkax Th. salsuginea, To
€CTh TMPOSIBIISIET MPOOKCUIAHTHBIE CBOMCTBA. DTOT 3G EKT OBbLI CXOJIEH C JeWCTBUEM
HK30T€HHOTO TIEPOKCHJIa BOJOpPOJa Ha OOBEKTHl HCCIENOBaHUA. 3alllUTHOE JCHCTBHE
NPOJIMHA TMPOSIBISIIOCH B YCIOBUSX OKHCIUTEIHHOTO CTPECCa, BBI3BIBAEMOIO JCHCTBUEM
NnepoKcuaa BOAOpoJa. BrepBble MoOka3zaHO, YTO B YCIOBHUSIX OKHCIMTEIBHOIO CTpecca,
BBI3BIBAEMOI'0 MPOJIMHOM U MEPOKCHUIOM BOJOPO/A, MOBBIIIACTCS COJAEP:KaHUE CBOOOIHOTO
okcunponuHa. [IpoauH mpu COBMECTHOM JEWCTBUM C MEPOKCHUIOM BOJOPOJAa CHHUMAET
MHTHOUpYIOIee nelcTBre TocieaHero Ha skcnpeccuto reHoB COJ[ m AIl B nmCThAX
pacTeHHMii M KyJIbTHBHPYEMBIX KieTkax Th. salsuginea. BmepBele mmoka3zaHa paborta
«MPOJIMHOBOTO IMKJIA» IMPU COBMECTHOM JCHCTBUU MPOJMHA C MEPOKCHAOM BOAOPOJA Y
pacTeHuii U KyJIbTUBUPYEMBIX KIIeTOK Th. salsuginea, cymiectBoBaHne KOTOPOTO paHee ObLIO
U3BECTHO ISl KJIIETOK >KMBOTHBIX.

IIpakTnyeckasi 3HaYnMOCTb. [lodydyeHHbIE B pe3ylibTaTe HCCIEAOBAHUN IaHHBIE IO
BJIMSIHUIO TIPOJIMHA HAa (PYHKIIMOHUPOBAHUE aHTUOKCUIAHTHOM 3allIUTHON CUCTEMBbI PaCTeHUHN
U KyJbTUBUPYEMBIX KJIETOK Th. salsuginea B HOpMaibHBIX YCIOBHSX W TPH JICHCTBHU
OKHUCJIMTEJIbHOTO CTpecca MMEIOT CYIIECTBEHHOE 3HAY€HHWE MJIi IOHMMAaHUS MEXaHHU3MOB
KOOPJIMHUPOBAHHOM PEryJIsiiliK KOMIIOHEHTOB 3allIUTHOTO OTBETA PACTUTEILHOIO OpraHn3Ma
B MPOIECCEe peallM3allii aJalTUBHBIX HporpamMMm. OTH (pyHAaMEHTalbHbIE 3HAHUS MOTYT

HUCIIOJIB30BAaThCA B pa3pa60TKe TCXHOJIOTUHN  CO3JdHHA TpPAHCICHHBIX paCTCHI/Iﬁ C



MOBBIIIEHHON YCTOMYMBOCTBIO K a0OMOTHYECKMM CTpeccopaM. Bcsi  COBOKYIHOCTB
TEOPETUUYECKUX OOOOIICHUI U IMOITYYEHHBIX SKCHEPUMEHTAJBHBIX JaHHBIX PabOThl MOXKET
OBITh UCIIOJIB30BaHa B Kypcax JICKIUH JJIsl CTYI€HTOB Onosiornyeckux ¢akyiabteToB BY30B.

Anpodanusi pa6orsl. Pe3ynbraThl paboThl ObUIHM NpeacTaBieHbl HA 14-oi1 [lymuHckon
MEXIYHApOJHON MIKOJe-KOH(GEpPeHIIMH MOJOoJbIX YyueHbIX «buomoruss — nHayka XXI»
(ITymumuo, 2010); Bceepoccuiickom cumnosuyme «Pactennme u crpece (Plants under
Environmental Stress)» (Mocksa, 2010); 15-oit IlymuHCKON MEXIyHApOJIHOM IIKOJIE-
KoH(pepeHuu MoJoabix yueHbix «buonorus — Hayka XXI» (Ilymuno, 2011); VII Coezgne
O®P «Dusmonorusi pacTeHUH - (PyHIaMEHTaIbHAsS OCHOBA AKOJOTHMM W WHHOBAITMOHHBIX
ouotexHosnoruid» (Hwmwkauit Hosropon, 2011); 11(X) MexnyHapoaHoii Boranuueckoii
Kondepenunun monoasix yuensix (Cankr-IletepOypr, 2012); cemuHape MOJOABIX YYEHBIX B
Nucruryte Ppusnonorun pacrenuit um. K.A. Tumupszena (Mocksa, 2013)

Myoaukanuu. [lo Mmatepuanam auccepranuu omyOiauKoBaHO 12 medyaTHBIX padoT, B TOM
YHUCIIe 2 CTaThbU B PELIEH3UPYEMBIX KypHasax.

Crpykrypa u 00bém auccepraumu. Jluccepranus COCTOUT W3 BBeIEHUS, 0030pa
JUTEPATyphl, OMUCAHUS OOBEKTOB M METOJIOB HCCIIECIOBAHUS, H3JIOKEHUS TOTYYEHHBIX
pe3yabTaTOB U UX OOCYKACHHUS, 3aKITFOUCHMSI, BBIBOJOB U CITUCKA IUTUPYEMOU JIUTEPATYPHI.
Marepuansl auccepTaliu  U3J0KeHbl Ha 113 cTpaHuIax MAaIIMHOMUCHOTO TEKCTa U
WUTIOCTpUpoBanbl 5 Tabnumamu u 12 pucynkamu. CHHCOK LUTUPYEMOW JHUTEpaTyphl
BKJIIOYaeT 250 HaMMEHOBaHUM, B T.4. 238 HA THOCTPAHHBIX S3bIKAX.

OBBEKTBHI U METO/JbI NCCJIEJOBAHUS

B kauecTBe 00BEKTOB HCCIICIOBAHMIA NCIIONBL30BaIM 6-HenenbHbie pacTteHus Thellungiella
salsuginea (Pall.) O.E. Schulz (Th. salsuginea) (a3xotun Shandong). CemMeHa mpopaiuBaii B
NEPJIUTE, MOCIIE YEro MPOPOCTKH B BO3paAcTe 3-X HEIENb MNEPEHOCWIM B YCIOBHUS BOJIHOMN
KyJbTypbl. PacTeHus: BhIpaluBaiyu B YCIOBUAX (PUTOTPOHA MPU MHUHEPATHHOM MUTAHUU 10
Kuony ¢ mukposnementamu no Xornanay (pH = 6,0) ¢ 12- yacoBbIM CBETOBBIM NEPUOIOM
nox jgammnamu Philips (F36W/54) npu HHTEHCHBHOCTH CBETOBOTO MOTOKA B juana3zone ®AP
250 £ 50 mxmomb q)OTOHOB/M'Zc'l. Temneparypa Bo3ayxa cocrasisiia 23 £ 5°C u 16 + 5°C

(IeHb/HOYB), OTHOCHUTENbHAS BIAXXHOCTH Bo3ayxa - 55/70% (neHb/HOYB).



BropeiM 00BEKTOM HCCIICIOBaHUS CIIy)KWJIA CYCIICH3UOHHAs KyJIbTypa KJICTOK Th.
salsuginea (sxotun Yakutsk). KyasTypa BeipamuBaiack B cpefe SH (Shenk and Hildebrandt,
1972) B crexygHHBIX KoJI0aX B TemMHOTe mpu Temmeparype 26°C = 1°C u mocTossHHOM
nepememmBanuu. [lepuoa cyOKynbTUBUpOBaHUS cocTaBisl 10 nHEH.

YcaoBusi mpoBeaeHusi onbITOB. B3pocibie pacrenust (6 Hedenb, CTaausi PO3ETKU)
NEPEeHOCUIM Ha TMUTATENbHYIO cpeay ¢ nobasinenueM 0,2; 2; 5 MM mponuna. [lepoxcun
Bogopoaa (500 MkM) HaHOCWIM Ha JIHCThS PACTCHUN M T00ABISIM B MHUTATCIBHYIO CPEIy
KYJIbTUBHPYEMBIX KICTOK. B ciydae coBMecTHOM 00pabOTKH KJIETOK IN VItro B mUTATEIbHYIO
cpeday BHOcWiIM BHadajae 2 MM mponuwH, a 3atem depe3 yac mobasmsum 500 mxM H,0,
KontponeMm ciyxuiid pacTeHus U KyJIbTUBUPYEMbIE KIIETKH, HE MOABEPTHYThIE 00paboTKe.
Yepes 6, 12, 24 4 KyIbTUBUPOBAHUS OTOMPATIN MPOOKI JIUCTHEB JJIS MTOCJIETYIONIETO aHAIH3a.
O6paboTKy KJIETOK MPOBOAMUIN Ha 6-0i1 AeHb KyabTuBUpoBaHus. [lo okoHuaHuUM 00pabOTKU
Matepuall (UKCUPOBAIM JKUJKUM a30ToM U XxpaHwm 1pu -70°C 1o mnpoBeaeHHs
OMOXUMUYECKUX U MOJIEKYJISIPHO-OUOIOTHYECKUX UCCIEIOBAHMIA.

KoanvecTBO KUBBIX KJETOK OLICHUBAIM C MOMONIbIO Kpacutens (enocadpanuna b
(0,2% BoAHBIN PACcTBOP), HE MPOHUKAIOILIETO B KUBBIC KICTKHU.

Onpenesienne coaep:kaHust CBOOOJHOIO MNPOJHMHA B JIMCTBAX PACTeHUH M
KyJbTHBHPYEMbIX KJIETKAaX MPOBOIWIHN 110 MeToay Bates ¢ coasr. (Bates et al., 1973).

Ouenka coaep:xaHusi MajoHOBOro auaabaerunga (MIAA) B JMCTHAX pacTeHHMH H
KYyJbTUBHPYeMbIX KjeTkax. Conepxanne MJIA oneHuBanu cnekTpoPpoTOMETPUUECKUM
METO/JIOM, OCHOBAaHHOM Ha O00pa3oBaHMM OKpalIleHHOro Kkomruiekca MJIA ¢
THOOAPOUTYpPOBOI KHCIOTOM Npu HarpeBanuu (Heath, Packer, 1968).

Omnpenesienne coaep:kKaHusi CBOOOJHOI0 OKCHIIPOJIMHA TPOBOJWIM  METOJIOM
KHUJKOCTHOM  XpOMaTO-MacC-CIIEKTPOMETPUM Ha  Kadeape aHATUTHUYECKOM  XHUMHUU
Xummueckoro dakynperera MI'Y um. M.B. JlIomoHOCOBa.

Omnpenenenne odmeid aktuBHocTH COJl mpoBoawiv Mo METOLy, OCHOBAHHOMY Ha
unru6upoBanun COJ[ (HOTOXMMHYECKOTO BOCCTAHOBJIEHUS HHUTPOCHHETO TETPa3oyus A0
¢dopmazana (Beauchamp, Fridovich, 1971), u Beipakaiu B yCJIOBHBIX €IUHHUIIAX aKTHBHOCTH

CO/l/mr Oenka.



AxTuBHOCTH All onpenensyi cneKTpoPOTOMETPUUECKH IO CKOPOCTH pPa3pyllEHUs
ackopOuHoBoit kuciotel (Nakano, Asada, 1981).

AkTUBHOCTH npojuHaeruaporenasbl (IIAI') onpenensnu cnektpodoTOMETpUIECKH 10
U3MEHECHHUIO KOHIIeHTpalu BocctanoBinernoro HAJT (Mattioni et al., 1997).

HatuBHblil reas-djiaekrpopopes COJl, AIl npoBoawin B MOMUAKPUIAMHUIHOM TeJe
(12% paznenstromuii 1 5% KOHIEHTPUPYIOIIUH) MO cTaHaapTHOM MeToauke Ornstein u Davis
(Ornstein, 1964; Davis, 1964) na npubope «Mini protean 3», (Bio-Rad, CIIIA). Ilpu
MPOBEICHUU Tellb-3JeKTpodope3a 00pasibl BRIPABHUBAIM IO COJAEpKaHUIO Oeika. bemox
OTpENEsUIN METOJAOM, OCHOBAHHOM Ha BOCCTAaHOBJICHMM MEIU TPHU B3aUMOJICHCTBUHU C
OeJKaMH B IEIOYHBIX YCIOBHUSIX B MPUCYTCTBUU OWMITMHXOHWHOBOM KHciIoThl (Smith, 1985).
B kagectBe crammapra ucnons3oBam bCA. Bumsyammszanuro otaenpHbIX u3ohopm COJ]
IPOBOJMIN METOJaMH, MpeaaokeHHbiMu Musanbckum (Miszalski, 1998). Busyamuszaiuio
otnenpHbIX u3ohopMm All mpoBomwin 1o MeToAMKe, mpeiokeHHon Muttiepom (Mittler,
Zilinskas, 1993).

Omnpenenenue Oesika B (epMeHTHBIX npenaparax TPOBOIAIIN
criekTpooToMeTpuuecku ¢ Hucmoiib3oBanueM kpacutens Kymaccn R-250 mo Dceny (Esen,
1978).

Ikcnpeccuo reHoB uszogpopm All, COJ, a Takke TeHOB MeTaboaM3Ma MPOJIMHA
uccinenoBanu merogom OT-IILP ¢ wucnons3oBanueMm crenuUUecKux MpaiMepos,
CKOHCTpYHpOBaHHBIX B mporpammuoii cpeae Vector NTI u AliginX (Invitrogen, CIIA),
nporpammbl Vector NT1 u 6a3er nanaeix Www.ncbi.nlm.nih.gov. Toraneayro PHK Beigensim
kucibiM enomn-xmopodpopmom (Krapp et al., 1993). Ouuctky ot npumecerr JIHK, cunTe3
k/IHK ocymectBnsiiu ¢ ucnosip3oBaHueM (pepMeHTOB U peakTuBOB Gupmbl «Fermentas» mo
npotokony mpousBogutens. Pesymeratel [ILP omenuBamu wmetomoM anektpodopesa
HYKJICMHOBBIX KHUCIOT B 1%-HOM arapo3HoM rejie B MPHUCYTCTBHM OpPOMHCTOTO ATHIUS.
O0paboTKy moy4eHHbIX (hoperpaMmm MPOBOIWIN C TOMOIIIBIO porpammbl GelPro.

[IpencraBieHHbIe JaHHBIE SIBISIOTCS PE3YJIHTATOM TPEX HE3aBHUCHMBIX HKCIIEPUMEHTOB U
MOJIyYeHbl HE MEHEe 4YeM B 3-KpaTHOM OMOJIOTMUECKOW M aHAIUTUYECKOW MOBTOPHOCTSX.

PGSYHBTaTBI, MpcaACTaBJIATOIINC c00010 MaJible BBI60pO'-IHBI€ COBOKYITHOCTH, 06pa6aTBIBaJ'II/I



craructudecku B cpeae Microsoft Excel 2007 u BbIpaxkalin Kak CpeIHIO apHU(PpMETHUCCKYIO

BEJIMYMHY + OIIMOKA CPEHEI BEJIMUUHBI.

PE3YJIBTATBI U UX OBCYXIAEHUE

1. Pazeumue okuciumenvHo2o cmpecca npu 00padonKe nPOAUHOM pacmeHull u
Kyn1omueupyemoix Kiemok Th. salsuginea

AHTHOKCHJIAaHTHAasE poJib NPOJUMHA B TIOCIEJHEE BpeMs HaXOAUT Bce Oosibliee
noateepkacHue B aureparype (Phang, 2009). OnHako, Mao W3BECTHO, YTO MPOMCXOIUT B
KJIETKE, €CITM BHYTPHUKJIETOYHBIM YpPOBEHb MpOJUHA OYyJIeT MCKYCCTBEHHO IMOBBIIICH. B
HayaJle MCCIIEIOBaHUM HEOO0XOAuMO OBUIO  ONpeNeNuTh padouyl0  KOHIIEHTPALUIO
AK30T€HHOTO MPOJIMHA Ui 00pa0O0TKU pacTEHHI M KYJbTHBHPYEMBIX KJIETOK Th. salsuginea.
[Ipu Bcex ucnonb30BaHHBIX KOHLEHTpamusax (ot 0,2 mo 5 MM) oTMe4anoch MOBBIIIIEHUE
BHYTPHUKJIETOYHOTO COJIEP>KaHMsI MPOJMHA B TKAHSAX PACTEHMsI U KIETKAaX CYCIEH3HH, 4YTO
yKa3bIBaeT HAa MHTEHCUBHBIM TpaHCHOPT 3Toro meradonuta. Hapsay ¢ 3TuMm Bo3pacrtano u
comepkanne MJIA — mapkepa pa3BHTHS OKHCIUTEIBLHOTO cTpecca. YeM BbIie OBLIO
BHYTPHUKJIETOYHOE COJEpKaHUE MPOJrHa, TeM Ooibiie 0110 MJIA.

Jlns pacTeHMid U KyJIbTUBUPYEMbIX KiIeTOK Th. salsuginea Oblia BhIOpaHa onTHMajbHAs
KOHIEHTpAIMSI 3K30T€HHOTO MpoJitHAa — 2 MM, mpu KOTOpoW uepe3 64 MPOUCXOAUIO
YBEIIMUEHUE COJIepKaHUs MpOojuHaA mpuMepHo B 2-5 pa3 (¢ 8,21 + 0,53 mo 19,28 + 0,82
MKMOJIB/T CyXOW Macchl JucTheB U ¢ 4,34 £ 0,23 no 23,32 + 1,9 MKMOJB/T CyXOH Macchbl
KYJbTUBUPYEMBIX KJIETOK) U OJJHOBPEMEHHOE YBesMueHue B 2 paza aktuBHoctu 11T (¢ 4,23
+ 0,40 10 9,27 £ 0,82 amons HA JI/(Mr G6enka muH) B mucthsiax u ¢ 7,12 + 0,61 mo 15,21 + 1,04
amons HAJI/(Mr Oenka MUH) B KyJbTUBUPYEMBIX KieTkax). M B JHCTBIX, U B
KyJbTUBUPYEMBIX KJIETKaX YBEJIWYEHUE COAEpKaHud TmpoinmHa U aktuBaums [IJIT
COMPOBOXKIAJIUCH PA3BUTUEM OKHCIUTEIBHOTO CTPECCa, Ha YTO YKa3bIBaJO JIBYKPaTHOE
noBeimeHue coaepxanust MJIA (¢ 22,31 + 1,34 no 46,42 + 2,28 amoss MJIA/T cbipoii Macchl
muctbeB u ¢ 20,61 + 1,05 mo 41,21 + 2,12 amons MJIA/r chipoil Macchl KyJIbTUBUPYEMBIX
KJIETOK). DK30TE€HHBIN MPOJIMH BBI3bIBAJ MOBBIIIEHUE COJIEP>KaHUSI CBOOOIHOTO OKCUIIPOJIMHA
(c 1500 = 100 =r/r ceipoit mMaccel B koHTposie no0 2700 + 180 HI/r cbipoil mMacchl B

HNPUCYTCTBUHU MPOJIMHA).



B kietkax in vitro npu peiictBun 2 MM 3K30T€HHOTO TMPOJIMHA MTPOUCXOIUIIO YBEITMICHUE
aktuBHOCTH COJ] (C 8,72 = 0,58 o 11,45 £+ 0,36 exn. akt./mr 6enka) u All (¢ 10,32 + 0,52 no
23,03 + 1,04 mxmonb ackopOarta/(Mr Oenka MHH)) YK€ B IMEpBbIE Yachl dKcriepuMmeHTa. B
JHMCThAX pacTeHuid Th. salsuginea sk3oreHHbIN MPOJIMH NOBbIMAN 0011y akTuBHOCTE CO/J]
(c 1,17+ 0,21 no 4,17 = 0,26 exn. akt./mr 6enka) u aktuBHOCTh All (¢ 8,24 + 0,57 no 15,08 £
0,53 mxMoJb ackopOara/(Mr 6eKa MUH)).

Takum o6pazom, yBenuuenue coaepkanuss MJIA, noseimenue aktuBHoctu COJl u AIl
yKa3blBa€T Ha MPOOKCHUJAHTHYI (QYHKIWIO TMPOJIMHA B HOPMAJBHBIX  YCIOBHUAX
KyJIbTUBUPOBAHUS KaK PACTCHHIA, TaK U KJIETOK In vitro Th. salsuginea.

2. Pazeumue okucaumenvHozo cmpecca npu 0opadomke nepoKcudom 6000pooa
pacmenui u Kyrsmuesupyemsix kiaemok Th. salsuginea

[lepokcun Bogopoma oOpasyercss B KadecTBe IOOOYHOTO TMPOAYKTa B psjae
OMOXMMUYECKUX PEAKIIMI B KIJIETKE U yAANSETCA MPU B3aUMOJICUCTBUU C ITUPOKUM CHEKTPOM
HU3KOMOJIEKYJISIPHBIX COeAMHEHUH W (pepmeHToB. M3BecTHO, 4TO 00paboTKa pacTeHWl M
KyJbTUBUPYEMBIX KIJIETOK KaK pACTUTENBHOIO, TaK U JKUBOTHOTO TMPOUCXOXKICHHUS
paz0aBneHHbIME pacTBopamu H,O, BBI3BIBaET pa3BUTUE OKHUCIUTEIHHOTO CTpECCa, a TaKkKe
UHAYLHUPYET SKCIIPECCUIO TEHOB M CUHTE3 OEJIKOB, COJIEPKaHNE KOTOPBIX OOBIYHO BO3PACTAET
B cTpeccoBbix ycioBusax (Dat et al., 2000; Bowler, Fluhr, 2000; Foyer, Noctor, 2005). B
CBSA3U C 3TUM MPEJCTABISUIOCHh BAKHBIM CPAaBHUTH MPOOKCHUIAHTHBIA 3((PEKT IK30reHHOTO
NpOJIMHA C OKHUCJIHUTEIbHBIM CTpeccoM, BbI3bIBaeMbIM JeiictBueM H,0O, kak Ha
OpPraHU3MEHHOM, TaK U Ha KJIETOYHOM YPOBHSX.

B omimume oT nMEHCTBUS 3K30T€HHOTO MPOJIMHA, 00pabOTKa JMCThEB pacTeHudd TN.
salsuginea 500 mxM H,0O, BbI3BIBaJla HE3HAYUTEIILHOE YyBEJIWYCHHE cojnepkanus MJIA
TOJILKO JIMIIB Yepe3 cyTku (¢ 42,11 + 1,94 no 52,70 £ 2,01 umone MJIA/T chipoit Macchl).
DTO0, MO HameMy MHEHHMIO, MOTJIO OBITh CBSI3aHO C JOCTaTOYHO J(H(PEKTUBHBIMU W
MHOTOUYUCIICHHBIMH ~ peakuusaMu «aertokcukauumm» HyO, B pacrenusx. OOpaboTka
KyJbTUBUpPYEeMbIX KieTok HpO,, Takke Kak M MPOJMHOM, BbI3bIBaja ObICTPOE MOBBIIICHHE
conepxanust MJIA yxe gepe3 yac (¢ 20,21 £ 1,01 mo 38,44 £ 1,21 amons MJIA/T ceipoit
Macchl), YTO CBHJCTEIHCTBYET O OOJNBIICH BOCIPUMMYHUBOCTH KJIETOK IN VItro, BcienacTBue

6omee ObicTporo noctyrieHus H,O, B KIeTKH.
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[Ipu o6padotke HyO, mpoucxoamno MoBBIITIEHUE COAEPKaHUsI MPOJIMHA: B PaCTEHUIX (C
13,78 + 0,82 o 21,65 + 0,97 MKMOJIB/T CyXOl Macchl) 4epe3 CyTKH, a B KyJIbTUBUPYEMBIX
kietkax (¢ 3,82 £0,23 go 10,20 + 0,63 MKMOJB/T CyXxoi Macchl) uepe3 3 4. O HaKO TOIBKO Y
KJIETOYHOM KYJBTYpPbl OHO COMPOBOXAajoch ObicTpoit aktuBaumen IIAIN (¢ 5,02 £ 0,35 no
10,34 + 0,64 umons HAJl/(Mr Genka mun)). O4YeBHIHO, YTO KYJIbTHUBUPYEMBIC KIIETKH
OKa3zaJiuch 0oJjieeé UYyBCTBUTEIbHBIMU K HW3MEHEHUIO BHYTPUKJIETOYHOW KOHILIEHTpAaIlUU
nponuHa. [Ipu geiictBuu H,O, B pacTeHHsX M KyJIbTHUBUPYEMBIX KJIETKaX OBLIO TaKke
00Hapy’KEHO HE3HAYUTENIbHOE MOBBIIICHUE COIepKaHUs CBOOOJHOTO oKcunporHa (¢ 1500 +
100 ur/r ceipoit maccel 10 2200 + 150r/r ceipoit Maccel). DTH (akThl MOTYT yKa3blBaTh Ha
BOBJICUCHHE MPOJIMHA B JeTokcukanuo H,0,.

O6pabotka H,0O, BbI3bIBasia moBbimieHre o6Omer aktuBHOCTH COJ[ B AUCTRAX K 6-My
gacy (¢ 1,17 = 0,21 no 3,12 = 0,24 en. akt./mr Oenka). B kieTouHoi KynbType HabII01a710Ch
He3HauuTenbHOe mnoBbiieHne aktuBHOcTH COJI (¢ 0,95 + 0,15 mo 1,41 + 0,15 en. akT./mr
oenka). B otiuune ot sk3orenHoro nposnnHa H,O, He BbI3biBaN akTuBanuio All y pactenuil.
B kynpTuUBHpYyeMbIX KileTKaxX akTUBHOCTH All yBennuuBanach uepes yac mociie o0padoTKu
H,0, (c 8,41 = 0,52 no 14,32 + 0,76 mxmonb ackopOaTa/(Mr Oenka MUH)) U 0 3-X 4acoB
COXpaHsjlach Ha YPOBHE, ITPEBBIIIAIOIIEM KOHTPOJIbHBIE 3HAYEHUSI IPUMEPHO B 2 pa3a.

Takum o0Opa3om, JaeicTBUE »HK30reHHbIX mpoiauHa U H,O, BbI3BIBAJIO pa3BUTHE
OKHCIUTEJIBHOTO CTpecca B PACTCHHAX W KYyJbTUBHUPYEMBbIX KieTkax Th. salsuginea.
NHaukaTopaMu  OKHMCIIMTEIIBHOTO CTpecca CIYyKWIM - T[OBblIeHHE YpoBHI MJIA,
OKCHUIPOJIMHA, a TaKKe M3MEHEHHE aKTHBHOCTEW aHTHOKCUIAHTHBIX (pepmenToB — COJl n
AlL

3. Ocobennocmu coemecmnozo oeiicmeusn H,O, u nponuna na pynkyuonuposanue
AHMUOKCUOGHMHOU CUCHEMbL PACI EHUIL U KYIbIMUGUPYemblX Kiemok Th.
salsuginea

[IpoBeneHHoe uccneaOBaHUE BIMSAHHUS 3K30reHHOro npoiuHa u HyO, Ha pacteHus u
KyJIbTUBHpYEMbIC KJIETKH Th. salsuginea BBIABMIO, 4TO 00a STHX BEIIECTBA OKa3bIBAIH
NPOOKCHUIaHTHOE JciicTBhe. Panee ObUIO MOKa3aHO, YTO MPOJUH B coueTanuu ¢ YD-B
oOJy4eHHeM CHWXXall TOBpeXJaroliee JeHCTBUE TMOCIEIHer0 Ha pacTeHus Imasides

(IlamrykoBa u mp., 2008; 2010). B cBsi3u ¢ 3TUM, BaXHO OBUIO MIPOBEPUTH KaK COBMECTHOE
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neiictBue nposmna U HyO, cka3zpiBaeTcs Ha pa3BUTUU OKUCIUTEIBLHOTO CTPECCa B PACTEHUSX
U KyJbTHBHPYEMBIX KJIeTKax Th. salsuginea, a uMEHHO, MPOUCXOIUT JH YCHICHHE WU
CHUKEHHE MOBPEKIAIONIETO AEUCTBUS Ka)XKI0T0 U3 YKa3aHHBIX BEILIECTB.

[Mpu npevicteum H,O, vepe3 3 4 4mciio KUBBIX KJIETOK IN Vitro cocraBmsuio 50%. A
npegoOpaboTka 2 MM MPOJMHOM yBeIWYMBajia KOJIMYECTBO KUBBIX KJIeTOK Ha 15%, 4To
CBUJETEILCTBYET O CHUKEHUU MTOBpexaatoiiero aencteus HyO,.

B skcnepumenrtax c¢ pacrenusimu o6pabotka H,O, BbI3biBajia MOBBILMIEHUE COJEPKaHUE
MJIA B IUCTBAX, B MPUCYTCTBUM K€ MPOJIMHA HAOMIOJAIM CHIDKEHHE cojep:kanue MJIA
yepe3 12 g (1 u — 49,33 £ 1,82; 12 v — 40,11 £ 1,08 uamons MJIA/T cbIpoii Macchel), 4TO
COBITJIAJI0 C JMHAMUKOM MOCTYTIUICHHS TIpojinHa B JaUCThA (¢ 13,78 + 0,82 mo 23,70 £ 0,97
MKMOJIB/T cyxoil macchel). [lpu mob6aBnenuun H,O, B cpeay KyJIbTHBHPOBAHUS KIETOK
MPOUCXONIIO0 yBennueHue nHreHcuBHoCTH 110JI Ha npoTskeHuu Beero akcnepuMenTa. [lpu
coBMecTHOM JedictBun mposuHa u H,O, ypoBenb MJIA Obln HMKE, YeM MpU ACHUCTBUU
Tosbko H,O, 1 TOJIBKO TIpOJHHA.

[Ipu npenBapuTeILHOM BHECEHUH 3K30I€HHOTO MposinHa u 3ateM H,O, BHyTpUKIIETOUHOE
colepKaHUe TMPOJUMHA B JIUCTHSIX M3MEHSJIOCh BOJIHOOOOpPa3HO Ha (OHE CHIDKEHHUS
aktusHoctu 1T (¢ 7,21 £ 0,42 no 2,83 + 0,17 amons HAJI/(Mr Oenka mun)). Kpome Toro,
NPUMEPHO B 2 pa3za yBEIUYHUBAIOCH coaepxkanue okcumnpoiauHa (1o 3100 = 200 Hr/r ceipoit
Macchl). B kynbType kieTok mnpu go06aBieHun npoiauHa coBmectHo ¢ H,O, BHyTpuKIIeTOUHOE
coJiep>KaHue MPOJIMHA YBEIHMUMIOCh B 4 pasa (¢ 3,84 £ 0,23 no 16,85 £ 0,69 MKkMOIB/T CyXou
Mmacchel) Ha (one yBemmuenus aktuBHocTH IIJI" (¢ 5,02 + 0,35 go 15,76 + 0,84 HMOMB
HAJI/(mr Genka MuH)).

CoBmecTHast 00paboTka pactenmii npoauHoM u H,O,, B oTnuyme oT ACUCTBUS TOJIBKO
H,0,, aktuBuposana All (¢ 8,41 £ 0,52 no 12,53 £ 0,81 MmxMoub ackopOaTa/(Mr Oesika MUH)).
VY KyJIbTUBHUPYEMBIX KJIETOK COBMECTHOE JEHCTBHE ABYX YKAa3aHHBIX BELIECTB BbI3BIBAJIO
IUIaBHOE W CTAaOWJIbHOE TOBBIIIEHUE AKTUBHOCTU ASTOro (EepMeHTa, Takke Kak WU IpHU
JeMCTBUM KaXKJOTO BELIECTBA OTAEIBHO.

Takum o0Opazom, coBmecTHOe JeicTBUe mpoiuHa U HyO, He mMoBbIIAIO YPOBEHb
OKHUCJIUTENBHOTO CTpecca, HA00OpOT, MPOJMH CHUXall moBpexaaromee aeiicreue H,O, Ha

pacTeHuss U KyJIbTHBHpYEeMbIe KIETKH Th. salsuginea. DTo mposBIsIOCh KaK B CHUKEHUH
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ypoBHst MJIA, Tak U B yBEJIMUEHUH JIOJIA KUBBIX KJIETOK CYCIIEH3MOHHOM KyJIbTypbl. Kpome
TOTO, MPHUCYTCTBUE SK30T€HHOIO IMPOJIMHA CHIXKalo uHruoupyromui spdexr H,O, Ha
o6mryto aktuBHoCcTh CO/l 1 akTrBUpoBano All.
4. Bauanue npoauna, H,0, u ux coemecmnozo oeiicmeus na uzogpepmenmmuulii
cocmae CO/l u AIl ¢ pacmenusax u Kyibmugupyemulx KiemKkax

Namepsiembie obmue aktuBHocTH COJl m AIl sSBASIIOTCS MHTETpajbHBIM IOKa3aTelieM,
BKJIIOYAIONIMM aKTHUBHOCTh BCEX CylIecTByrommx y Th. salsuginea wusodopm 3Tux
dbepMeHTOB. B CBSI3M ¢ 3TUM OBUIO BaKHO HCCiEeAOBaTh BiIusHUE TposmHa, H,Op m ux
COBMECTHOTO JIEUCTBHSI HA CIIEKTp U akTUBHOCTH n3odopm COJI u Al

C mnoMoIpbl0 HATUBHOTO Telb-3JeKTpodope3a ¢ HCMIOIb30BAHUEM HHTHOUTOPHOTO
aHanmM3a OBbUIO TMOKa3aHO, YTO B JIMCThSIX M KYJIBTUBUPYEMbIX KieTkax Th. salsuginea
npucytcTByoT Tpu m3odopmer COJl: Fe-CO/l, Cu/Zn-CO/1, Mn-CO/.

IMponun axtuBupoBan Cu/Zn-COJ u Fe-COJl u B JUCThIX pACTCHHMA, U B

KyJIbTUBHPYEMBIX KieTkax Th. salsuginea (puc. la, puc. 2a), He Biusisl Ha aKTUBHOCTH MnN-

COJI.

(a) (0) (B)

E 11 - 11 11 -
£ 0 y " 5
=9 9 - g
B <8 § - § -
£S5 6 | 6 -
L | 5 - 5 4
£ <4 3 i
353 : ngéﬁl : |
el S\ B T - P ]
E 0 24 0 24 0 24
Bll enA YK CIIOIIOL, 4 Bll eNA YK CIIO3IIIENT, Bl] enA YK CIIOIINOI, 4

CwiZn-COJ OFe- COO Mn-COJ

Pucynok 1 - U3odepmentrsiii cnextp COJI auctbes Th. salsuginea. a — o6pabotka 2 MM
npoauHoM, 6 — o6padotka 500 MmxkM H,0,, B — coBmecTHOe AeiictBue 2 MM mponuna u 500
MKM HgOz.

[Tepokcua Bomopoja B JUCThAX U KyJIbTHBUPYEMBIX KieTKax (puc. 10, puc. 20) He

OKa3bIBaJI BIUsSHUS Ha akTtuBHOCTH Mn-CO/I, Ho aktuBupoBan Fe-COJ] m Cu/Zn-CO/JI.

Bosmoxno, uzopopmel COJ] akTUBHPOBAIKNCH YK€ BTOPUYHBIMHU CYNEPOKCHApPATUKATIAMH,
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00pa30BaBIIMMHUCS B PE3yJIbTaTe€ OKUCIUTEIHHO-BOCCTAHOBUTEIBHBIX PEAKIIHMi, HAIpUMeED,
denTona mim Xabepa Beiica.
CoBmecTtHoe neictBue nposimHa U HyO, B MHUCTHSAX MOBBINIATIO aKTUBHOCTH TOJIBKO Fe-

COJl (puc. 1B), a B KyJIbTUBUPYEMBIX KJIETKaX 3HAUUTEIbHO akTuBUpoBanio Cu/Zn-COJl u

Fe-CO/I (puc. 2B).

(a) (0) (B)

E
AR 5 2]
8¢ B 7 s

5 g 7 1 ]
8 sl ] 4
£ . 5

3 7 - P o | =
E 2 5 3] 3 v
= H 14 i B I i - m
E U 'l 1 U i T il U '!' \\\\\ T
= 0 24 0 24 0 24
B]] enA YK CIIOIINROL, 9 B]_l eMA YK CIINZHITOL, 1 Bl] eNMA 3K CIIOTHIND,

CwZn-COI QOFe- COT Mn-COJ

Pucynok 2 - U3zopepmentnsiii criektp COJ] kyapTHBHpYeMBbIX KieToK Th. salsuginea. a —
00padoTka 2 MM nponuHOM, 6 — 06padoTka 500 MM H,0,, B — coBMecTHOE neiicTBue 2 MM
npoauHa 1 500 MxM H,0..

[Ipu wuccnenoBanum n3odepmMeHTHOro cocraBa AIl MbI OPHEHTHUPOBAIMCH HA JaHHbBIC,
nojy4deHHeie Ha pacteHusx A. thaliana, O6au3kuM pOJICTBEHHUKOM KOTOPOTO SIBIIsSETCS TN.
salsuginea. Jlns A. thaliana usBecTHO cemb reHOB, Komupyromux wuzopopmbl All, HO
METOJZIOM HATHUBHOTO 3JICKTpoQope3a MPHUCYTCTBUE BceX ceMH n30(opM He TokazaHo. B
JIMCThAX KOHTPOJIbHBIX pacTeHwid Th. salsuginea Obuto OOHApPYKEHO MPUCYTCTBUE JBYX
BBICOKOMOJNIEKYJIsIpHbIX ~ u3oopm  AIl. B cycnensuonHoit  kynbType — 4-x
HU3KOMOJIEKYJISIPHBIX U30(OPM.

[IposivH BBI3BIBAT MOSIBICHUE AKTHBHOCTH JONOJHHUTEIBHBIX HU3KOMOJCKYJISPHBIX
uzopopm AIl B JUCTBSIX W BBICOKOMOJICKYJSIPHOM B KyJbTHBHPYEMBIX KJIETKax Th.

salsuginea (puc. 3). Jleticteue H,O, He BBI3bIBAJIO M3MECHEHUI B M30(DEPMEHTHOM COCTaBE
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AIl B muctesix (puc. 3a), B KyJIbTUBUPYEMBIX KJIETKaX OTMEUEHO WHIHOMpPOBaHUE

HU3KOMOJIEKYJISIPHBIX n30¢opMm (puc. 30).

() (0)

0 24 0 24 0 M e 24 O 244 O

Pucynok 3 - BinusHue nposivHa, NEpOKCHAA BOJOPOJA U UX COBMECTHOIO JACHCTBUS Ha
n3zodepmentHbiid criekTp AIl pacrenwii (a) u KypTUBUpYeMbIX KiieTok (0) Th. salsuginea. 1-
obpabotka 2MM npoiuHOM, 2-00padoTka 500 MkM H,0,, 3-coBmecTHOE AciicTBue 2 MM
npoauHa 1 500 MxM H,0..

[Ipu coBmectHOM nelicTBuM mponmnHa U HyO, B TUCTHSIX MOSBISUIACH aKTUBHOCTH 3-X
JOTIOJTHUTENIbHBIX HU3KOMOJIEKYJISIpHBIX H30OopM C MOJ. Maccoid okojo 67 k/la, B
KYJbTUBUPYEMBIX KJIETKaX — aKTUBUPOBAIUCH 3 HU3KOMOJIEKYJSpHBIE HM30(OPMBI C MOJL.
Maccoil Bbime 67 kJla ¥ mosBIsAIACH JOMOJHUTENbHAs — BBICOKOMOJIEKYJISIpHAs C MOJL
maccoit mpumepHo 140 xJla. Ilepoxcua Bomopoaa B KyJbTHBHPYEMBIX KJIETKax Th.

salsuginea MHrHOMPOBA HU3KOMOJIEKYJISIPHBIC H30(DOPMBI, B TO BPeMsI KaK MPHU COBMECTHOM

nercTeun npoauHa 1 H,O, HX akTHBHOCTH BOCCTaHABIMBAIACh.

5. Bausanue rkzozennozo nponuna, H,0, u ux coemecmnozo oeiicmeusn na sIkcnpeccuro
2€H08, KOOUPYIOUUX U30(OPMbL ACKOPOAMNEPOKCUOA3bL U CYREPOKCUOOUCMYHIA3bL
Brusiaue »sk3orenHoro mposmHa, HyO, M WX CcOBMeCTHOE JEWCTBUE Ha YpPOBEHb
BHYTPHUKJIETOYHOTO MPOJIMHA U aKTUBHOCTH u3opepmentoB COJl u AIl ctumynupoBano Hac
K HU3Y4YEHHIO BOINpOCa — KaK YKa3aHHbIE BEILIECTBA BIMSIOT Ha O3KCIPECCHI0 TEHOB,
koupytomux u3opopmel COJ u Al
Jiis pactenust Th. salsuginea n3BecTHO HECKOJIBKO TeHOB, Koaupyronmx u3odopmsr CO/I:

CSD1 u CSD2 gs Cu/Zn-COJ, FeSD1 u FeSD2 nnsa Fe-CO/I.
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Pucynok 4 - BiusiHue nposnuHa, mepokcuja BOAOPOJia U UX COBMECTHOTO JCHCTBUS Ha
IKCIPECCHI0 TeHOB, koaupyromux uszopopmbl COJ] y pacrenuit Th. salsuginea. a -
00padoTtka 2MM npoauHoM, 0 - 06padoTka 500 MkM H,0,, B - coBmecTHOE neiicTBue 2 MM
nposimHa B 500 MmkMons H,0,.

DOK30TeHHBIA TPOJWH HE W3MEHsUT JKcmpeccuio reHa FeSD1, HO KpaTKOBpeMEHHO
uHaynupoBan skcnpeccuro rena CSD1 (puc. 4a). Dxcnpeccust rera CSD2 ycunmBanach
yepe3 cyTku. CpaBHHBaAsi KApTUHY SKCIPECCHH F€HOB C AaKTUBHOCTBIO OEIKOB, KOJAUPYEMBIX
STUMU TE€HaMH, MOXKHO TMPEANOJOXKHUTh, 4YTO TmposuH Biauser Ha Fe-COJl Ha
MOCTTPAHCIISAIIMOHHOM ypoBHE. YcwieHune skcrnpeccun reHoB CSD1 um CSD2 wa done
nocrossHHOW akTHBHOCTH CU/ZN-COJl MOXeT yKa3blBaTh Ha TO, YTO (PYHKIIMOHHUPOBAHHE
3TOM K30(OpMBI MHAYLUUPYETCS TpU Jerpajalliyd MpOJIMHA, a TaKXe, BO3MOXHO, IMPHU
o0pa3oBaHMM  BTOPUYHBIX  CYNEPOKCHUApPAAMKANIOB. B  KynbTUBHpYEeMBIX  KJIETKax

Ha6moz(anac1> CXOXKasa KapTHHA, 3a UCKIOUYCHUCM OTCYTCTBHUA MHAYKIHH OKCIIPECCHUU I'CHA

CSD2.

16



-
-
=
~
=)}
-
-
=
-

4 4 T 4
‘ T
3, 3 R
N S
i o T
r
5 . Y \ N N N
é. 0 @ T § T & 0 @ : k\ . § 0 @ . k\ = § :
g 0 6 24 0 6 24 0 6 24
E 4 4 7 4 -
-
3 3 - .
E 5 S I By N S N i I 8 N 0 BN S N o N S
E 0 6 24 L] (1) 24 0 (i) 24
E 4 4 4 4
-
E = 3 3 3
% 2 1 2 % 2
=
1 A 1 1
Umﬂln lnln = B
0 6 24 0 6 24 0 6 24
Bl] enMA YK CITOTIINNNT, Bl] eniA YK CITOITITENT, I Bl] eNA YK CITOIEIIT, I

Pucynok 5 - BimsHue nponuHa, nmepokcuia BOAOPOIA U UX COBMECTHOTO JACHMCTBHUS Ha
OKCIIPECCUIO TeHOB, Komupyrooumx wusohopmbl COJl y KydbTHBHPYEMBIX KJIETOK Th.
salsuginea. a - oopadoTka 2MM nposHOM, 6 - 0OpadoTka 500 MxkM H,0,, B - coBMeCTHOE
neiictue 2 MM nposmHa u 500 MkM H,0,.

Anamm3 skcnpeccun reHoB uzopopm COJI mpu aeiictBun H,O, mokazan, 4To B JTUCTHSIX
Th. salsuginea yposenp TpanckpurntoB reHoB CSD1 3aMeTHO MOBBIIIAJICS Yepe3 CyTKH (pHC.
46). Yposenp TpanckpuntoB FeSD1 u CSD2 ocraBajicsi HEM3MEHHBIM, a aKTHBHOCTh CaMMX
uzodopm pepMeHTOB yBennuuBaiach. B KyJbTUBHPYEMBIX KJIETKaX BO3PACTaIO KOJIUYECTBO
tpanckpunToB renoB FeSD1 u CSD1, a yposens TpanckpuntoB rena CSD2 goctoBepHO He
U3MEHSJICA Ha (OHE aKTHUBAITUU U30(POpMBI ATOTO (hepMEHTA.

ITpu coBmectHOM aerictBum nposimHa u H;O, B mucthsax Th. salsuginea naGmronmanach
crabuipHas 3kcnpeccust TeHoB FeSD1 u CSD1. Unaaykmusa sxenpeccun reHa CSD2 Takke,
KaK U MpHU JEHCTBUHU MPOJIMHA, HAUWHAJACh Yepe3 24 4, YTO COOTBETCTBOBAJIO CTAaOUIBLHOM
aktuBHocTH Cu/Zn-COJI. B KyJbTUBHpPYEeMBIX KJICTKaX NPOJIMH coBMecTHO ¢ H,0;
ycwmBai dkcnpeccuto CSD1 u CSD2 uyepes 24 9 (puc. 5B), skcmpeccus FeSD1
HOBBIIIANIACH Yepe3 6 U, YTO TaKkKe COOTBETCTBOBAIO JUHAMMKE aKTUBHOCTEH M30(EepPMEHTOB

(puc. 2B).
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Takum o6pa3om, pu 00paboTke mpoarHoM coBMmecTHO ¢ HyO, B mucthsax Th. salsuginea
coxpansutach wHAyKIMs reHoB CSD1 m CSD2, nabmiomaBmiasics TpU ACHCTBUM TOJBKO
npojuHa. B KyJIbTUBUPYEMBIX KIIETKaX COBMECTHOE JIEWCTBHUE JIBYX BEIIECTB H3MEHSIO
TOJIBKO TMHAMUKY 3Kcripeccun CSD2 1o cpaBHEHUIO € UX JIEUCTBUEM MO-OTAEIbHOCTH.

s A. thaliana usBectHbl cemb u30(popM AlIl ¥ CTONBKO K€ T€HOB, KOJAMPYIOIIUX ITH
Oenku: 1Ba reHa nuTo30iabHoM n3opopmbl APX1 nu APX2, reHsl MUKpOCOMaTbHOU U30(OPMBI
APX3 u APX4, reH XJOpOIUIACTHOM, JIOKaJM30BaHHOM B cTpome, uzodopmbl SAPX, u
TUIaKoua-cBsi3anoi m3odopmer tAPX (Fourcroy et al., 2004; Yoshimura et al., 2000; Keyster
etal., 2011).
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Pucynok 6 - BimsiHue nposnuHa, nmepokcuja BOAOPOJia U UX COBMECTHOTO JCHCTBUS Ha
HKCIPECCHI0 TEHOB, Koaupyomux uzopopmer All y pactenuit Th. salsuginea. a - oopadoTka
2MM mponuHoM, 6 - 06pabotka 500 MkM H,0,, B - coBmecTHOE aeiicTBre 2 MM nposinHa u
500 mxM HgOz.

B xoHTponbHBIX pacTeHusx Th. salsuginea O0buto 00HApyKEHO HAKOIUICHHE MATPHII TPEX

reioB APX1, APX2 u APX4. B kynbTUBHpYyeMBIX KiIeTKax odkcrapeccus APX2 He

oOHapy’KeHa.
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DK30TeHHBIA MPOJIMH B JUCTBSAX BbI3bIBal MHAYKIUI0O APX1 u APX4, HO He M3MEHsI
skcnipeccuto APX2 (puc. 6a). B KynbTUBHpYEMBIX KIIETKaX TAaKXKe MPOUCXOJUIa WHIYKIUS
skcnipeccun APX4, wo ms APX1 orMeuanoch JHilb KpPaTKOBPEMEHHOE MOBBILIEHUE

aKcnpeccuu (puc. 7a).
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Pucynok 7 - BimsiHue nponuHa, mepokcuaa BOAOPOJA U UX COBMECTHOTO JACHCTBUS Ha
OKCIIPECCUIO TEHOB, Koaupyromux u3opopmel AIl B KyJIbTUBHUpYEMBIX KJeTKax Th.
salsuginea. a - oopadoTka 2MM nposmHOM, 6 - 0OpadoTka 500 MxkM H,0,, B - coBMecTHOE
nevicteue 2 MM npoauna u 500 MxM H,0,.

Hlo6asnenne H,0, kak K pacTeHUsIM, TaK ¥ K KyJIbTUBUPYEMbIM KJIETKaM MPHUBOJUIO K
YBEJIMYECHHUIO KOoJudecTBa maTpull reHa APX4, KkoaupyIoero MUKpoCOMalibHy0 U30popMy
All, He uzmensist ypoBHe# TpanckpuntoB APX1.

[Ipu coBmectHoMm neiictBuu mnponuHa U H,O, ypoBHuM TpanckpuntoB renoB APX4 u
APX1 moBbIaJIMCh KaKk B PAaCTCHHU, TaK U B KyJbTHBHUPYEMbBIX KieTkax Th. salsuginea.
Oxcnpeccus reHa APX2 B TUCTBSIX HE U3MEHSIIACH MPU JCHCTBUU 000MX (DAaKTOPOB.

6. Bauanue npoauna, H,0, u ux coemecmnozo oeiicmeus na ykcnpeccuro 2eHo6
Memapoauzma npoauHa
Ycunenue sxcnpeccun reHoB PSCS1 n PSCR otMmeuaetcs, 00bIYHO, B YCIIOBUSX COJIEBOTO

cTpecca y pa3MYHbIX pacTeHud. OJHAKO M3MEHEHHE SKCIPECCHH TeHOB METadoIM3Ma
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npoJintHa B TIIPHUCYTCTBHMUM HCKYCCTBCHHO CO3AaHHOIO C€ro M30BITKA IMPAKTUYICCKU HC

U3y4ayoch.
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Pucynok 8 - BnusHue nposinHa, NEpoOKCHAAa BOJOPOJA U UX COBMECTHOIO JCHCTBUS Ha
AKCIIPECCHIO TEHOB MeTabo0IM3Ma IpOoJIMHA B pacTeHusx Th. salsuginea. a - oopabotka 2MM
nposimHOM, 0 - o6padotka 500 MmxkM H,0,, B - coBmecTHOE neiictBue 2 MM nponuHa u 500

MKM HZOZ-

[Ipu neiicTBUM MPOJIMHA HU B JIUCThSIX, HA B KYJIbTUBUPYEMBIX KIETKaX HE HAOIIOIAIOCh
uHruoupoBanue »skcnpeccun reHoB P5CS1 um PS5CR, komupyromux ¢depMeHTB €ro
ouocunTesa (puc. 8a, 9a). OnHAKO B JHUCTHSIX U B CYCIIEH3MOHHOM KYJbTYype TPAH3UEHTHO

uHAynupoBaiach 3kcnpeccuss reHa PDH, xomupytomero IIJI°, axkTUBHOCTH KOTOpOM
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noBbIanack. Jkcrpeccus reHa PSCDH, komupyromiero depmeHT kaTtaboim3Ma MpoJIvHa,
CHUKAJIaCh TOJIBKO B KYJIbTUBUPYEMBIX KJIETKAX.

[Ipu neiictBun H,0, nabmrogaemoe ycunenue skcnpeccun reHoB P5CS1 u PSCR B
JTUCTBSX (pUC. 80) MpeAlIecTBOBAIO MOBBIILICHUIO COJEpKaHus mposinHa. OaHaKo, HaApsIy C
YCWJIEHHEM JKCIPECCHHM T'eHOB (PEpMEHTOB OMOCHHTE3a MpPOJMHA, HAOII0Jal0Ch YCUJICHHE
skcnpeccuu reHoB (pepmentoB ero aerpagainuu PDH u PSCDH. Caeayer otmeTuTh, 4TO
3HAYUMOTrO TOBBIIEHUS akTUBHOCTH [1/[I" mpu 3TOM HEe mpoucxoauno. B KynbTUBHpPYEMBIX

kieTkax akcrnpeccust reHoB PS5CS1 u PSCR nocToBepHO HE m3MeHsutach (puc. 90).
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Pucynok 9 - BnusiHue nposivHa, IEpoKCcUAa BOJOPOJA U UX COBMECTHOTO JICUCTBUSI Ha
HKCIPECCHI0 TEHOB METa0oJu3Ma MPOJIMHA B KYJIBTHBUPYEMBIX KieTkax Th. salsuginea. a -
00padoTka 2MM npoauHoM, 0 - 06padoTka 500 MmxkM H,0,, B - coBmecTHOE neicTBue 2 MM
nposmmHa B 500 MkM H,0,.
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[ToBeimenne ypoBHs skcnpeccur reHoB PDH u PSCDH npoucxoanio oqHOBPEMEHHO C
axktuBaruert [T (puc. 96). Bo3aMoxHO, CHI)KeHHE YPpOBHsI BHyTpukietrodHoro H,0O, 3a cuer
JETOKCUKAIIMM BBI3BIBAJIO HEOOXOAMMOCTb Jerpajallud MpOJHHA, HMHIYKIHUS CHHTe3a
KoToporo Obina Bei3Bana H,0,.

[Ipu cpaBHUTETHLHOM aHAJIM3€ SKCIPECCHM T'€HOB MeTaboyM3Ma MPOJMHA B YCIOBUSX
COBMECTHOTO JIEUCTBUS IK30I'€HHOTO nposinHa U H,O) MOXHO OTMETUTH YBEJIMUEHHUE YPOBHS
TPAHCKPUIITOB BCEX T€HOB, YUACTBYIONIMX B MeTa0O0JIM3Me NPOJIMHA, KaK B PAaCTEHUSIX, TaK U
B KYJbTUBUPYEMBIX KJETKax. Bo03MOXHO, 3TO cCBsi3aHO C (YHKIMOHUPOBAHUEM
«TPOJIMHOBOIO IUKJIA», PETyJIHPYIOIIEr0 BHYTPUKIETOYHOE COJEpXKaHHe MpOJMHA Ha

onpeaeneaHoM yposHe (Miller, 2009).

3AKJITIOYEHUME

[TponwH — BrOpHYHas MPOTEOTEHHAsT AMHUHOKUCIIOTA, OOJIQJarommiasl psiioM YHUKATbHBIX
cBOMCTB. DepMEHTHI, METAOOIM3UPYIOIIUE TPOJIMH TKaHECTCIM(PUIHBI, UMEIOT pa3HOe
BHYTPUKIICTOYHOE pAacIpeielieHHe U 0COOble MEXaHM3MbI peryisiuu. [IponuH, HapaBHE C
pPacCTBOPUMBIMU  yTJICBOJAMH, IOJIHMAMUHAMH W  JIPYTUMU  HHU3KOMOJEKYJISIPHBIMU
BEIICCTBAMH, YYaCTBYET B 3allUTHOM OTBETE PACTCHHS Ha JCWCTBHE IMHUPOKOTO Kpyra
abnotuueckux crpeccopoB. CTpecc-3aBUCMMOE H3MEHEHHE OMOCHHTE3a M Karadoym3ma
NpOJIMHA TIOKA3aHO Y PAa3IMYHBIX OpPraHm3MoB. Ha oOcCHOBaHWM psiga HCCIEIOBaHUMN
NpeyIo’KeHa THIOTe3a OO0 Yy4YacTHH TPOJIMHA B CHTHAJBHOM KacKaje, MPHBOISIIIEM,
HammpuMep, B KJIETKaX JKUBOTHBIX uepe3 P53-3aBHCHMYIO MHAYKIWIO TPOJMHOKCHIA3bI K
nporpammupyemoii tuoenu kirerok (Hare et al., 1997; Hu et al., 2007). B kierkax pacteHui
U OakTepusX OTOT CUTHAJBHBIM KacKall TNPUBOJUT K 3aMyCKy OCMOPETYJIUPYIOIIETO
MexaHu3ma. OJHAKO JOKa3aTeNbCTB MHOTY(QYHKIIMOHAIBHOCTH TMPOJIMHA HAKOIJICHO
HEJIOCTAaTOYHO U U3BECTHBIE PAOOTHI BBHITIOJHEHBI Ha MOJEIBHBIX PACTEHUSAX, OCHOBHBIM M3
KoTOphIX siBisieTcst A. thaliana, He mposBISIONNIT BEICOKYIO YCTOMYMBOCTh K AOMOTUYECKUM
cTpeccopaM. B cBsi3u ¢ 3TUM OCHOBHOH LI€JbI0 HAcToOsIIEH pabOThl OBLIO HCCIEAOBaHUE
JIBOMHOM pOJIM MPOJIMHA KaK MPOOKCUIAHTA U AHTUOKCUAHTA B PACTEHUU U KYJIbTYPE KIETOK

skcTpeModuTa Th. salsuginea.
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Hecmotpst Ha TO, 4TO HccIeqyeMOe pacTEHUE U KyJbTypa KJIETOK XapaKTEPU30BAIHUCh
BBICOKMM KOHCTUTYTHUBHBIM COJIEpP>KaHHEM IPOJIMHA, €r0 J0OaBlIEHHE B MUTATEIbHYIO CpPEILy
NPUBOJAWIO K Pa3BUTHUIO OKHUCIUTENIBHOTO CTpecCa KaKk Ha KIETOYHOM, Tak M Ha
OPraHU3MEHHOM YPOBHSX, T.€. IPOSIBJIEHUIO UM ITPOOKCUIAHTHBIX CBOMCTB. DTO BBIPAKAIOCH
B yBenuueHuu conepxkanusa MJIA — ocaoBHoro npoaykra [1OJI, a taxxe B aktuBammu CO/J
u All, B yBenuueHun cojaepxaHusi cBOOOAHOr0 OKcuiiposimHa. [IpookcuaaHTHOE AeicTBHE
IIPOJIMHA, OKAa3aHHOE B HAIIIMX SKCIIEPUMEHTAaX HA JINCThSIX PACTCHUS U HA KYJbTHBUPYEMBIX
kierkax Th. salsuginea, a tawke Ha pacrenmsx mandes (Illamykosa, 2009) u B
sKCIIepUMeHTax Apyrux uccienosareieit (Deuschle et al., 2001; Hanson et al., 2008; Miller,
2009), cBseiBator ¢ aktuBammed [IJIIT B P5C-npomuHoBOoM 1ukie. Hapymienue
KOHIICHTPALMH MPOJIMHA B ATO30JI€ MPUBOJIUT, MO-BUAUMOMY, K aKTUBALUHA 3TOr0 LIMKJA 3a
CYET YCUJICHHUsI OKUCIICHHS NPOJIMHA. B 3TOM peakunu, OCylEeCTBISIEMON B MUTOXOHIPUSIX U
katamusupyemon II/II', snekTpoH M THPOTOH OT NPOJIMHA HANPSAMYHK BKIKOYAKOTCA B
JbIXaTenbHyl0 1enb MutoxouHapuit. [Ipu axktuBamuu IIJIIT U30BITOK AIEKTPOHOB MOMKET
HapylaTh OKHUCIUTEIbHO-BOCCTAHOBUTEIBHBIM OalaHC W BhI3BIBaTH oOpasoBanue ADK
(Elthon et al., 1982; Cooper et al., 2008). O6pa3oBaBLIIKIiCS B 3TOM LHUKIE CYHEPOKCHU]
npeBpamiaercs B HyO, B peaknum, karammsupyemoit COJI. Ho, B0O3MOXHO U
He(epMEHTAaTUBHOE O0Opa30BaHHE MEPOKCHJ paauKaia, KOTOPhIM B BOJHOM pacTBOpPE
npespamaerca B H,O,. [locnennnii u sasnsercs nmpuunHo aktuBaunuu All. Kpome Toro,
Ha0J1t0/1aeMOe MOBBIIICHUE COACPXKAHUS CBOOOJHOTO OKCHUIIPOJIMHA MOXKET OBITh CUTHAIOM
JUI YCUJIEHUSI HKCIPECCUU T€HOB, KOAMPYIOIMUX (EepMEHThl OMOCHHTE3a MpOoJuHA. Takum
00pa3zoM, U3 CKa3aHHOTO BHIIIE CIEIYET, 4TO 00pabOTKa MPOJIMHOM B HOPMAIBHBIX YCIOBHUSX
KyJIbTUBUPOBAHUS KaK IIENBIX PACTCHHH, TaK W KJIETOK IN VItr0 BBI3BIBACT CTPECCOBYIO
peakuuio M HapyllaeT OKHCIUTEIbHO-BOCCTAHOBHUTENbHBIM OanaHc. bonee Toro, anamus
OKCIPECCUU TEHOB, KOAUPYIOIIMX (QepMeHThl MeTabonu3ma MpoJIMHA TOKa3ad, YTO
BHYTPHUKJIETOYHBIA IyJI MPOJIMHA JOJDKEH HAaXOOUTHCSA IMOJ CTPOTUM KOHTPOJIEM, KOTOPBIN
OCYIIECTBIISIETCS] HE TOJIbKO HA YPOBHE aKTUBHOCTH (PEPMEHTOB, HO M Ha TPAHCKPUIILIUOHHOM
YPOBHE.

[Ipu cpaBuenun peiictBus nponuHa u HO, okazanoce, uro o00a STH BellecTBa

NeCTBOBAJIM CXOJHBIM O0pa3oM W Ha pacTeHUs M Ha KyJIbTypy KieTok. CXOICTBO
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nposBisuiock B ycuseHuu [1OJ], akTuBanmu Mcciae0BaHHBIX aHTUOKCUAHTHBIX ()EPMEHTOB
u aktuBHOCTEeW m3odopm COJl, m3ameHenun m3odepMeHTHOro coctaBa All u skcmpeccuun
IFEHOB, KOAMpYIOIUX H30GOpMbl  yKa3aHHbIX  (epMeHTOoB. OAHAKO  MOBBILIEHUE
BHYTPHUKJIETOYHOTO COJEpKaHUs MpojuHa Ha (poHe AercTBus >PdeKkTopa OKUCIUTEIHLHOTO
CTpecca CIoCOOCTBOBAJIO BOCCTAaHOBIICGHHUIO PEAOKC-TOMEOCTa3a B KIETKAX PACTEHUU H

CYCIICH3UOHHOU KyJbTyphI Th. salsuginea.

BbIBObI
1. Kymprypa wmerok Th. salsuginea, B OCHOBHOM, IOBTOpPSET 3aKOHOMEPHOCTH
U3MEHCHUI MeTa0oM3Ma U aKKyMYJISIIIMU MPOJIMHA, XapaKTep MPOSBICHUS OKUCIUTEIHLHOTO
cTpecca U 0COOCHHOCTEH (YHKIIMOHMPOBAHUS KOMIIOHCHTOB aHTHOKCHIAHTHOW 3aIIUTHOMN
CHCTEMBI, XapaKTEPHBIX I PACTCHHUM, YTO IMO3BOJIACT WCIOJIb30BaTh €€ Kak YIOOHYIO

MOJCIBbHYIO CUCTEMY JJIA N3YUYCHUS MCXaHU3MOB aJlallTallhuu.

2. OK30T€HHBId TIPOJIMH BBI3BIBAET OKHUCIUTEIBHBIA CTPECC, UYTO MPOSIBIAETCS B
yBennueHuu conaepxkanuss MJIA, noBeimenun aktuBHOocTet COJ u Al m u3MeHeHuu
WHTEHCUBHOCTH JKCIIPECCUU KOAUPYIOMHUX H30(HOpPMBI 3THX (epMEHTOB T'eHOB. [lomyueHHbie
JIAHHBbIC TIO3BOJISIIOT TOBOPUTH O TOM, YTO PEryJAlus MOPOJMHOM AKTHUBHOCTEU
AHTUOKCUJAHTHBIX (DEPMEHTOB MOXKET OBITh pealM30BaHa, KaK Ha TPAHCKPHUIIIMOHHOM

(MOCTTPAHCKPUMIIIMOHHOM), TaK U TOCTTPAHCIISLIUOHHOM YPOBHSIX.

3. [IpoaykTomM OKHCIIEHHS MPOJIMHA B PACTEHUSIX MOXKET ObITh CBOOOIHBIN OKCHUITPOJIMH,
CoJlep’)KaHUE KOTOPOTO YBEIMYHMBAETCA MPUMEPHO BJIBOE B OTBET Ha 00pabOTKYy pacTeHuit

9K30I'CHHBIM IIPOJIMHOM HJIM Ha COBMECTHOC JIeHiCTBUE I[IpOJIMHA U TICPOKCHUAA BOAOPOJAA.

4, HpOOKCI/I,Z[aHTHOG HeﬁCTBHe NpoJinHa CXOOHO C IPOOKCUIAAHTHBIM ﬂeﬁCTBHGM
MEPOKCHUIa BOIAOPOLAA, YTO IIPOABIIACTCS B YBCIUYCHHUHN COICPIKAHUS MI[A, ITOBBIIIICHHUHN

aktuBHocT CO/JI u Al

5. CoBMecTHOE NEWCTBHE MPOJMHA M MEPOKCHAA BOJIOPOJAa HE MPHUBOAUT K PA3BUTHIO
OKHUCJIUTENBHOTO cTpecca. [Ipu aToM oTMeudaeTcst MposiBIeHUE 3alIUTHOTO 3 dekTa nposivHa

B NPHUCYTCTBHMU IICPOKCHAA BOAOPOIA. B IOJIb3Yy 3TOM TOYKH 3pCHUA CBHUACTCIBCTBYCT
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CIIOCOOHOCTh NPOJMHA CHIXKATH cojepkanne MJIA ©u  OJHOBPEMEHHO TMOBBIIIATH
KU3HECTIOCOOHOCTD KYJIbTUBUPYEMBIX KJIETOK B YCIOBHUSX HETATUBHOIO JIEUCTBUS MEPOKCHIA

BOJIOPO/IA.

6. THTEHCUBHOCTH KCIIPECCHH T€HOB, KOAUPYIOMUX (epMeHThl MeTabo0In3Ma MPOJIHHA,
U3MEHSETCS HE TOJBKO IMOJ JACHCTBHEM IMEPOKCHIA BOAOPOJAa M NPOJMHA, HO U IpHU
COBMECTHOM JIEUCTBUU JABYX (PaKTOPOB, UTO YKa3bIBa€T Ha HEOOXOAUMOCTH TMOJIEPKAHUS

ONTHUMAJIBHOTO YPOBHS MPOJIMHA B pe3yibTare GyHKIIMOHUPOBAHUS «IIPOJTMHOBOIO IIUKJIIAY.
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