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Onucanpl MyTH CHUHTE3a MPOJMHA U3 TIyTaMaTa U OPHUTHHA, MPHUBEACHBI CBEACHUS O KITIOUEBBIX
(dbepMeHTax, 3aciiCTBOBAaHHBIX B CHHTE3C M JCTPajalliy MPOJIMHA, WX JIOKAJIU3AlUH B KJIETKaX W
peTyIsAIuu aKTUBHOCTH y pacTteHuid. OOO0OIIEeHH MaHHBIE 00 M3MEHEHHWH COJCpIKaHUS MPOJIMHA B
pacTeHHsAX KaK OTBETHOW peakIMM Ha JEHCTBHE CTPECCOPOB pasznmyHON mpuponsl. IlogpoOHO
paccMOTpeHBl (YHKIIMH MPOJMHA B CTPECCOBBIX YCIOBHAX: OCMOIIPOTEKTOpHAs, IIalepOHHA,
AQHTHOKCHJIAHTHAS, €T0 y4YacTHE B PETYISAIMH IKCIPECCHH TEHOB AaHTHOKCHAAHTHBIX (hEPMEHTOB.
Takxe 0O0CYXHalOTCS NPUYMUHBI TPOOKCHUIAHTHBIX 3(QeKkToB mnponmHa. PaccMoTpeHo yuacTme
CUTHAJIBHBIX M TOPMOHAJIBHBIX IOCPEAHMKOB B TMPOLECCE CTPECC-UHAYLUPOBAHHOIO CHHTE3A
nponuHa. llpoaHanu3upoBaHa CBsI3b MEXIY YCTOMYMBOCTBIO pACTEHHMH K cCTpeccopaM H
COZIEP>KAHUEM IIPOJIMHA.
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Oelicmeaue npoauna, YyCmoudugocms pacmeHull

[Iponuu sBnseTcs OmHMM U3 Haubosee
MHOTO(YHKIIMOHAIBHBIX CTPECCOBBIX MeTaboH-
TOB pacTeHuil. B HacTosiiee BpeMs CUMTAETCs, YTO
MMOMHMMO JaBHO YCTAHOBJICHHOM OCMOIIPOTEKTOP-
HOW ()YHKIIMH, TPOIUH BHIMOJHSAET MIANIEPOHHYIO,
AHTHUOKCHJIAHTHYIO, CHUTHAIBHO-PETYJIATOPHYIO U
npyrue ¢ynkuun  (Szabados, Savoure, 2009;
Carvalho et al., 2013). IIpu gelicTBUU CTPECCOPOB
CO3/Af0TCS YCIIOBUSI JUIsl HanOoJee BBIPaXEHHOTO
NPOSIBIICHHUS yKa3aHHBIX d((EKTOB MpOTUHA. DTa
WMUHOKHCIIOTA BBINIONHSAET W psAn (QyHKIUH, He
CBSI3aHHBIX C aJaNnTallMed pacTeHUd K JEHCTBUIO
ctpeccopoB. Tak, B (PU3HOIOTMYSCKH HOPMAIIbHBIX
YCIIOBUSIX 3HAYMTEIBHOE KOJHUYECTBO IPOJIMHA
TPAHCIIOPTUPYETCSI B PENPOIYKTHBHBIE OpTaHbI
pacrenmii (Mattioli et al., 2009). Hakomnenue
MPOJIMHA CUYMUTACTCS OJHUM M3 Ba)KHBIX CHTHAJIOB
JUis mepexona kK 1Berenuro (Schawacke et al.,
1999). Ota uMUHOKHCIOTa HEOOXOUMA I HOP-
MaJIbHOTO pa3BuUTHs HbUIbIBI U cemsiH (Funck et

al., 2012).

Aopec ons xoppecnonoenyuu: Komynaes HOpuit EBrennesuy,
XapbKOBCKUI HallMOHANBHBIA arpapHbIi YHHBEPCUTET UM.
B.B. [okywaeBa, m/o «Kommynmct-1», Xappkos, 62483,
Vkpauna;

e-mail: plant_biology@mail.ru

HecmoTpsi Ha MHOronleTHee H3ydeHue ¢Gu-
3MOJIOTHYECKUX (PYHKLHMH «CTPECCOBOTO» MPOJIU-
Ha, MHOTHE BOIIPOCHI, CBSI3aHHBIE C €r0 Y4aCTHEM B
aJlanTalMy pacTeHUil K HeOIaronpHsITHBIM YCJIO-
BHSIM, JAJIEKH OT IOJIHOTO BBISICHEHHA. Tak, He sc-
HO, KaK COOTHOCATCSI MEXAy COOOH Mpo- M aHTHU-
OKCcHJIaHTHBIE 3P(EKTHI MpPoMHA, KAKUM 00pa3oM
IIPOJIMH, KaK IPOTEKTOPHBIM AareHT, B3aUMOJEH-
CTBYET C JPYT'MMH 3aIlUTHBIMUA CHCTEMaMH pacTH-
TEJNBHBIX KIETOK, B YaCTHOCTH C (pepMEHTaTHBHBI-
MU aHTHOKCHJAHTaMH, C YE€M CBA3aHO OTCYTCTBHUE
CTaOWJIBHBIX KOPPEISIIMA MEXIy HaKOIUIEHHEM
MPOJIVHA ¥ YCTOWYMBOCTBIO PACTEHMH K CTPECCO-
paMm, Kak B3aWMOJIEHCTBYIOT MEXIy COOOH Cur-
HaJIbHBIE U TOPMOHAJIbHBIE TOCPEIHUKH MIPH PETY-
JSIUHN COAEpKaHMs MPOJIMHA y PACTEHUH B ycIo-
BUSX JIeHCTBUS cTpeccopoB. OOOOIIEHUIO JaHHBIX
JUTEPaATypHl TOCIEIHNX JIET, KOTOPBIE MO3BOJISIOT
XOTs OBl YaCTUYHO OTBETUTH Ha OYEPUEHHBIN KPYT
BOTIPOCOB, ¥ MOCBSIIIEH HACTOSIINNA 0030D.

Cunmes u doezpadayus npoauna

[IponuH B pacTeHUsIX MOXKET CHHTE3UPO-
BaTbCs ABYMs IIYTAMH — M3 IIyTamaTa WU OpHU-
tiHa (puc. 1). CunTaercsd, 4TO CHUHTE3 MPOJIHMHA,
WHJIYUHMPOBaHHbBIA JIENCTBUEM CTPECCOPOB, IIPOUC-
XOJUT B OCHOBHOM I10 TilyTamarHomy mytH (Liang
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Puc. 1. Cunre3 u Aerpaaanus npoJuna (KcnoJib30BaHbl JaHHbIe: Szabados, Savoure, 2009;
Arentson et al., 2012; Liang et al., 2013).

I'® — L-rmyramun-y-docdar; [TAT — y-momyansaerun riryTaMuHOBOM KucnoTsr; [15K — Al-HI/IppOHI/IH-5-Kap6OHOBa$[
kucnora; [K riytamatkuHaza; [P rrytrammidocdarpenaykraza; [15KC A'-mpponnn-5-
kapGokcumarcuntasa; 115KP — Al-nuppomnn-5-kapGokcnnarpenykrasa; OAT — opHHTHH-8-aMHHOTpaHChepasa;
IIAI' — nponusnerunporenasa; KA — Al-rmppom/m-5-Kap60KcnnaT;1em)1poreHa3a; MHT. — MUTOXOHJIPHH; XJI. —
XJIOPOIIIACTHI; ITUT. — ITUTOIUIa3Ma. [10SICHEHHS B TEKCTE.

MOMOIIIBIO 3TOr0 ke (PepMeHTa, QYHKIUOHUPYIO-
IIETO KakK HAJI®H-3aBucumast TIAT -

et al., 2013). KiroueBsiM (epMEHTOM 3TOTO IyTH
1
SIBIISIETCS A -upponnH-5-KapOOKCUIIaTCHHTAa3a

(ITSKC, K® 2.7.2.11.1.2.1.41), kotopas obnanaet
nBoiHON (¢yHkmed. CHagama Omaromapss CBOM-
CTBEHHOW 3TOMY (EpMEHTY Y-TTyTaMHUJIKHHA3HOM
AKTUBHOCTH HPOHMCXOAUT Qocopunuposanue L-
riryramara. Ob6pazyromuics L-rmyramu-y-
dochar (I'd) mnpeBpamaercs 3aTeM B Y-
nosyanbaerua riryraMmuHoBod kucioTsl (ITAIN) ¢

neruaporenasza. [IAI' moaBepraercss CIOHTaHHOM
NUKJIA3AII ¢ 00pa3oBaHHEM Al-nnpponHH-S-
kap6onoBo#t kuciotsl (I15K), koTopas 3aTtem Boc-
CTaHaBJIMBAaETC JI0 TMPOJIMHA C  TOMOIIBIO
HAJI®H-3aBucumoit  A'-nupponus-5-kapGokcu-
nat-penykrassl (IISKP, K® 1.5.1.2).
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[I5KC y GonpmmHCTBa pacTeHU KOAUPYET-
csl ABYMSI TeHaMU U TIPECTaBIeHa COOTBETCTBEHHO
mBymst MonekyisipaeiMu popmamu — IISKC1 un
IT5KC2 (Armengaud et al., 2004). [I5KC1 nokanu-
30BaHa B MHATOILIa3Me W xjoporutactax, [ISKC2 —
tombko B 1uToruiazme (Szekely et al., 2008;
Szabados, Savoure, 2009). CkopocTh CcHHTE3a
MPOJIMHA JIMMUTHPYETCS MMEHHO PEaKIMel, Kara-
msupyemorr  [ISKC  (Szekely et al., 2008;
Szabados, Savoure, 2009). M3BecTHO Takxke, UTO
IMI5KC mopBepraercs MHTMOMPOBAHUIO MPOTUHOM
Kak mpoaykToM peaknuu (Tumenko, 2013).

II5KP y pacTteHuii xonupyeTcs OIHUM re-
HOM H BBISIBJIIEHA KaK B IIUTO30JIE, TAK U B XJIOPO-
mwractax (Verbruggen, Hermans, 2008; Szabados,
Savoure, 2009).

B opuurunoBom nytu [TAT u [15K o6pa3y-
IOTCSI W3 OpHHUTHHA C TIOMOUIBIO OPHUTHH-O-
amuHoTpanchepassr (OAT, KO 2.6.1.13). Dtor
IPOLIECC Yy PACTCHUH MPOUCXOAUT B MHUTOXOHIPU-
sax (Szabados, Savoure, 2009) (puc. 1). Bxuan
OAT B cuHTE3 OpOJMHA A0 CUX MOpP OCTAETCA
OpeIMETOM JAHMCKYCCUHU. BBICKa3bIBalOTCA Oaxe
npenmnonoxeHus, yTo OAT He npuHUMAaeT yJacTus
B CHHTE3€ MPOJIMHA, a SBIACTCS (HEePMEHTOM CHH-
T€3a IPYrux aMHUHOKHCIIOT — aprMHUHA U OPHHUTU-
Ha (I'epacumoBa u nip., 2011). B 10 %e Bpems nme-
€TCsl HeMaJIo CBEJICHH, yKa3bIBAIOIINX Ha y4acTue
OAT B cuHTE3€ MpOJMHA, B T.4. B OTBET Ha JAcH-
crBue crpeccopoB. Tak, y Brassica juncea akrus-
HocTh OAT u conepkaHue TMPOJTUHA TOBBIIIAIKCH
C HapacTaHWEM KOHIIEHTpAlMd COJH B Cpele
(Madan et al., 1995). ¥ Brassica napus skcmpec-
cust OAT akTHBHpOBAJIACH TOJIBKO IPH CHIIBHOM U
MPOAODKUTENBHOM — JACWCTBUM ~ OCMOTHYECKOTO
ctpecca (I'epacumoBa u np., 2011). B ycnmoBmsix
OCMOTHYECKOT0 CTpecca IMOKa3aHO yCUIIEHUE CHH-
Te3a TpaHckpunToB U akTuBHOCTH OAT m y mpo-
poctkoB Arabidopsis thaliana (Sharma, Verslues,
2010). I[TpumeyaTtenbHO, YTO MHIYKIHS JKCIpEC-
cun reHa OAT He HabnroaNack y pacTeHHi, My-
TAHTHBIX MO TE€HY OCHOBHOTO MYTH OHMOCHHTE3a
nponuHa — [I5SKC. B cBa3u ¢ atum npeanonaraer-
Cs, YTO HAKOIUIEHWE TPOJMHA BBHI3BIBAET WHAYK-
o OAT (Sharma, Verslues, 2010; T'epacumoBa u
ap., 2011).

B Hacrosimiee BpeMsi mpeArionaraeTcs, 4To
OAT yuactByet He ToibKkO B cuHTe3e 15K, koTo-
pBIF 3aTeM MpeBpamaeTcs B MPOJIMH, HO U B KOH-
BepTaluK nposinHa B riyramat (Sharma, Verslues,
2010). IIpu 3TOM B JanpHEWIIEM IiIyTamarT OpHH-
TUHOBOTO TIPOMCXOXKIEHHA MOXKET BCTyHaTrh B
CTaHJAPTHBIN IMyTh OMOCHHTE3a MPOJTUHA.

Ecmu CUnUTaTh, 4YTO TiIyTaMaT ABJIACTCA OC-
HOBHBIM HMCTOYHUKOM «CTPECCOBOI0» IIPpOJIMHA,

KOJIMYECTBO KOTOPOTO MOYKET BO3PacTaTh B JIECAT-
KU pa3, TO CTAHOBUTCS TOHATHOM HEOOXOAMMOCTH
CHHTE3a IIPHU CTpecce He TOJBKO NPOJIHHA, HO U
riayTamara. B cBOK ouepens JOCTYMHOCTbH TITyTa-
Mara Ui CHHTe3a IPOJIMHA MPSMO 3aBUCHT OT CH-
CTeMBl (PUKCAIIMM MHHEPAIbHOTO a30Ta PacTeHUS-
mu (Diaz et al., 2010). I'myramat B KIeTKe 00pasy-
eTcsl JAByMs MYTSMH: MPHCOCAMHCHUEM HOHA aM-
MOHHS K O-KETOTJIyTapaTy TiIyTaMaTAerHIporeHa-
30i, a TaKXKe IyTeM IepeHoca TIIIyTaMUH-
OKCOTJIyTapaT aMHHOTpaHc(hepa3oil aMUHOTPYIIITBI
C TIyTaMHHA Ha 0-KETOTJIyTapaT ¢ 0Opa3oBaHUEM
IByX Monekyn riyramata (I'epacumoBa u np.,
2011). B cBoto ouepens rayraMuH oOpasyeTcs Imy-
TEeM MPUCOCTUHEHHS aMMOHUS K TJyTamaTy TIIy-
TaMUHCHHTa30M. Takum oOpa3om, IUIsl AOCTATOY-
HOI'0 HaKOIUICHUSA IPOJIMHAa B OTBET Ha I[eﬁCTBHe
cTpeccopa HeoOXoauMa aKTHUBalus OHOCHHTE3a
rnytamara u ¢pukcain aszota (Diaz et al., 2010). B
psime paboT TPOJEMOHCTPUPOBAHA —AKTHBAIIHS
aMI/IHI/IpyIOHICﬁ AKTUBHOCTH TJyTaMaTACTUApPOre-
Ha3bl U TIyTAMUHCHUHTA3bl B OTBET HA OCMOTHYE-
CKHH CTpecC W YCTAHOBJIEHA CBA3b HAKOIUICHHS
NpPOJIMHA C MHTCHCHUBHOCTBIO (PUKCAIIMK a30Ta (CM.
0030p: ['epacumona u ap., 2011).

B 10 %€ BpeMs HEKOTOpOe yBEJIUYEHHE CO-
JepKaHus MPOJIMHa B OTBET Ha JACHCTBHE CTPECCO-
POB M 3K30T€HHBIX COEAMHEHHMH, MHAYLMPYIOIINX
€ro CHMHTE3, BO3MOXKHO, TO-BHJIMMOMY, U 0e3 mo-
IJIOLEHUST «BHEIIHEro» a3zora. Tak, rmokasaHo Io-
JYTOPaKpaTHOE YBEJINYCHUE COAEPIKAHUS MPOIMHA
B MPOPOCTKAX MIICHUIIBI, HHKyOUPOBABIIUXCS Ha
pacTBOpe caxapo3bl, MOJI BIMSHHEM 3K30T€HHBIX
OUTOKMHUHA W OpaccuHoctepouaa (FOmnames,
2009). B MomompIx pacTeHHSX Tpoca, KOTOphIS
BBIpallBaJId Ha BOJOIPOBOJHOI BOJE, 3aperu-
CTPUPOBAHO TIOBBHIIIEHUE COJAEPKAHUS TPOJIMHA
mpu cojeBoM ctpecce (Baiinep u ap., 2013). Ilo-
BUJMMOMY, BO3MOKEH CHHTE3 OIPEJIEIEHHOTO KO-
JMuecTBa IPOJMHA 3a CUET IepepaclpeieieHus
BHYTPEHHHX UCTOYHHMKOB a30Ta.

Jerpamanus mpoiuHa MPOUCXOAUT B MHUTO-
XOHJPUAX MyTEM IOCIEI0BATEIBLHOIO €r0 OKUCIIE-
Hus nponuHaeruaporeHason (1T, KO 1.5.99.8)
ity [ISK u 3aTeM MUPPOITUH-5-
KapOOKCHIIaTAETUIPOreHa301 (TIKATL, Ko®
1.5.1.12) ao rnyramara (Liang et al., 2013) (puc.
1). IIpu »TOM CKOpPOCTH HAETpajanviil IIPOJTHHA
ompenensercs akruBHocthio ITJ[I" (Liang et al.,
2013). [IAI' cogepXkUT HEKOBAJIEHTHO CBS3aHHBIN
DAJl, KOTOPBI TPUHUMAET AIIEKTPOHBI OT TPOJIH-
Ha, 3aTe€M TMPOUCXOJUT Tepeaada 3JIEKTPOHOB OT
BoccTraHoBieHHOro @A/l k yOMXMHOHY BHYTpPEH-
Hell MeMOpaHbl MHUTOXOHApHI. OOpa3oBaBIIasics
npu okucineHun mnposuHa I[ISK cnonranHo mpe-
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Bpamaetcs B [IAI, a mocrnemuuil OKUCISETCS B
roytamat IIKJIT ¢ yaactuem HAJT' kak akuenropa
anekTpoHoB (Arentson et al., 2012) (puc. 1). T'ny-
TaMaT BXOJUT B 1ukia KpeOca, mpeBpainasch B o-
kerorayrapar. OKucleHHe OJHON Monekymnbl L-
MPOJMHA MOXET NaTh OKoJio 30 3KBHUBAJCHTOB
AT®, noanepxuBas TeM CaMbIM KIETOYHYIO SHEP-
TeTHKY, OCOOCHHO IMPH HEAOCTATKEe IPYTHX SHEp-
reruueckux cyocrparos (Phang et al., 2008; 2010).

VBenuueHne coAepKaHUS TMPOJMHA TIPH
JIEHCTBUH CTPECCOPOB MOXKET OBITH CBSI3aHO C H3-
MEHEHHUSIMH CKOPOCTH €T0 CHHTe3a U KaTabomn3ma
(Tummenko, 2013). Ilpu 3ToM y TAMKOGUTOB U ra-
noutoB 3PPEeKTH MOTYT OBITh CXOXKUMH. Y Ta-
nodwura Thellungiella halophita 3aperucrpuposano
yBenuyeHue conepxkanus tpaHckpunrtoB [ISKC u
IT5KP nocne Bosaeiicteus 300 MM NaCl (Pasro-
KuHA U 1p., 2007). ABTOpHI MONIArarT, 9TO aKTHUB-
HOCTh 9THX ()EPMEHTOB PETYIHPYETCS HE TOIBKO
Ha TPAaHCKPUIIIMOHHOM, HO M Ha MOCTTPaHCKPHII-
[IMOHHOM YPOBHSIX. B IpopocTKax MIEHUIIBI B OT-
BET Ha COJIEBOM CTPECC OTMEYAIOCh IMOBBIIICHUE
aktuBHOocTH [ISKC u OAT (Cyn u ap., 2005). C
JIPYTOl CTOPOHBI, TIOKa3aHO, YTO aKTUBHOCTH (ep-
MeHTa aerpagauunu nponuna I[III" yrueraercsa npu
00€3BOKMBaHUM W JCWCTBHM COJIEBOI'O CTpecca
(Verslues et al., 2007; Sharma, Verslues, 2010) u
aKTUBUPYETCS TIOCIE TpEKpamleHus JeWCTBUS
ctpecc-thakropa (Satoh et al., 2002). B miesom cuu-
TaeTcs, 4YTO YBEIMYEHHE COJCPYKAHUsS MPOJIHHA
MIpH JeWCTBUU CTpecc-(haKTOPOB MPOUCXOIUT Kak
BeiiencTBue ImoBbIIIeHHsT aktuBHOcTH IISKC n
BO3MOXXHO JIpyTUX (DEPMEHTOB CHHTE3a IMPOJIHHA,
TaKk WU BCJIEACTBUE yrHeTeHus aktuBHocTu [IJI0
(Kavi Kishor et al., 2014).

B perymsanuu cuHTE3a IpOIWHA 10 IPUHIIH-
My OOpaTHOW CBS3M NPUHUMAET Y4acTHE U caM
nposuH. Tak, MoKa3aHo, YTO CUHTE3 U aKTUBHOCTh
II5KC naxomuTtcs mox MeTabONHYEeCKUM KOHTPO-
nem nponuHa (Szabados, Savoure, 2009). Taxxe
HaKOIUICHUE TPOJIMHA HWHAYIHUPYET SKCIPECCUIO
renoB [IJII" u IISKJII", uTo ycunuBaer Jierpaaaiuto
npoiuHa (Liang et al., 2013).

H3menenue codepicanus npoauna npu
oelicmeun cmpeccopos

VYBenuueHue CojepKaHus MPOJIMHA B OTBET
Ha JICWCTBUE CTPECCOPOB BBISBICHO HE TOJIBKO Y
pacteHuii, HO W y OakTepuii, MPOCTEUIINX, MOP-
ckux Oecno3BoHOuHBIX (Csonka, 1981; Csonka,
Hanson, 1991; Verbruggen, Hermans, 2008; Liang
et al., 2013). Y HEKOTOpPBIX pPaCTEHHIl 3apErHCTPH-
poBaHO 00Jiee YeM CTOKpPATHOE IIOBBIIICHUE CO-
JIep>KaHUs TPOJIMHA B OTBET HA JIEHCTBUE HeOIaro-
npusitHbiX (axtopos (Liang et al., 2013). Haubo-
Jiee u3y4eH 3ToT 3 deKT mpu aeicTBUM Ha pacTe-

uus 3aconenus (Paek et al., 1988; Misra, Saxena,
2009; Miranda et al., 2014) u 3acyxu (Naidu et al.,
1987; Choudhary et al., 2005; Maesckas, Huxosa-
eBa, 2013). MHOrokpaTHOE yBEIHYEHHE COZIEpIKa-
HUS TIPOJIMHA B JTAHHOM CIIy4ae paccMaTpHBAETCS
KaK KJIACCHYECKUH OCMOIPOTEKTOPHBIN 3 heKT
(Ky3nemnos, Illeskora, 1999). IIpenmonaraercs,
YTO OCMOIPOTEKTOPHOE 3HAYCHHE MOXKET HUMETh
MIPOJIMH U TIPH HAKOIUICHUH B YCJIOBUSX 3aKalllBa-
Hus pacteHuid Kk mopo3y (Yoshiba et al., 1997;
JxaBaauan u np., 2010; Luo et al., 2011; Colton-
Gagnon et al., 2014), mockoabKy mpu 00pa30BaHHK
BHEKJIETOYHOTO JIbJa KJIETKH PACTeHHH IOABepra-
10TCs 00e3BOXKMBaHUIO. Y pactenuii Avena nuda L.
BO3JECHCTBHE HU3KOM MOJOKUTEIBHON TeMIepary-
pBl ¥ TPOMOPAXKMBAHUS BEHI3BIBAIO HAKOIUICHHE
npoauHa (Liu et al., 2013). Veenuuenue coaepxa-
HUS MPOJIMHA TPU XOJIOJIOBOM ajanTaliu 3aperu-
CTpHpOBaHO y pacTtenuii 3emisauku (Luo et al.,
2011).

B To ke BpeMs MOBBINICHHUE COJCPKAHUS
MPOJIMHA TTPOUCXOTUT M TIPU AEHCTBUU (HaKTOPOB,
HE BBI3BIBAIONIUX NPSIMBIX OCMOTHYECKUX 3 hek-
TOB — TspKenbIx MetainioB (Wanget al., 2009; Islam
et al.,, 2009a; Cremnenko u mp., 2011), BBICOKOM
ocBelieHHOCTH | yisTpaduosera (Saradhi et al.,
1995; Katerova et al., 2009), areHTOB OKHCIHTENb-
Horo crpecca (Pamrokuna u ap., 2008; Yang et al.,
2009). Takxe HaKOTUIEHUE MPOJIMHA TPOUCXOIUT B
OTBET Ha MHQHUIMPOBAHUE PACTEHHIH HECOBMECTHU-
MbIMH (aBUpyIIeHTHbIMU) TlaToreHamu (Fabro et
al., 2004). Otu ¢axkTel CBHACTEIBCTBYIOT O BaXkK-
HBIX QYHKIMIX TPOJIMHA, HE CBI3aHHBIX C OCMOpe-
TYJISIUCH KIETOK.

DynKyuu NPOTUHA 8 CIMPECCOBBIX YCII0UAX

[ToMuMO XOpOIIIO M3BECTHOH (PYHKIIMU Kak
WHEpTHOTO coBMmecTrMoro ocmonura (Csonka,
Hanson, 1991; Hare, Cress, 1997), nposiun mpu
JIECTBUM CTPECCOPOB BBHITIONIHSET LEJBIH psifl APY-
THX B3aMMOCBSI3aHHBIX (QYHKIHIA: MeMOpaHOMpO-
TEKTOPHYIO, IIANEPOHHYI0, aHTHOKCHIAHTHYIO, a
TaKKe MPUHUMAET y4yacTHe B PErYJISIIUU SKCIpec-
CHU HEKOTOPBIX TeHOB (puc. 2). B mocnexnne roast
MPOMCXOAUT MHTEHCUBHOE HAKOIUICHUE pe3yibTa-
TOB HUCCIEIOBaHUN Takux (QYHKUMH IpoirHa
(Szabados, Savoure, 2009). B cBs3u ¢ 3tu npen-
CTaBJISICTCS IIETIECOO0Pa3HBIM MOAPOOHEE OCTAHO-
BUTCS Ha MX BKJaJae B ()EHOMEHOJIOTHMIO CTpecc-
MPOTEKTOPHOTO JICHCTBUS MPOJIHHA.

B psine uiccnenoBaHuil Mmoka3aHO MIANEPOH-
HOE JICHCTBHE TIPOJMHA Ha HEKOTOpbIe OeKH.
[IponuH ob6magaeT cmOCOOHOCTHIO MPEAOTBpAIIaTh
oOpa3oBaHHMe arperaToB OEIKOBBIX  MOJIEKYI
(Samuel et al., 2000). TToxa3aHo, 4TO MPOJIHMH 3a-
HIMIIAT M303MM M4-7aKTaT JeruIporeHasbl Mbl-
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Puc. 2. 3amuTHOEe (AHTHOKCHAAHTHOE) JAeliCTBHE NMPOJMHA B PACTUTEIbLHBIX KJIeTKaX. [loscHenus B

TEKCTCE.

HIEYHBIX TKaHEH KPOJIMKA OT JACHATYPaLUH, BbI3bI-
BaeMOM 3aMOpaXUBaHUEM-OTTaUBAaHUEM, NEHCTBH-
€M BBICOKOW TeMIepaTypbl U XUMHUYECKHX arcH-
TOB. ABTOpBI MOJIATAIOT, YTO B OTJIMYHE OT APYTHX
OCMOJIMTOB, TIPOJIMH CTAOWIM3UpyeT (EepMEHT He
TOJIBKO yCWJIMBAsi TUAPATALNIO Oelika, HO TaKkkKe U
MyTeM B3aUMOJEUCTBHUS C JOCTYIHBIMHA THJIPO-
¢oOubIME ero obOmactsamu (Rajendrakumar et al.,
1994).

Takxe BBISIBICHO 3allUTHOE BIUSHUE MPO-
JIMHA HA HUTpATpEeNyKTa3y pacTeHWil puca, moj-
BEPTHYTHIX BO3JIEHCTBHIO OCMOTHYECKOIO CTpecca
u amomuHus (Sharma, Dubey, 2005). Ycranosie-
HO, YTO MPOJIMH iN Vitr0 BOCCTaHABIMBAI aKTHB-
Hocth PHKa3el mpopocTkoB puca mocie aeHaTy-
PHUPYIOIIETo AeUCTBUS HAa apCEeHUTa Ha ATOT OeJIoK
(Mishra, Dubey, 2006).

Kak ornenbHas (yHKUMS B HacTosIIEE Bpe-
MS PacCMaTpHUBAIOTCSl AaHTHOKCHIAAHTHBIE A(PQEKTHI
nposuHa. Tak, PK30r€HHBIA IPOJIMH, YMEHbIIAS
conepkanue akTHBHBIX (opMm kuciopoaa (ADK),
NpefoTBpaIial MPOrpaMMUPYEMYI0 THOEIb My-
TAHTHOTO  TPUOHOTO  TATOreHa  JIFOIEPHEI
Colletotrichum trifolii ¢ mapymenuasiM 06pa3oBa-
HuemM A®K (Chen, Dickman, 2005), yctpassin uH-
OyLIUPYEMYI0 3K30T€HHBIM MEPOKCHIOM BOJIOpOJA
¢parmenTanmio THK 1 rubenb omyxosieBbIX Kiie-
Tok uenoBeka (Krishnan et al., 2008). ITokazano
3alIMUTHOE BIMSHUE NPOJIMHA HAa PACTEHUS B yCJIO-
BUSIX OKUCIIUTEILHOTO CTpecca, BHI3BIBAEMOTO I1a-
pakBarom (Pamrokuna u mp., 2008) u mepokcuaoMm
Bosopofa (CowrHukoBa u ap., 2013). B psine pador
coobmuiaercss 00 yMEHBIIEHHH COJEPXKaHUs IPO-
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IyKTa TepoKcuaHoro okucieHus yumunaos (I10JI)
MaQJIOHOBOT'O AUABJETUIA B PACTUTEIBHBIX TKAHAX
B CTPECCOBBIX YCJIOBHUSX TOJ BIMSHUEM MPOJIMHA
(Alia et al., 1997; Sairam, Srivastava, 2000). B To
JKe BpeMs B KJIIETKaxX JPOXIKEeH ¢ MOHMWKEHHBIM CO-
JepKaHueM MpOJIMHA, O0YCIIOBICHHBIM CBEPXIKC-
npeccuedt IIJII°, TeHepUPOBAIOCH IOBBIILIEHHOE
konnuecteo A®DK (Szabados, Savoure, 2009).
Y CcTaHOBIIEHO, YTO 3K30T€HHBIN MPOJIMH B KOHIICH-
Tpaumu 1 MM cHuman 3¢QeKT MOBBIIIEHUST CO-
JIepKaHus IEPOKCHIa BOJOPOAA B KOPHSIX U mode-
rax IMPOPOCTKOB IILIEHHIBI, BBI3BIBAEMBINA JAEH-
CTBHEM THIIEPTEPMHUH, B TO K€ BpeMs ajlaHUH B Ta-
KOH JK€ KOHIIEHTpAIMK MoJ00HOro 3ddekTa He
nposieisit (Baitnep u np., 2014a).

OpHako MeXaHU3Mbl YMEHBIICHHUS COJAep-
JKaHMS MEPOKCHJIAa BOJOPO/AA U BO3MOXKHO APYTHX
AO®K B KJIeTKax pacTeHUH NOJ BIUSAHUEM HPOJIMHA
OOBSICHUTH JTOBOJIBHO CIOXHO. Ero crpykrypHble
0COOCGHHOCTH Jal0T OCHOBAaHHUSl PaccMaTpHUBaTh
BO3MOKHOCTb MPSAMON MHAKTUBALIUH PaJUKaIbHBIX
¢dopm kucnopona. Tak, MPOIUH MOXET 00pa3OBHI-
BaTh YCTOMYMBBIN paguKai, MOCKOJIBKY COIEPKUT
TPETUUHBIA yriepoaHblii aroM. OOpa3oBaHHE Ta-
KOTO YCTOWYHMBOTO pajfiKajia MPUBOIUT K «TyIIe-
HUIO» WM OOpBIBY Kackajga CBOOOJHOPaIUKAIIb-
HBIX  pEakuil, 3alyCKaeMbIX  CYINEpPOKCHU]-
paaMKanoM, NEPOKCUA-PATUKAIOM WIH THIPOK-
cuin-pagukaiom (Pagroknna u np., 2008). AnTupa-
JIMKaJIbHOE JEHCTBUE MPOJIMHA MPOSBIAIOCH B CH-
creme in VIitro npu peakuuu co cBOOOJHBIM CTa-
OMJILHBIM paluKaioMm 2,2-nudennn-1-
mukpuinraapasuina (Okuma et al., 2004). ITokaza-
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Puc. 3. Bzaumopeiicreue npoauna u A®K (mo: Liang et al., 2013 ¢ usmeHeHusiMu). TTyHKTHPHO# cTpe-
JIKOM 0003HaYeHa MCIUICHHO IIPOUCXOoAsias (1)333 IpeBpaliCHusA. TlosicHeHHNA B TEKCTE.

HO, uTo nipu pH 7-8 cBOOOAHBIN MPOJIMH, a TaKKe
€ro KOHIIEBbIC TPYMIbI B COCTAaBE IMOJIMIENITHIOB,
MOTYT MPSIMO PearupoBaTh C MEPOKCUIOM BOAOPO-
Jla, THUAPOKCHIBHBIM DPagUKaIOM M CHHIJIETHBIM
KHCIIOPOJIOM C 00pa3oBaHHEM CTaOWJIBHBIX CBO-
OOAHBIX pagUKaJOB — AaJAyKTOB IPOU3BOIHBIX
nponuHa u tuapokcunponuHa (Floyd, Zsnagy,
1984; Kaulet al., 2008; Liang et al., 2013) (puc. 3).
B To ke Bpems mpsiMas peakuus MeXIy IepOKCHU-
JIOM BOJIOpOJia M MPOJIMHOM BO3MOXHa IpH JI0-
BOJIbHO BBICOKHMX KOHIIEHTPALUAX TOCIETHETO
(Kumar et al., 2012), 4ro cTaBHUT IOJ COMHEHHE
3HAaYeHUE ITOT0 Mpolecca B KIETKAaX PacTeHUH
(Liang et al., 2013).

Kak otnenpHas mpuiyrHa aHTHOKCUAAHTHOTO
JIECTBUS TIPOJIMHA PAcCMATPUBAETCS €ro CIoco0-
HOCTh CBSI3bIBATh MOHBI METAJUIOB C MEPEMEHHOM
BAJICHTHOCTBIO U TEM CaMbIM OrpPaHUYMBATH HeE-
(hepMeHTaTHBHBIE CBOOOIHOPAIMKAIBHBIE MPOIIEC-
cel (Liang et al., 2013).

EcrecTBEHHO, UTO IN VIVO aHTHOKCHIAHTHBIE
3¢ dexThl MPOTUHA MOTYT OTJIIMYATHCS OT €ro JIek-
CTBHSI B HMCKYCCTBEHHOW cucteme. In Vivo mpen-
CTaBIISIETCS BeChMa BEPOSTHBIM KOCBEHHOE aHTH-
OKCHJIAHTHOE JCHUCTBHE MPOJHUHA B CTPECCOBBIX
YCIIOBHUAX, CBA3aHHOE C €ro MIANepPOHHBIM 3 deK-
TOM B OTHOIIEHHWH aHTHOKCHIAHTHBIX (DepPMEHTOB

(puc. 2).

B kynbTypax KJIeTOK MOKa3aHO MOBBIINICHHE
9K30T€HHBIM MPOJIMHOM aKTUBHOCTH PAJa aHTHOK-
CHUJIAHTHBIX (PEpMEHTOB NMpH ACHCTBHM 3aCOJICHUS
(Hoque et al., 2008), nonos xammus (Islam et al.,
2009a, 2009b), areHTOB OKHCIHMTEIHHOTO CTpecca
(Chen, Dickman, 2005). ITpu Takux yciaoBusIX BbI-
SBJICHO MOJOKUTENIFHOE ACHCTBHE MPOJIMHA Ha Cy-
nepokcuaaucmytazy (COJl), katanasy, GpepmMeHTbI
acKkopOaT-TIyTaTHOHOBOTO LUKJIa (Chen,
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Dickman, 2005; Islam et al., 2009a). O6paboTka
pacTeHU AK30T€HHBIM HPOJIMHOM B YCIOBHSX CO-
JICBOT'O CTpECCa CTa6I/IJII/131/IpOBaJIa ITyJ1 BOCCTAaHOB-
JICHHOI'O I''TyTaTHOHA W BbI3bIBajla IMOBBIIICHHUC aK-
TUBHOCTHU I'TYTaTUOHIIEPOKCHUIA3BI U FJ'IyTaTI/IOH-S-
tpancdepassl (Hoque et al., 2008).

OnHaKO pa3HOCTOPOHHEE ACHCTBUE IPOIUHA
Ha TMPO-/aHTUOKCUJAHTHBIA OaJlaHC MOXKET II0-
pasHOMY CKa3bIBaThCS HAa aKTHBHOCTH aHTHOKCHU-
JaHTHBIX (epMeHToB. Tak, MoKa3zaHO, 4YTO y MY-
TaHTOB apadujornicrca P5CSl, oTiHYarommMXCcs Io-
HIDKEHHBIMH ~ AKTHBHOCTBIO  A-IHpponmH-5-
KapOOKCHIIATCUHTA3bl W COJCP)KaHHEM IIPOJIHHA,
AKTUBHOCTH KaTaja3bl M TIBAasKOJIEPOKCHIA3bl B
YCIIOBUSIX COJIGBOTO CTpecca ObLia BBINIE, YeM Yy
pactenuii qukoro Tma. OJHAKO 3TH K€ MYyTaHTHI
OTIMYAIIUCh TOHWKEHHOW AKTUBHOCTBIO JPYrux
aHTHOKCHIAHTHBIX (epmentoB — CO/, ackop-
OaTnepokcuasbl, TITyTaTUOHPEAYKTa3bl W TIyTa-
THOH-S-TpaHCc(epa3bl — B YCIOBUSIX COJIEBOTO
ctpecca (Szekely et al., 2008). ABTopsI monaraior,
YTO TPH HEJOCTaTKE MPOJIUHA, KOTOPHIH MOXKET
BBITIOJTHATh (PYHKIIMM MOJIEKYJISIPHOTO IIANepoHa,
B PAaCTEHUSX NPOUCXOIWIN OKUCIUTEIbHBIE IO-
BPEKICHUS YKa3aHHBIX ()epPMEHTOB.

C npyro# CTOpOHBI, TPaHCT€HHBIE BOAOPOC-
au (Siripornadulsil et al., 2002) u pactenus Tabaka
(Hong et al., 2000), cBepXdKCIpPECCHPYIOIIHE
I[I5KC m HakamivBaroIHe IOBBIIICHHOE KOJIWYeE-
CTBO TIPOJIMHA MIPU JICHCTBHUHU TSDKEIIBIX METAIIIOB U
3aCOJIEHUS, OTIMYAINCh MEHBIIMMHU TeHepamuen
CBOOOJHBIX PagUKalOB U O0pa30BaHUEM IMPOAYK-
toB I10JI, HO GonpImIMM conepKaHWeM BOCCTAHOB-
JIEHHOTO TIIyTaTHOHA.

B NOoCJICAHUEC TOJAbl MOJYUYCHBI CBCACHUA O
BO3MOKHOCTH BOBJICUCHUA NPOJIMHA B PETYIIALUIO
AKTUBHOCTU M JSKCHPCCCHUU T'CHOB AHTHUOKCHUAAHT-
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HBIX QepmeHToB (puc. 2). Tak, mokazaHo, 4TO K-
30T€HHBIN MIPOJIMH CHUMAJ MHIMOUPYIOLIee BIIUS-
aue UV-B o6mydenuss Ha OOIIyl0 aKkTHBHOCTH
COH y pacrennit mandes (Pamtoxuna u ap.,
2011). IIpu >TOM MO BIUSHUEM IIPOJIMHA Ha DIICK-
TpodoperpamMmax MOABISUIUCH JIBE JOINOJHHUTEINb-
HbIEe MOJIeKyJsipHbIe popmbl Fe-CO/l, XoTst HHTEH-
CHUBHOCTH TPAHCKPHUIILIUN COOTBETCTBYIOLIETO reHa
HE HM3MEHsIach. ABTOpBI IOJIATalOT, YTO AKTUB-
Hocth Fe-CO/] mpu UV-B obnyuennn u geiicteun
9K30TE€HHOTO MPOJIMHA PeTyIupyeTcsl Ha cyOcTpart-
HOM (QJUIOCTEpUYECKOM) YpOBHE, a HE Ha YpOBHE
u3MeHeHus skcupeccun FSD rena. Bosee Toro,
MOSIBJICHWE AKTHUBHOCTEH IBYX HOBBIX H303MMOB
aToro ¢epMeHTa npu Aericteuu nposuHa u UV-B
0o0ny4eHHns pacTeHWH MOXKET OBITh CBS3aHO C aK-
TUBaIMel uXx JareHTHbIX dopMm (PamtokuHa u mp.,
2011). C gpyro#i cTopoHbI, 100aBICHHE DK30TCH-
HOTO MPOJIMHA B MATATEeNbHYIO cpeny Ha hoHe UV-
B o0irygeHust conmpoBOXIaIOCh CHHKEHHEM KOITH-
yecTBa TpaHckpuntoB reHoB CSD u MSD, a takxe
MHTMOMPOBAaHUEM  CTUMYJIMPYIOIIETO  BIMSHUS
yabTpaduosnera Ha akTuBHOCTE Cu/Zn-CO/I. B TO
ke Bpems non Biusiauem UV-B u nponuHa akTHB-
Hocth MN-CO/] cymiecTBeHHO HE H3MeHsuiach. Ta-
kuM obOpaszom, UV-B B coderanunm ¢ mpoamHOM
BBI3BIBAIN TUPPEPECHINAIBHYIO PETYISIHUI0 aK-
tuBHOCTH Qopm COJl, noKanM3oBaHHBIX B pas-
JIMYHBIX KJIETOYHBIX KoMnapTMeHTax (PantoknHa u
np., 2011). Ilo MHEHHIO aBTOPOB, B OCHOBE AH(]-
(epeHIMaNbHON PEeryJsui aKTHBHOCTH Ppa3iiny-
HBIX (opM QepMeHTa JEKUT HMHTEHCUBHOCTD
OKHCIIMTENBHOTO CTpecca, KOTopas XapakTepHa
JUTSL K2XKJIOTO U3 KJIIETOYHBIX KOMIIAPTMEHTOB.

Ha kynpTHBHpyeMBIX KIeTKax raiodura
Thellungiella salsuginea moka3ano TmOBBIIIEHNE
aktuBHoctn COJl u ackopOatnepokcuaasbl Mo/
BiausgHueM 2 win 5 MM mponuHa (COIHUKOBA U
np., 2013), 9T0 aBTOPHI CBS3BIBAIOT C MPOOOKCHU-
JAHTHBIM JIEHCTBHUEM TPOJHHA, OOYCIOBIEHHBIM
akTuBanueit nox ero BuusiaueM 1A u ycunenuem
obpaszoBanns ADK B 3MeKTPOH-TPAHCIIOPTHOH 1ie-
M MUTOXOHJIPUH.

y TpaHCc(HOPMHUPOBAHHBIX TUOpPUIOB
rpedndpyra U MOHIUPYCa, ACPEKTHBIX 110 CUHTE3Y
TI5KC, oTmedanack ycuiaeHHasl SKCIPECCUSI TEHOB
pasHbix ¢opMm ackopbarnepokcuaassl, Fe-CO/,
Mn-CO/] 1 XJI0pOTUTaCTHOM TIIyTaTHOHPEIYKTa3bl
B (PM3MOJOTUYECKH HOPMAIBHBIX YCJIOBUSAX U TPHU
BomHoM ctpecce (Carvalho et al., 2013). MoxHo
1oJlarath, 4TO B JIAHHOM CJIydae MPOJIUH JICHCTBY-
€T KaK HeraTHUBHBIA PETyJSTOP SKCHPECCUH T'€HOB
AHTHUOKCHJAHTHBIX ()EPMEHTOB.

Kak YKa3bIBaJIOCh BBLIIIC, 9K30Tr¢HHBIN npo-
JIUH B OTHOCUTEILHO HHU3KOM KOHICHTpanuun (1
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MM) cHuMan 3(QeKT YBENWYECHHUS COAEPIKAHUS
HEepOKCHUIa BOAOPOAA B KOPHSIX IPOPOCTKOB IIIIIE-
HUIBI, BBI3BIBAEMBIII KPAaTKOBPEMEHHBIM 3aKalld-
BatomuM mporpeBoMm (Baiinep u ap., 2014a). Ha
ATOW JK€ MOJEIH TOKa3aHo, 4To 00paboTKa Mpo-
poctkoB 1 MM NpOJMHOM HUBEJIUPOBAJIA U BBI3bI-
BacMOE 3aKaJMBaHUEM TOBBIIICHUE AKTUBHOCTH
aHTHOKCHIAHTHBIX (epmentoB — CO/, ackop-
OaTmepoKcHUIa3bl M TBasIKONIIIepoKcHaasbl (BaitHep
u 1p., 20146). B 1o e Bpems mpu oOpaboTKe mpo-
poctkoB 1 MM anaHMHOM MOAOOHBIX 3PPEKTOB HE
Ha0JIF01aI0Ch.

B koHTekcTe yHOMSHYTBIX (DEHOMEHOB Clie-
IyeT OTMETHTb CPAaBHUTEIbHBIC HCCIECIOBAHUS
(GyHKIIOHUpOBaHUS (pepMeHTaTHBHOW U Hedep-
MEHTAaTUBHON (BKJIIOYAIOIICH IPOJIMH) aHTHOKCH-
JAHTHBIX CHCTEM PAcCTEHUH TajoQuTOB M TIHMKO-
¢utoB, nposenennsie H.JI. PamioknHO# M coaBT.
(2007). ABTOpamm MOKa3aHO, YTO B OCHOBE BBICO-
Koii coneycroitunBoctr Tanodurta Thellungiella
salsuginea JseXuT ero CrIocOOHOCTH K CTpecc-
3aBUCMMOMY HaKOIUICHHIO TpoJiuHa. B To ke Bpe-
Mms y pacrenuii Plantago major, xapakrepusyto-
muxcst 0ojlee HU3KOW YCTOWYHMBOCTBIO K 3acolie-
HHUIO, HE OOHapY)XKMBaJIOCh BBICOKOI'O KOHCTHUTY-
TUBHOTO U CTPECC-WHAYIIMPOBAHHOTO YPOBHS MPO-
JIMHA, HO OHU OTJIMYAJINCH BBICOKOW KOHCTHTYTHUB-
Holl akTuBHOCTBEO COJl. HBIMM cliOBaMU, MEXIY
coziepykaHueM IpoiinHa U akTuBHOCThI0O CO/JI mpo-
SBISUTMCH PEUMIPOKHBIe oTHomIeHus (PamoknHa u
np., 2007). IToznHee mogoOHBIE B3aMMOOTHOIICHHUS
MEXJy COJepKaHUEeM IPOJIMHA M aKTUBHOCTHIO
COJl ObuM TOKa3aHBl Ha psfe OPYTUX AMKOpac-
Tymux Bun0B pacrenuit (Kapramos u mp., 2008), a
taroke y copros mmenuip (Yang et al., 2011).

Hapsity ¢ BO3MOXHBIM BIIMSITHUEM Ha JKC-
NPECCUI0 TEHOB M aKTHBHOCTh aHTHOKCHJIAHTHBIX
(epMEHTOB TIPOJIMH MOXKET y4acTBOBATh B PETYIIsi-
IIMA OKHCIIUTEIEHO-BOCCTAHOBUTEIBHOTO OanaHca
KJIETOK  HyTeM  HM3MEHEHHs  COOTHOIICHHS
HAJI®H/HAJId (Szabados, Savoure, 2009) (puc.
2). Ussectno (Foyer, Shigeoka, 2011), uto B
CTPECCOBBIX YCIIOBUSIX, HANpUMep NpH JICHCTBHH
3aCyXH, 3aCOJICHUsI, BBICOKUX TEMIIepaTyp, MpOUC-
xoauT orpanndyenue uxcanuu CO,, BeiencTsue
gyero nmyn HAJI®H pacxonyercs cnabo, uto yBe-
JMYMBACT BEPOATHOCTh «yTEUKNW» B poTocucTeme |
AMEKTPOHA OT (eppelOKCHHA K MOJIEKYISPHOMY
kuciopoay B peakuuu Menepa (Mehler):

202 + 2Fdred — 202.7 + 2Fd0x-

®otocucrema Il paccmarpuBaercs B Kade-
CTB€ OCHOBHOI'O HCTOYHHKA CHHIJICTHOI'O KHCJIO-
pona. OH oOpasyeTtcs B pe3yJbTaTe Iepexoa XJjo-
podumia P680 B TpUILIETHOE COCTOSIHHE B peak-
uoHHbIX HeHTpax ®C Il u/unu B cBeTOCOOMparo-
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Puc. 4. O6pazoBanue APK B MuTOXOHApPHUSX ¢ yuyacTueM nmposuna (mo: Liang et al., 2013 ¢ u3me-

HCHUSAMHU U IlOl'lOJ'IHeHI/IHMI/I).

meM KoMIuiekce. BeposiTHocTh 00pa3oBaHuUs CHH-
TJIETHOTO KHCJIOPOJa TaKKe YBEIWYHBACTCS IPH
HEPEBOCCTAHOBICHHOCTH 3JIEKTPOH-TPAHCIIOPTHOU
LUEMH B pe3ysbTaTe MOTJIOMICHUS CBETa BBICOKOM
WHTCHCUBHOCTA WM JEWCTBHUs IPYTHUX CTpecc-
¢axropoB (Kpecnasckuii u nip., 2012).

AxTuBanms OMOCHHTE3a MPOJIMHA B XJIOPO-
IJIacTax B CTPECCOBBIX YCIOBHUSIX YCHIIMBAET pac-
xon HAJI®H u yBenuunBaeT KOITUIECTBO HAI[CD+,
KOTOPBIA MOKET OBITh HCIIONB30BAH B KauecTBE
aKIerrTopa AJIeKTPOHOB. TakuM 00pa3oM, CHHTE3
MPOJINHA, CHUXasl COOTHOIIICHUE
HAJI®OH/HAJI®®, MoxkeT cmoco6CTBOBATh MO-
JNEPKaHUIO TIOTOKAa AJIEKTPOHOB B  AIIEKTPOH-
TPAHCTIOPTHBIX IETSIX XJIOPOIUIACTOB, CTaOWIH3H-
pOBaTh OKHCIHMTEIbHO-BOCCTAHOBUTEIbHBIN  Oa-
JaHC W YMEHbIIATh (OTOMHTUOWPOBAHHE W TIO-
BpexieHus (hoTocuHTeTHYecKoro anmapara (Hare,
Cress, 1997). V pacrtenuii cou, TpaHchopmupo-
BaHHBIX aHTUCMEICIOBEIM TeHoM IISKP, ormeua-
JIOCh TOPMOKEHHE CHUHTE3a IMPOJIMHA, YBEINYEHHE
coorHomenuss HAJIOH/HAJI®® u nossimieHne
YYBCTBHUTEIBHOCTH (DOTOCHHTETHYECKOTO arapa-
Ta K 3acyxe. HampoTus, n30bITOYHAST 3KCIIPECCUs
reHa IISKP BeI3pIBana yBenuueHHe coaep)KaHus
HAJI®" ¥ NoBBIIEHHE YCTOWYMBOCTH pacTEHHUI
(De Rondeet al., 2004).

Kak dbyaknmro, onocpeoBaHHO CBS3aHHYIO
C 3aIIMTHBIMUA 3P PEeKTaMH MPOJIMHA, MOXHO pac-
CMaTpuBaTh €ro OKHUCIEHUE B MHUTOXOHAPHUAX C
yuactueM I u IIKJI'. B aTom cinydae mpoJiuH
YBEIUYHMBAECT BOCCTAHOBUTEIBHBIN MOTEHIIUAT MU-
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TOXOHIPHUIl U TaKMM 00pa3oM MOXKET CIOCOOCTBO-
BaThb JHEProCHAOKEHUIO KIIETOK, YTO OCOOCHHO
BakHO B moctcTpeccossiii mepuoa (Kavi Kishor et
al., 2005).

C npyroii cTOpOHBI, KaK YK€ YIOMHUHAIOCH,
KaTaboJIM3M TPOJIMHA B MUTOXOHJIPUSX MOXKET BbI-
3pIBath ycuienue obpazosanus ADK (Miller et al.,
2009) (puc. 4). Y pacrenwuii apabugorcuca npu pe-
aKIUM CBEPXUYYBCTBUTEIBHOCTH Ha HHQUIMPOBa-
HUE aBUPYJIEHTHBIMH TIaTOTeHaMu (Hampumep,
Pseudomonas syringe) HakoruieHHe MPOJHHA CO-
MPOBOXKJIAIOCH TIOCHEMYIOIIUM yCHUJICHHEM DKC-
npeccur reda IIJII', moOBBIIIEHUEM aKTUBHOCTU
3TOro (pepMEeHTa W, KaK CIEJCTBUE, YBEITUICHUEM
konuuectBa II5K (Cecchini et al., 2011). B coue-
tannu ¢ ADK TI5K mMokeT GyHKIIMOHUPOBATH Kak
TPUITEP PEAaKIHH CBEPXUYBCTBHTEIBHOCTH H
arronto3a (Deuschleet al., 2004; Fabro et al.,
2004).

B wmemom mpennonaraercs, 4ro Omaromaps
crocobHocTH Kak cBs3biBarh ADK, Tak m ycmin-
BaTh MX 00pa30BaHUE MPOJIMH MOXKET OBITH 3a/1eH-
ctBoBad B ADK-curnanmunre (Szabados, Savoure,
2009).

Cuznanvhole u 2OPDMOHAIbHblIE nocpednuku,
yuacmeymwuiue 6 unoykuuu CUHme3a npojiuna

MexaHnU3MBl CHUTHAJIU3AIlUH, C IOMOIIBIO
KOTOPBLIX MPOHUCXOAWUT HWHAYUHUPOBAHHUE CHUHTE3a
MPOJIMHA TPU JEWCTBUU HAa PAaCTEHHUS aOMOTH4e-
CKHX CTPEccCOpoB (B MEPBYIO ouepeiab, 00e3BOXKU-
BaHMSI W 3aCOJICHHS) BKJIIOYAIOT B ce0si aOCIm30-
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Bylo kucioty (ABK), wonsr kampiusa, ADPK wu,
BO3MOXHO, APYT'H€ CUTHAIBHBIE U FOPMOHAJIbHbIE
mocpenavku (Liang et al., 2013).

W3MeHeHne KaJbLKEBOIO TOMEOCTa3a SIBIIS-
eTcs OAHOW M3 Hanboyiee paHHUX PEaKUHi pacTte-
HUU Ha JEUCTBUE CTPECCOPOB PA3IMYHON IPUPOLBI
(Penfield, 2008). MmeeTcs Hemalio CBeACHHM 00
AKTUBALMU TOCTYIUICHHUS KajbLKsi B KJIETKU pac-
TEHUI TpPH OCMOTHYECKOM U COJIEBOM CTpeccax
(Knight et al., 1997; 1998). Tak, B oTBeT Ha AeH-
CTBHE HAa IPOPOCTKH apaOuporcuca MaHHUTOJIA,
BBI3BIBAIONIETO O0E3BOKMBAHUE KIIETOK, KOHIICH-
Tpauus LUTO30bHOTO Kaiblug Bo3pactana ot 0,1
mo 1,65 mxM (Knight et al., 1997). Takoit a¢dekr
HHUBEJIUPOBAJICSI NOHAMHU JIAHTaHA, OJOKUPYIOIIUMH
KaJIbI[MEeBbIE KaHAJIBI.

3HayeHue KalblUsl B CHHTE3E MPOJIHMHA Yy
pacTeHHi M3yd4ajoch Ha pa3HbIX 00bekTax. [loka-
3amHa crocobHocTs Ca’’ yCHIMBATE HAKOILICHHE
MPOJIMHA B TIPOPOCTKAX KJIEBepa MPH OCMOTHYE-
ckoM ctpecce (Zhang et al., 2002), B mpopocTkax
apabuzoncuca B YCIOBHAX HATPUH-XIOPUIHOTO
3aconenus (Ma, Zhao, 2006). Mnentudneie pe-
3yJBTaThl TOJYYEHBl U TIPU JEHCTBUHM CONU Kallb-
st Ha cestaipl Casuarina equisetifolia, moxsepr-
HyThIe 3acyxe (Liang et al., 2004).

Ha apabunoricuce OpLIO MOKa3aHO YrHETe-
HUe dKcrpeccun TeHa AtS5PCt, KoTopelil kKoaupyer
A'-muponuH-5-KapBOKCHIATCHHTETa3y, PH 00pa-
6oTke pacTeHuii conbto anTaHa wim DI TA nepen
ocmortudeckuM cTtpeccom (Knight et al., 1997).
DTO CBHIIETEIBCTBYET O PO KaJbIUS B MHIYITH-
POBaHMH CHHTE3a MPOJIMHA B OTBET HA 00E3BOIKH-
BaHME. AHTaroHUCTHl KaJblUS TaKXKe YTHETaIN
BBI3BIBAEMOE JIEHCTBUEM XJIOpHW/A HATPHs HAKOI-
aenue npoauHa y ranogwura Nitraria tangutorum
Bobr. (Yang at al., 2013). B neobxoaumoM st
CHHTE3a NPOJIMHA YBEJIMYCHNH KOHICHTPAIUHU LU~
To3ompHOro Ca’*, [I0-BUJIUMOMY, Y4aCTBYET HHO-
sutoaTrpudocdar, ocBoOOkKaaeMbIii U3 MeMOpaH-
HBIX pochonmununos Gocdonunazoii C, HOCKOIBKY
CTpEeCC-MHIYIPYEMOE HAKOIUICHHE TpOJIWHA Y
pacTeHuii yrHeTaloch WHrUOUTOpPOM (ocdomuma-
361 C U73122 (Tuteja, Sopory, 2008).

C apyroif CTOpPOHBI, Ha MpUMepe ranopuTa
Thellungiella halophila ¢ ucnonezoBanuem uHru-
ouropa ¢ochonunazsr C U73122 mokazaHo, 4TO
9TOT ()EPMEHT MOXKET BBICTYNATh KaK B POJH IIO-
JIO)KUTEIBHOTO PEryJsiTopa HAKOIUICHUS TPOJIMHA
npu cuibHOM (400 MM NaCl) crpeccoBom Bo3zaeit-
CTBHH, TaK U B Ka4eCTBE OTPHUIIATEIILHOTO PeryJisi-
TOpa COJIep)KaHHUsS ATOH UMHUHOKHCIOTHI B OTCYT-
CTBHE CTPECCOBOIO BO3/CHCTBHS WJIM IPHU clabom
(200 MM NaCl) comeBom crpecce (Ghars et al.,
2008; 2012).
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[TO3UTHBHBIM  PEryJSTOPOM  COJCPIKAHHS
MPOJIMHA B YCIOBHUSAX KECTKOTO COJIEBOTO HIIU OC-
MOTHYEeCKOro cTpecca y raiodura Thellungiella
halophila napsay ¢ dochonumnazoii C MOXKeT BbI-
crynate ¢ochommmaza D. Hakomnenne mponmHa
IIPH CHJIILHOM CTpeccoBoM Bo3zeicTBuu (400 MM
NaCl unu 400 MM MaHUTOJI) YTHETaJIoCh OyTaHO-
noM-1 — uHrHOUTOpOM 3aBHcHMOrO OT (hocdonu-
ma3el D oOpazoBanms (dochaTuaHON KHUCIOTHI
(Ghars et al., 2012). Kak ¢ocdonmmaza C, Tak u
¢dochonunaza D, 3aneficTBOBaHbI B pETyJISIMN CO-
JIepKaHusl IUTO30JBHOTO KalbIus. B cBoro ode-
pellb KalbIMEBbIA CUTHANl TepeaaeTcsl K TpaH-
ckpunt-pakropy MYB2 ¢ yuactuem CaM4 xainsb-
MOJyJIMHA, YTO TPUBOAUT K aKTUBALUH CHHTE3a
ITI5KC1 (Yoo et al., 2005).

Eme ogHUM CHTHaIBHBIM TOCPETHUKOM, 3a-
NEWCTBOBAHHBIM B TPOIECCAX HHAYIHUPOBAHHS
CHHTE3a MPOJIMHA, MOXKET OBITh TIEPOKCH] BOJIOPO-
na. B knetkax xamurycHoO# KynbTypbl ranodura N.
tangutorum B otBet Ha neiictBue NaCl mpoucxo-
JUIIO TIOBBIIICHUE COJACPIKAHUS MEPOKCHIA BOIO-
pona u mposnuua (Yang at al., 2013). O6pabotka
KynbTyphbl ckaBemxepom H,0, mumermntuomode-
BuHOW ([IMTM) mpensTcTBOBaJIa HAKOTUICHUIO
IMpoJiInHa W TOBBIIICHUIO AKTHUBHOCTHU OpHI/ITI/IH'5'
aMmuHOTpaHc(hepassl — OTHOTO U3 KIFOUYEBBIX (ep-
MEHTOB OpPHHTHHOBOTO MYTH CHHTE3a IPOJIMHA
(Yang at al., 2013).

OpHUM U3 OCHOBHBIX (DEPMEHTATUBHBIX HC-
TOYHHKOB aKTHBHBIX (opMm kuciopoga (ADK) y
pactennii  sBisiercsi HAJI®H-okcumasza  (Sagi,
Fluhr, 2006; T'nsabko u 1p., 2009). ITokazaHo, 4To
WHIyIIUPYEMOE COJIEBBIM CTPECCOM 00pa3oBaHUE
AO®OK y pacrenuit apabuimonuca MPOUCXOIHIO C
y4acTHeM 3TOro GpepMeHTa U MoJaBIsIOCh €ro UH-
rubutopom mudenmnennogonnymom (Leshem et
al., 2007). OO6paboTka pacTeHUil HHTHOUTOPOM
HAJI®H-okcuaasel cCHMKANA U UX COJEYCTOWYH-
BOCTb.

[IpenoOpaboTka TPOPOCTKOB Tpoca CKa-
BEHXEPOM Iepokcuaa Boxopoaa JMTM win uH-
ruouropom HAJIOH-okcuaazsl ”MUIa30JI0M CHU-
Majia Kak BbI3bIBAEMOE COJIEBBIM CTPECCOM IOBHI-
HIEHHE COJEp)KaHUs MEPOKCHAA BOJOpOJa B pac-
TEHHUSX TPOoca, TaK W HAKOIUIEHWE MPOJIMHA B JIH-
ctesx (Baitaep u ap., 2013). B cBs3u ¢ 3TUM MOX-
HO IOJIaraTh, YTO HWHAYUUPOBAHHE HAKOIUICHUS
IIPOJIMHA IIPU COJIEBOM CTPECCE ONOCPENOBAHO 3a-
BucuMbiM OT HAJI®H-okcuaassl HaKOIUICHHEM
MEpPOKCHIA BOJOPOAA KaK CUTHAJIBHOIO MOCPEAHHU-
Ka. YBEIUYECHHE COJEP KAHMSI MTPOJIMHA B PACTCHU-
sax nox aercreueM ADK MoxkeT ObITH CBA3aHO C
WX BIMSHHEM Ha KOMIUIEKC (EpMEHTOB, 3aJICii-
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CTBOBAHHEIX B €ro CHHTE3€, B yacTHOCTH Ha IISKC
(Verslues et al., 2007).

VYBenuueHue cojepxkaHus MPOJIMHA B KOJIe-
ONTWJISIX TIIEHUIBI HHIYIIHPOBAJIOCH 00paOOTKON
nepokcugoM Bomopona (Komymaes u ap., 2005).
Takxe mepoKCHIl BOAOPOA BBI3BIBAT HAKOIUICHUC
NPOJIMHA B KOJEONTHISIX M KOPHSX HWHTAKTHBIX
MPOPOCTKOB KYKYPY3bl, IPU 3TOM OTMEYAIIOCh 0~
BBIIICHUE aKTUBHOCTHU U 3Kcnpeccuu reHa [ISKC u
cumwkenne aktuBHoctu IIJAT (Yang et al., 2009).
OTUMH ke aBTOPaMU OTMEUYEHO MOBBINICHUE IO
nevicteuem  H,O,  akTHBHOCTH  OpHUTHUH-O-
amMuHOTpaHc(epassl W TIyTaMaTACTHIPOTCHA3bI,
TaKXe MPUIACTHBIX K CHHTE3Y TPOJIHHA.

Haxormienne mposivHa B PacTeHUSX MOXKET
OBITH MHAYIIUPOBAHO W IEHCTBHEM DK30TE€HHOU ca-
JTUIAIOBON KUCIOTHL. Takoi 3 deKT, B 4acTHOCTH,
OBUI MONTy4YeH Ha MPOPOCTKAxX MIeHHUIbl. 1x obpa-
00TKa CaTMIMIOBONW KHCJIOTOH BBI3bIBAJIA HAKOII-
JICHHE TIEPOKCHUIA BOAOPOA U MOBBIIIEHUE COOEp-
JKaHUs MPOJIMHA B TUCTHIX U KopHAX (Komymnaes Ta
iH., 2007). IIpu 3ToMm Ha (oHE coneBoro crpecca,
KOTOPBIM caM 1o cebe MOBBIIIal COAEP)KaHUE MPO-
JIMHA B TKaHIX, OTMEYANIOCh JIOMOJHHUTEILHOE €T0
yBEeIIMUEHHE B BapHaHTax C NpeaoOpadoTKoil ca-
JUIAIOBON KHCIOTOM. MOXKHO Tonarate, 9ro 3¢-
(EeKT MOBBILICHUS CATTMIIMIOBONW KHCIOTOH cofep-
’)KaHus mposinHa omocpenoBad ADK, MOCKONBKY
OH yrHeTtasicsi 00pabOTKOH MPOPOCTKOB aHTHOKCHU-
nmaaToM uoHosoM (Komynaes Ta iH., 2007).

B nmucThsx deueBUIBI OTMEYAIOCh yBeIHde-
HUE COJEpXaHUS MPOJWHA TOJ BIUSHUEM 3K30-
FeHHOW CAIMIIIOBOU KUCIOTHL. OHO MOXKET OBITH
CBA3aHO C mNOBBIINICHHMEM akTuBHOCTH IISKP m
cumkenreM aktuBHoctu IIJII (Misra, Saxena,
2009).

[loBbllIEHHE KOIMYECTBA MPOJIUHA B TKAHAX
pacTeHUN MPOUCXOMUT WU TPU HHPHUIMPOBAHUU
pacTeHul aBUPYJIEHTHBIMH HaToreHamu. B sTom
CiIy4yae HAKOIUICHHUIO MPOJIMHA MPEIIECTBYET yBe-
JINYEHUE COJIEPKAHUA CAIUIWIOBOM KHUCIOTHI H
A®K u mocnemyromas akKTHBAITAS KCITPECCUH Te-
Ha [15KC2 (Fabro et al., 2004).

NmeroTcs cBeneHMs, YTO HAKOIJIEHHE IPO-
JMHA MOXET OBbITh HWHIYLMPOBAHO M APYTHM
ctpeccoBbiM (utoropmornom — ABK. Ilpu stom
IMOCPCIAHUKOM B TPAHCAYKHOHWU CUTHAJIA, BbI3bIBA-
roiero skcnpeccun reHa [15SKC, taxxke sBisoTCA
A®K (Verslues et al., 2007).

Becbma HeonHO3HAa4YHBI CBEACHUS 00 yda-
cTH OpacCHHOCTEPOMIOB Kak 0cCO0Oro Kiacca
CTPECCOBBIX (PUTOTOPMOHOB B PETYJISIIIMHA COZIEP-
JKaHUS NPOJIMHA. Y PacTEHUH COPro MoJ BIUSHUEM
OpaccHHOCTEPONIOB  YCTAaHOBJIEHO IOBBIIIEHUE
COZIepKaHUs NPOJIMHA B YCIOBUSAX BOJHOIO CTpEC-
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ca (Vardhini, Rao, 2003). Ha pacrenusx orypua
(TTycroBoiiToBa u ap., 2001), puca (Ozdemir et al.,
2004) u mpopoctkax mmenuis! (FOmmames, 2009)
BBISIBJICHO TIOBBIIICHHUE COJICP)KAaHHS MPOJIHMHA MPH
00paboTke OpaccHMHOCTEpOUIaMU 0€3 JEeHCTBHS
ctpeccopoB. OpHako y pacteHwid mnepua 24-
AMUOPACCHHOIM]] CHIKAJl HAKOIICHUE MPOJIMHA B
ycnoBusx 3acoienus (Houimli et al., 2010). Ilo-
XO0XHE PEe3yNbTaThl MOMYYEeHbl M HAa HU3IIHX —
Spirulina platensis (Saygideger et al., 2008).

YV apabumorncuca dK30TeHHBII OpaccHHOCTE-
POUA MHTHOMPOBAT SKCIPECCHIO T€Ha OCHOBHOTO
n3odepmenta [ISKC u He BIMsI Ha oOpa3oBaHUE
tpauckpurrros ITJII" (Abraham et al., 2003). Taxke
24-31nOpacCUHONM TIOJABISI aKTHBAIHIO DKC-
npeccun reda [15KC, BeI3pIBaeMyto CBETOM, 3aCO-
JIEHUEM U AeUCTBUEM aOCII30BON KHUCIOTHI.

Takum 00pa3oM, CBelleHHs O BIMUsHUH Opac-
CHHOCTEPOUJIOB Ha COJEp)KaHWE IPOJIMHA BEChMa
npoTuBopeunBbie. He nckimoueHo, uro 3tu a¢dek-
Thl BO MHOI'OM 3aBUCAT OT BHUJIOBBIX (FCHCTI/I‘IC-
CKHX) OCOOCHHOCTEH PacTEHHIA.

B 11e110M MOXHO TOBOPUTH 00 Y4acTUH IIH-
POKOTO CIEKTpa CUTHAJIBHBIX W TOPMOHATBHBIX
MOCPETHUKOB, 3aJIciCTBOBAHHBIX B PETYJISAIUH
SKCIPECCUM T'€HOB, KOHTPOJHUPYIOIIMX COACpIKa-
Hue nponuHa. Cpenn HUX 0co0oe 3HaueHHe, TOo-
BAIUMOMY, UMEIOT HOHBI Kanbimsa, ADK, adbcum-
30Bast ¥ CATUIIAIOBAS] KUCIOTEL.

Cywiecmgyem nu 6436 mercoy ycmouuu-
60CHIbIO PACMERUIL U COOEPICAHUEM nPOAUHa?

HecmoTpss Ha MHOTOYHCICHHBIE (DaKTHI,
CBUJICTENILCTBYIOIIME O TOJMH(PYHKIIMOHATIBHOM
POJIM TIPOJIUHA Y PACTCHUHN B CTPECCOBBIX YCIOBHU-
SIX, CBEJICHHS O CBS3M MEXJy COJCpPIKaHHEM MpO-
JIMHA B PacTEHMSIX U UX YCTOMYUBOCTHIO K JI€Hl-
CTBHIO a0MOTHYECKUX CTPECCOPOB AAJIEKO HEOHO-
3HauHbL. Tak, coodmiaercss 00 OTCYTCTBHHM KOppe-
JSIUA MEXJIY COJepKaHHeM IpOJIMHA M CcoJie-
ycrorunBocThio siumeHs (Chen et al.,, 2007;
Widodo et al., 2009). Myrantsl apabuzponcuca,
OTJIMYAIOIIMeCs TOBBIIIEHHON 4YyBCTBUTEIHHO-
cteio K 3aconenmio (Liu, Zhu, 1997) u xomomy
(Xin, Browse, 1998), umenu BHICOKOE CO/ICPIKAHHE
nposiHa. Y XOJIOJO0yCTOWYMBOrO T'€HOTHIIA puca
IIPY HOPMAJILHOM M ITOHM>KEHHOU TeMIlepaType co-
Nep>KaHre TMPOJIMHA B JIMCTHSIX W Toberax ObLIO
HIDKe, 4eM y HeycroiunBoro (Aghaee et al., 2011).

B TO Xe Bpems XOJOJOBOE 3aKaJHBaHHE
PACTCHUI IIICHUIBI BHI3BIBAJIO TIOBBIIICHUE CO-
JIepKaHus IPOJIMHA B JIUCTBAX, OTOT 3pdeKT y Mo-
PO30yCTOHYHMBOIO 03UMOT0 copTa ObLI 0OJice BbI-
pPaXXCHHBIM IO CPaBHEHUIO ¢ SpoBbIM ([[)kaBannan
u ap., 2010). Y Gonee x0J010yCTORYNBOTO TeHO-
TUTA 3EMIITHUKH OTMEUYeHO 0ojiee BBICOKOE CO-
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JIepKaHKe TIPOJIMHA TPU XOJIONOBOH aJamTallvy,
KOTOpOE COYETAJIOCh C MEHBIIUM MPOSBICHUEM
OKHCIHUTENBHBIX ToBpexaenuii (Luo et al., 2011).
VY pacTeHUil pKU M TPUTHKAIE, OTIMYAIOLIMXCS
0ombIIel MOPO30YCTOWYMBOCTHIO TIO CPABHEHHIO C
pacTeHUsIMHU TIIEHHIIBI, 3apErUCTPUPOBAHO Ooliee
BBICOKOE COJICP)KaHUE MPOJIMHA B MEPUOJ] Mepe3u-
MoBKH B moJeBbix ycnoBusx (ITomopres, 2013).
[Mokazana TNONOXUTENbHAS KOPPEISIIUS  MEXKITY
COJICp)KaHUEM TIPOJIMHA U 33aCyXOyCTOWYMBOCTHIO
coptos puca (Choudhary et al., 2005).

3HaueHHUe MPOJIMHA Kak (haKTopa, BaKHOTO
JUISl BBDKMBaHHS TIPH JICHCTBHU CTPECCOPOB, yla-
JOCh TOATBEPIUTh M B JKCIHEPHMEHTaX C TPaHC-
TeHHBIMH pacTeHusiMH. Hampumep, pacteHus Ta-
Oaka, AKCIIPECCUPYIOIIHE I15KC Vigna
aconitifolia, makarumuBamu B 10-18 pa3 Gosbiie
NpOJIMHA TI0 CPAaBHEHHUIO C KOHTPOJIBHBIMH pacTe-
HUSAMH ¥ XapaKTepPH30BAJIHCh BBICOKOH colle-
ycroiunBocThio (TutoB u np., 2003). ¥V TpaHncren-
HBIX pacTeHWi Kaprodens, Hecymux reH [ISKC
apaluioncuca, 0TMEYaloCch MOBBIIICHHOE COJEp-
JKaHUE TPOJIMHA W TPOSBISIIACH BBICOKAs COJie-
YCTOHYMBOCTB, TOT/IA KaK Y KOHTPOJIBHBIX pacTe-
HUH B YCJOBHSX 3aCOJICHHS 3HAYUTENBHO Tajaia
ypoxaitnocts (Komonsokuas u ap., 2009).

Ha pactenusx tabaka ObUIO MOKa3aHO, YTO
akcrpeccust TpanchopmupoBannoro rena I[1SKC
NPUBOJIWIIA K TIOBBIIICHUIO YCTOWYMBOCTH pacTe-
HUI HE TOJBKO K OCMOTHYECKOMY CTPECCY, HO H K
Hu3kuM  Temreparypam (Konstantinova et al.,

2002).

OTCyTCTBHE CBSI3U MEXIYy COJEp>KaHUEM
NPOJIMHA U YCTOMYMBOCTBIO PACTEHHH K TE€M WJIH
MHBIM CTpeccopam, IoKa3aHHOe B psae paboT, Mo-
JKET ObITh OOYCIIOBJICHO CIEIU(UKON HMX ajanTa-
1IUU, CBs3aHHOU ¢ Ooiyiee 3¢ dekTuBHOIN paboToi
OPYTUX  CTPECC-NIPOTEKTOPHBIX  MEXaHH3MOB,
Hanpumep, (GEPMEHTATUBHONH aHTHOKCHJIAHTHOMN
CUCTeMBbl W (WJIM) HAKOIUIEHHEM JpPYTUX COBMeE-
CTHMBIX OCMOJIUTOB (B YacTHOCTH, caxapos). Ciie-
IyeT OTMETUTh, YTO BO MHOTHX paboTax 3aperu-
CTPUPOBAHO HAKOIUIEHHE TMPOJIMHA MPH JOCTATOU-
HO JKECTKHX cTpeccoBbiX BozaehcTBuax (Kyszne-
1os, IllessikoBa, 1999). Tak, Ha mpopocTKax mie-
HUIIBI TTOKA3aHO, YTO COJEpPKaHHE MPOJMHA MOCIIe
TEIUIOBOTO W OCMOTHYECKOTO 3aKaJMBaHHUH CyIIe-
CTBEHHO HE M3MEHSIOCh, HO YBEIMYMBAJIOCh B 3a-
KaJCHHBIX 00pa3lax Mocie MOBPEXKIAOIINX BO3-
nevicteuit (O003HBIH U ap., 2013). [Ipumedarens-
HO, YTO HaKOIJIEHWE MpPOJHMHA B YCIOBMSX AEH-
CTBUS OCMOTHYECKOTO IIIOKAa HHAYLUPOBAIOCH
MIPEIBAPUTEIHHBIM  3aKAJIMBAIOIINM TPOTPEBOM,
YTO CBHJIETEIBCTBYET 00 Y4acCTHU 3TOTO COCIAHHE-
HUS B pa3BUTUH NEPEKPECTHON YCTOMYMBOCTH pac-
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TEHUH K yKa3aHHBIM cTpeccopaM. Takum oOpa3om,
JUTSL WCTIONB30BAHUS COJAEP)KAaHWS TPOJIMHA Kak
OMOXMMHUYECKOTO MapKepa YCTOWYHMBOCTH pacTe-
HUH, TO-BUANMOMY, HEOOXOIUM KOPPEKTHBIA BBI-
00p CHIIBI CTPECCOBOTO BO3ACUCTBHUS, a TAKXKE yUET
SBIIEHUN  (QYHKIMOHAIFHOTO  B3aMMOACWUCTBUS
MPOJIMHA C APYTMMH CTPECC-MIPOTEKTOPHBIMU CH-
CTeMaMH, B YaCTHOCTH, C aHTHOKcUaaHTHoU (Luo
et al., 2011). OmHako CpaBHHUTENBHBIX HCCIIENOBA-
HUW Takoro B3aMMOJCHCTBUS Yy COPTOB M BHUJIOB
KYJIBTYPHBIX PACTCHUN, OTIMYAIOIIUXCS IO YCTOM-
YUBOCTHU K CTpeccopam, MmoKa HeJJOCTaTOYHO.

3aknwuenue

[IponuH sBAsSIETCS WMHHOKHCIIOTOH, code-
Taronieil B cebe QyHKIUHN CTPECCOBOIO METabOoIIH-
Ta ¥ COCTMHEHHMS, 33/ICHICTBOBAaHHOTO B PETYIISLIHN
KJIETOYHBIX TIpoleccoB. [IpoinH B pacTeHHIX MO-
JKCT CHUHTE3UPOBATLCA U3 IJiyTaMaTa U OpHUTHHA.
CunTaercs, 4To CHHTE3 NPOJIMHA, WHIYyIUPOBAH-
HBIIl ACHCTBHEM CTPECCOPOB, MPOUCXOAUT B OC-
HOBHOM IO TJIyTamMatHoMy nyTH. KitoueBsiM ¢ep-
MEHTOM 9TOr0 IyTH sBIsAeTcs A'-IHppomHH-5-
KapOOKCHJIATCHHTA3a, JIOKAJM30BaHHAs B IUTO-
asMe W XxjoporJiactax. B OpHUTHHOBOM MyTH
npenmectBeHHuky nponuHa [TAI u TI5K o6pazy-
I0TCS B MUTOXOHJPHSAX M3 OPHUTHHA C MTOMOUIBIO
OpHHUTHH-O-aMHHOTpaHCcepasbl.

Jerpamanus npoauHa MPOUCXOANUT B MHUTO-
XOHJIpUSAX IIyTEM IOCJIEIOBATEIBHOIO OKUCICHUS
npoiuHaeruaporenazoi 1o 15K u 3arem muppo-
JIMH-5-KapOOKCUIIaTACTHAPOreHa3on 10 TiyTama-
Ta. YBEJIIMUEHUE COACPKAHUS IPOJIMHA IpU JEH-
CTBHH CTPECCOPOB MOXET OBITh CBSI3aHO Kak C U3-
MEHEHUSIMH aKTHBHOCTH ()EPMEHTOB €ro CHHTE3a,
TaK ¥ Katabosim3Mma.

VYBenuueHne coaepKaHus MPOJIMHA B OTBET
Ha JICWCTBHE CTPECCOPOB BBISABICHO HE TOJBKO Y
pacTeHuid, HO M y OaKTepuii, MPOCTEHIINX U APY-
rux opranm3moB. Hambomnee wmzBecTHBI 3(h(eKThI
TOBBIIICHHUS COJCPIKAHMS MPOJIMHA TPH JEHCTBHH
Ha pacTeHusi crpecc-(hakTopoB, BHI3BIBAIOIINX OC-
Motudeckuii apdekt: 3acyxa, 3acoseHue, oopaso-
BaHHE JIb/Ia B MEXKICTHUKAX O] BIMSHUEM OTpPHU-
HaTeNIbHBIX Temmeparyp. B To jxe Bpems yBenmnue-
HUE COJCpXKaHUs TPOJIMHA 3apETUCTPUPOBAHO U
1pU JEHCTBUM CTPECCOPOB MHOW MPHUPOIBI: TSKE-
JBIX METaJIOB, yibTpaduoieTra U Jaxe aBHPY-
JICHTHBIX TTATOTEHOB, YTO YK€ camo Mo cebe CBU-
JETEIbCTBYET O MONU(PYHKINOHAIBHONW POJIM MPO-
nuHa. [loMmrMo Xopomio u3BecTHOH (DYHKIMH Kak
WHEPTHOTO COBMECTHMOT'O OCMOJINTA, MPOJIUH MPH
JIECTBUH CTPECCOPOB BBITIOJIHSET TEJBIN Psifl IPY-
I'MX B3aMMOCBSI3aHHBIX (YHKIHIA: MeMOpaHOIpo-
TEKTOPHYIO, IIANEPOHHYIO, aHTHOKCHUIAHTHYIO, a
TaKXe MPUHUMAET y4acThe B PETYIISIIUU dKCIpec-
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CHU HEKOTOPKIX I'eHOB. M3BecTHa ero crmocoOHOCTh
MOJICP)KUBATh HATHBHYIO CTPYKTYpY OCNKOB IpH
HeOJIaronpUsATHBIX BO3JICHCTBUSX UM JaKe BOCCTa-
HaBJIMBAaTh (DYHKIIMOHAJIBHYI) aKTUBHOCTH JCHA-
TypUPOBAaHHBIX OEIKOB.

BoisiBieHsl  aHTHOKCHUAAHTHBIE AP QEKTHI
IPOJIMHA, KOTOPBIE ACCOLMUPYIOT C €ro CIOCOOHO-
CTBIO K TIpsIMOMY B3anmoericTeuio ¢ ADK, B T.49.
CO CBOOOAHBIMU pajJuKalaMH, a TaKKe ¢ KOCBEH-
HBIMU 3 eKTaMu (BIMSHUEM Ha aKTHMBHOCTH aH-
THOKCHIIAHTHBIX (hepMEeHTOB). B mociegHue rombl
MOJY4YeHBI CBEJICHUSI O BO3MOXKHOCTH BOBJICUCHHS
NPOJIMHA B PETYJISIIUIO SKCIPECCHH TEHOB aHTHOK-
CHUIaHTHBIX (epmeHToB. Hapsimy ¢ BO3MOXHBIM
BIMSHUEM Ha SKCIPECCHIO T€HOB WU aKTUBHOCTb
AHTHOKCHJIAHTHBIX ()EPMEHTOB, TPOJIUH MOXKET
y4acTBOBaTb B  PErYJSIIMM  OKUCJIUTENIHHO-
BOCCTAaHOBUTEJIBHOTO OajlaHca KIIETOK IIyTeM H3-
MeHeHns cootHomenus HAJI®H/HAJI®'. Bnus-
HHUE MPOJIMHA COCTOSIHWE aHTHOKCHUAAHTHOH cu-
CTEMBbI TaKK€ MOXET OBITh CBS3aHO C €ro MPOOK-
CHUJIaHTHBIM JICHCTBHEM, KOTOPOE MPOSBIISIETCS IPH
€ro BBICOKOW KOHIEHTPALMM B KIIETKaX M WUHTEH-
CHUBHOM OKHCJICHHH B MHUTOXOHAPHSX MPOJIMHAC-
THUAPOTEHa30i ¢ 0Opa3oBaHMEM H30BITKAa BOCCTa-
HOBHUTEIILHBIX SKBUBAJICHTOB.

WuaymupoBaHue CcUHTE3a MPOJUHA IIPH
CTPECCOBBIX BO3JICHCTBUSAX HA PACTECHHS MPOMCXO-
JIUT C Y9aCTHUEM psifla CUTHAIBHBIX (MOHBI KaJIbIIHS,
A®K) 1 ropMOHaNBHBIX (a0CIIM30Bast H CAITUITIIIO-
Bast KUCJIOTHI) TTIOCPETHUKOB.

Bo mHOTHX paboTax BBISBIEHA CBSI3b MEXKITY
HAKOIJICHUEM MPOJIMHA U YCTOWYUBOCTBIO pacTe-
Hui K crpeccopaM. OIHAKO 3aperucTpUpPOBaHbI U
MPOTUBOIIONIOXHEIE 3(]dexTrl. HeomHo3HauHOCTH
TaKOH CBSI3U MOXET ObITh O0YCJIOBJICHA KaK METO-
MAYECKUMH TPUYIMHAME (pa3iudHasi CHUjia CTpec-
COBBIX BO3/ICWCTBUH B Pa3HBIX DSKCIIEPUMEHTaX),
TaK W CIIO)KHBIM B3aWMOJICHCTBUEM TIPOJIMHA C
JNIPYTUMH CTPECC-TIPOTEKTOPHBIMU CHCTEMaMH, B
YaCTHOCTH C ()epMEHTATHBHON aHTHOKCHIAHTHOM.
CpaBHUTENBHBIE HCCIEAOBAHMS TaKOTO B3aUMO-
JIEUCTBHUS Y COPTOB W BHJOB KYyJIbTYPHBIX pacTe-
HUHU, OTJIMYAIOLIUXCS [0 YCTOMYUBOCTH K CTPECCO-
paMm, MOTYT OBITh TOJIE3HBI KaK I pa3paboOTKh
aJeKBaTHBIX IIOAXOAOB K OIICHKE YCTONYHBOCTH
pacTeHui, TaK U i 0oJiee TiIyOOKOro MOHMMAaHUs
CTPECC-TIPOTEKTOPHBIX (YYHKITHHA MTPOITHHA.
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PROLINE: PHYSIOLOGICAL FUNCTIONS AND REGULATION
OF ITS CONTENT IN PLANTS UNDER STRESS CONDITIONS

Yu. E. Kolupaev, A. A. Vayner, T. O. Yastreb

V.V. Dokuchaev Kharkiv National Agrarian University
(Kharkiv, Ukraine)
e-mail: plant_biology@mail.ru

The glutamate and ornithine pathways of proline biosynthesis are described. The data on the key
enzymes involved in the synthesis and degradation of proline, their localization in cells and
regulation of activity in plants are generalized. The information about the changes in proline content
in plants as a response to the action of different stressors is summarized. The functions of proline,
such as osmoprotective, chaperone, antioxidant and its participation in the regulation of gene
expression of antioxidant enzymes, under stress conditions are considered in details. The reasons of
prooxidant proline effects are also discussed. The participation of signaling and hormonal mediators
in the stress-induced synthesis of proline is considered. The relation between the plants resistance to
stressors and proline content are analyzed.

Key words: proline, glutamate, ornithine, antioxidants, prooxidants, chaperone action of proline,
plant resistance

MPOJITH: ®I310JIOTTYHI @ YHKIIII I PET'YJISAIISA BMICTY
Y POCJIMHAX 3A CTPECOBHUX YMOB

10. €. Konynaes, A. O. Baiinep, T. O. Sctped

Xapxiscokuil HayionanvHull azpapruti ynieepcumem im. B.B. Jloxyuacea
(Xaprxis, Ykpaina)
e-mail: plant_biology@mail.ru

OmnucaHi NUISIXM CHHTE3Y MPOJIHY 3 IIIyTaMaTy Ta OPHITHHY, HaBe/leHI BIJIOMOCTI PO KIOYOBI (e-
PMEHTH, 3aJIisiHI B CHHTE31 1 ierpajanii nposiny, iX JIokani3awii B KIITHHAX 1 PEeryJsiii akTHBHOCTI y
pociuH. Y3arajabHEHO JiaHi Ipo 3MiHy BMICTY NPOJIHY B POCIHMHAX Y BIAINOBIIb HA JII0 CTPECOPiB
pi3Hoi npupoau. [JletanpHo po3risiHyTI GyHKIIT TPOJTIHY B CTPECOBHX YMOBAaxX: OCMOIIPOTEKTOPHA,
HIATIEPOHHA, AHTHOKCUIAHTHA, HOTo yyacTh B peryJsauil ekcrpecii reHiB aHTHOKCUIAHTHUX (epme-
HTiB. Tako 0OrOBOPIOIOTHCS IIPHYUHH MPOOKCHIAHTHHX €(EeKTIiB MpoJiiHy. PO3rsIHYyTO y4acTh cu-
THaJIbHUX 1 TOPMOHAJIBHUX MOCEPEAHHUKIB B MPOLECi CTpec-iHAYKOBAHOTO CHHTEe3y HpouiHy. IIpo-
aHaJI30BaHO 3B'I30K MiXK BMICTOM IIPOJTIHY i CTIHKICTIO POCIIHH JIO CTPECOPIB.

Katouosi cioBa: npoain, enymamam, opHimun, aumuokcuoanmu, npooKcuoanmu, waneporna Ois
NPOIHY, CMIUKICMb POCTIUH

22



