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PaCCMOTpeHbI JaHHBIC O 3BHAYCHUUN I/IHI‘I/IGI/ITOPOB ITPOTCOITUTUYCCKUX (I)CpMeHTOB B aganrTainm paCTCHI/Iﬁ
K pa3JIMYHbIM He6ﬂaFOHpH${THBIM BHCIIHUM CbaKTOpaM abuoTUYECKOro XapakTepa — HeJO0CTaTKy BOAbI, 3a-
COJICHUIO ITOYBbI, SKCTPEMAJIbHBIM TEMIICpATypaM U Jp., a TAKXKE BEPOATHLIC (l)OpMI)I ydyacTtud MHTUONTO-
POB ITPOTEMHA3 B IMIPOLECCE ECTCCTBECHHOI'O CTapCHUA Yy paCTeHHﬁ.

MHTMOUTOPHI MPOTEOTUTUIECKUX (DEPMEHTOB 00-
Pas3yloT OOJIBLIYIO U CIOXKHYIO 10 COCTaBy Ipymniy OeJi-
KOB, KOTOpbIE OOBEANHSIET 00I1Iasi CIIOCOOHOCTH 00pa-
30BBIBaTh C (pepMEeHTaMU OOpaTUMBbIE CyOCTpaTOIIO-
JIOOHBIE KOMILJIEKChI, B COCTaBe KOTOPBIX ITOCIEeIHUE
YTPauMBaIOT KATAJIMTUIECKYIO aKTUBHOCTS [1, 2]. MH-
TMOMTOPBI IIIMPOKO PACIIPOCTPAHEHBI Y PACTEHUM, CO-
JiepXkaTcsl Kak B BeTeTaTUBHBIX, TAK U B PEMPOIYKTUB-
HBIX OpraHax |3, 4].

B 3aBucumoctu ot tuna ¢GepMeHTOB, Ha KOTOpbIE
OHU JICHCTBYIOT, pa3inyaloTcsl MHTUOUTOPBI CEpUHO-
BbIX, LIMICTEMHOBBIX, aclapTaTHbIX U MeTaJlJIcoaepxKa-
IIMX TIpoTerHa3. ¥ pacTeHUil B HacTosilliee BpeMs B
HaMOOJIbIIICH CTeNIeHU U3y4eHbl MHTMOUTOPHI CEPHUHO-
BbIX U LIUCTEMHOBBIX MpotenHas [5]. Ha ocHoBaHuu
0COOEHHOCTElN TIEPBUYHOM CTPYKTYPHbI, UUCJIa U PacIio-
JIOXXEHUST TUCYTbMUIHBIX CBS3€l U PEAKTUBHBIX LIEH-
TPOB WMHIUOUTOPBI Pa3ae/siioT Ha OTIEJIbHbIC ceMeii-
CTBa POICTBEHHBIX OesikoB [1]. Cpemy MHrMOMTOPOB
CEPUHOBBIX ITPOTEMHA3 y PACTEHU I B HACTOSI11IEE BPEMSI
MOXKHO BBIACJIUTD, 11O KpailHel Mepe, IeBSITh TaKUX Ce-
MeiicTB [5, 6]. B oTiimure oT MTHTMOUTOPOB CEPUHOBBIX
MPOTEMHA3 UHTMOUTOPHI 1IMCTEMHOBBIX MPOTEUHA3 U3
pacTeHuii B MOJABJISIONIEM OONBIIMHCTBE MPUHAIJIC-
XKar K CyIlepceMencTBy [IMCTaTUHOB U 0Opa3yloT B €ro
COCTaBe OTIEJIbHOE CEMECTBO (PUTOIIMCTATUHOB [7, 8].

Yro kacaercss GpU3MoNIOrndecKnx GyHKINN UHTH-
OUTOPOB MPOTEUHA3 Y PACTCHUIA, TO OHU MOTYT Aeki-
CTBOBATb KaK PETyJISITOPbl aKTUBHOCTHA COOCTBEHHBIX
MpOTEerHa3, a TaKXKe UrpaTh POJb 3alacHbIX OCJIKOB
[3, 4, 9]. CrtocOOHOCTP MHTUOUTOPOB U3 PACTCHUN
HOHABISATh aKTUBHOCTDH IIPOTEMHA3 ITUIIECBAPUTEIIh-
HOTO TpaKTa HAaCEKOMBIX U (epMEHTOB (pHUTOIIATO-
T€HHbBIX MUKPOOPTaHW3MOB ITpUBeJia K 3aKJTI0UYEHUIO,
4TO OHM MOTYT JIeMiCTBOBaTh KaK 3alllUTHBIE OEIKU
[9—13]. D10 3aKkI0YeHNE TTOTYYUIO TTIOATBEPXKICHIE
B OIbITaX C TPAHCTEHHBIMU PACTEHUSIMU, COMAEPKa-
IIMMU I'eHbl MTHTUOUTOPOB MMPOTENHA3, KOTOPEIE 00-
JIagaroT MOBBIIIEHHONW YCTOMYMBOCTBIO IO OTHOIIIE-
HUIO K HACEKOMBIM U IPYTrUM BpeauTensm [14—16].

501

Hapsiny ¢ BpenuTensiMu 1 (pUTOITaTOTeHHBIMU MUK-
poopraHM3MaMi pacTeHUSI MOCTOSIHHO CTaJIKMBAIOTCSI
C HeOMaronpuATHBIMA BHEIITHUMU BO3IECUCTBUSIMU
abMOTUYECKOTO0 XapaKTepa — HeIOCTATKOM BOJIbI, 3aCO-
JIEHUEM TIOYBBI, [IOHVKEHHOM U MOBBIILIEHHON TeMITe-
paTypoii, TIPUCYTCTBUEM TSDKEJIbIX METAJIOB U T.1I. Bce
3TU HaKTOPHI OTPULIATESILHO BIMSIIOT Ha POCT, Pa3BUTHUE
W TIPOAYKTUBHOCTh PACTCHUI U SIBJISIIOTCSI OMHOM U3
INIABHBIX TPUYMH CHIDKEHUS YPOXKAWHOCTU BasKHEI-
IIUX CETbCKOXO3SIMCTBEHHBIX KyIBTYp [17].

AnmanTanysi paCTeHUi K pa3iMyHbIM HeOJIarornpu-
SITHBIM BHEIITHUM BO3ICHCTBUSIM CBSI3aHA C N3MCHEHM -
€M B PETYJSIIIAM OOJIBIIOro YHcia TaK Ha3bIBAEMBIX
cTpecc-3aBUCUMBIX TeHOB [18—20]. IIpu aToM mpowuc-
XOIWUT yBeJIMICHIE aKTUBHOCTA OTHUX T¢HOB 1 TTOIaB-
JIeHWe aKTUBHOCTH IpyTHX. K 4mcity reHOB, aKTHBHOCTh
KOTOPBIX BO3pAcTaeT, MPUHAJIEXAT reHbl (hDepPMEHTOB,
TUIPOJIU3YIOLINX OEJIKU U JIpYrue MaKpPOMOJIEKYJIbI
[21, 22]. B ycnoBusIx cTpecca ImpoTeoIuTuIeckue dep-
MEHTBI HE TOJIbKO OCYIIIECTBIISIIOT pacIIeTUIeHUE Je-
(beKTHBIX, JAeHATYpUPOBAHHBIX U YTPATUBIIUX CBOE
(byHKIIMOHATEHOE 3HaUYEeHHE OETKOB, HO 1 YYaCTBYIOT B
PELMKIM3AlMK  a30Ta, TIPOIIECCUHIe W aKTUBAIUU
BHOBb CUHTE3MPOBAaHHbBIX OeIKOB [23, 24].

B HauGosblelt creneHn u3ydeHbl UBMEHEHUS MPOo-
TEOJIMTUYECKOW aKTUBHOCTHU Y PACTEHUI TIPU OTHOM U3
CaMbIX PaclpOCTPAHEHHBIX Y BAXKHbBIX B TTPAKTUYECKOM
OTHOIIIEHWA BOMHOM cTpecce. B mumctesax dacomm
(Phaseolus vulgaris 1..) v iiuenuun! ( Triticum aestivum L..)
BHYTPUKJIETOYHAS TTPOTEOTUTUYECKASI aKTUBHOCTD ITPU
BOJHOM CTpecCe YBEJUYMBAETCSI B HECKOJBKO pa3
[25—28]. OnHOBpeMEHHO MPOMCXOIUT CHIDKCHUE CO-
Jep>KaH1s OeJIKa BO BCEX KIIETOYHBIX (PPaAKIIMSIX, BKITIO-
yast MeMOPaHHYIO (DPaKIIUIO W XJIOPOIUIACTHI [25, 26].
Ilpu peruaparaiii MpPOTEOJUTUYECKAs] AKTUBHOCTD
CHMXKAETCsl ¥ BOCCTAHABJIMBAETCS coiepkaHue Oeska B
KiIeTke [26, 28]. D10 ykasbIBaeT Ha HajgM4yue TECHOMR
CBSI3U MEXIY OBYMSI SIBJICHUSIMU. YCUJIEHUE DKCITpec-
CUM TIPOTEOJIUTUYECKUX (PEPMEHTOB HAOJIIONAIOCh U
IpU JPYyTUX BUIAX CTPeCCa — TOBBIIIIEHHONH KOHIICH-
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TpaIvu CoJIei, IKCTPEeMaIbHBIX TeMITepaTypax, B IIpH-
CYTCTBUM TSIKEIbIX METAJUIOB U Ap. [29—34].

OnrumainbHble 3HadeHus1 pH m1st pepmMeHTOB, ak-
TUBHOCTb KOTOPBIX TMOBBIIIAETCS B YCJIOBUSIX CTpecC-
ca, jexart B cinabokucioit cpene (pH 4—6), dro co-
IJ1acyeTcsl ¢ UX BEPOSITHBIM BaKyOJSIPHBIM IIPOKMC-
xoxnaeHueM [26—28, 35]. TlpeobinagaroliuM THUIIOM
CTpECC-3aBUCHUMBIX SHIONENTHUAA3 SIBIISIFOTCS LINCTE-
MHOBBIE IpoTenHaskl [26, 28—30, 32, 36, 37]. OnHako
B psifie ciydyaeB HaOI01aJI0Ch YCUJIEHUE SKCIIPEeCCUN
Y IPOTENHA3 IPYIrUX KaTaJIUTUICCKIX TUIIOB — CEPU-
HOBBIX M acnaptaTHbix [27, 31, 38, 39]. Hapsnay ¢ aH-
JIoNenTraa3aMu ObUIO TaKXKe OTMEUEHO YBeIMYeHUE
aKTMBHOCTH 3K30MeNThAa3, aMUHOIIETHAA3 1 KapOo-
Kcumnerrtunas [28, 38, 40, 41].

3aciyXnBaeT BHUMaHMS TO 0OCTOSITETLCTBO, YTO
yBeJIWYEHUE TTPOTEOTUTUYECKOI aKTUBHOCTU M CHU -
KEeHUe colepxkaHusi Oejlka B KJIETKE B YCIOBMSIX
cTpecca HaAMHOTO CHJIbHEe BBIpakeHBI y IYBCTBU-
TEJIbHBIX BUIIOB M COPTOB PACTeHUI IO CPAaBHEHUIO C
ycToituuBbiMU [22, 25, 27, 38]. DT0, MO-BUANMOMY,
MOXKET OBITH CBSI3aHO C TeM, UTO OEJTKOBHII aItmapart y
YYBCTBUTEJIBHBIX PACTCHUI HYXXKIaeTcsl B bosiee Iry-
OOKOI1 TTepecTpolike B yCIIOBUSIX CTpecca.

VBenuueHne TMPOTEOIMTUUECKONM AaKTUBHOCTU B
YCJIOBUSIX CTpecca OCOOCHHO Y YyBCTBUTEILHBIX BUIOB
¥ COPTOB PaCTeHUI MOXKET IIPUBOAUTH K HAPYIICHUIO
OajlaHca MexXIy IpolieccaMy CMHTe3a U pacliaga Oe-
KOB U BBI3BaTh IMPEXIEBPEMEHHOE CTapeHUe U TMOeb
pacteHuii. YToOHBI IIpeI0TBPaTUTh TaKyI0 BO3MOXKHOCTD
HEOOXOIUMO HaIMYME HAIeKHbIX MEXaHU3MOB KOH-
TPOJIsl MPOTEOJIMTUYECKOM aKTUBHOCTM HE TOJIbKO Ha
YPOBHE TPAaHCKPUIILINU Y TPAHCIISILIUM, HO 1 Ha II0CT-
TPaHCJSIIMOHHOM ypoBHe. K 4Ty TakKix MeXxaHU3MOB
OTHOCSITCSI CMHTE3 MPOTEOJIMTUYECKUX (hepMEHTOB B
JIATEHTHOI, 3MMOIreHHOM (hopMe U HaImdre SHIOTCH-
HBIX MTHTUOUTOPOB (pepMeHTOB [42, 43]. V pacTtenuii B
YCJIOBUSIX CTpecca, MOo-BUAMMOMY, MOTYT PeaiM30BbI-
BaThCsl 00a 3T MeXaHn3Ma. Tak, McTenHOBAasI IPOTeH -
Haza BD21 akcnpeccupyercs B JTUCTBSIX Arabidopsis
thaliana Tipy BOTHOM CTpecce B BUJIE BbICOKOMOJIEKY-
JIIPHOTO TIpEAIIIeCTBEHHUKA C MOJICKYJISIDHOIT Maccoii
57 x/1a m JM1Ib 3aTeM IpeBpalaeTcs B aKTUBHYIO (hop-
My 33 kJla B KuCJIOi cpele LIEHTpaJIbHOI BaKyoJu
[29, 44]. AcnapTaTHasi TipoTeMHas3a TUna (pUTericuHa
CHHTE3UPYETCS B JIUCTHIX (pacor B (popMe 3UMOTeHa C
MOJIEKYJIIPHOI Maccoit 46 k/1a. @epMeHT COXpaHsETCs
B JJAaTEHTHOM (hopMe B OOBIYHBIX YCIOBUSIX U TIpeBpa-
1aeTcs B akTuBHYIO popMy 38 k]la rmpu BOTHOM cTpec-
ce, Korja IpoUCXOIUT pe3Koe yBeJInYeHre TpOoTeoIn-
TUYECKUI aKTUBHOCTU B JTUCThsIX [45]. [Tpu paznnuHbIX
aOMOTHYECKUX CTpeccaxX HaOIOMaeTCs TaKKe yBeIJIe-
HU€ aKTUBHOCTU MHTUOMTOPOB IIPOTENHA3 Y PACTEHUIA
[34]. T1pu 3TOM B psizie CliydaeB IIPOUCXOAUT OTHOBPE-
MEHHOE YBEIMYCHIE aKTUBHOCTU ITPOTEMHA3 1 MX MH-
ruourtopos [46, 47].

B mucTesax parica (Brassica napus 1..) 6bu11 0OHapy-
>KEHBI Ba OJM3KUX IO CBOMCTBAM IeNTUIA C MOJIEKY-
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JsipHOM Maccoit 22 k/la. IlenTtnnsl HakaruIMBalOTCS B
3HAYUTEBLHBIX KOJIMUECTBAX TPU BOAHOM U COJIEBOM
cTpeccax U ucuesaloT Npu peruapatauuu [48]. Ot no-
JIMTIETITUABI, 0003HaYeHHBIe Kak BnD22, mMmerot amm-
HOKMCJIOTHYIO TOCJIEIOBATEIbHOCTb, TOMOJIOTUMYHYIO
aMUHOKHWCJIOTHOM MOC/Iea0BaTeIbHOCTU UHIMOUMTOPOB
CEpUHOBBIX IPOTeWHA3 U3 CEMENCTBA COEBOIO MHIMOM -
topa TpuricuHa Kynutia (SKTI). CootBeTcTByIoas
MPHK HakarmBaeTcsl ipy BOIHOM 1 COJIEBOM CTpecC-
cax B JIMCTBSIX PAacTeHUSI, HO OTCYICTBYeT B CEMEHax
[49]. ITo3nHee ObUTIO YCTAaHOBJIEHO CYIIIECTBOBAaHUE 00-
paTHOW KOppesIMy MEXAy COAepXaHWeM Oeka
BnD22 B mucThsIX parca u IpoTeOJUTUIECKON aKTHUB-
HOCTBIO ITPH TIPOrpeccrpyIonieM BogHoM cTpecce [50].
3penast (popMa MHTMOUTOPA C MOJICKYJISIPHOI Maccoi
19 x/Ia, oOpasyrolasicsi B pe3yJibraTe OTIICIUICHUSI OT
BnD22 C-koHueBoro memntuaa, CriocooHa ITOJaBISITh
aKTUBHOCTb BHIOTEHHBIX IMPOTEMHA3 13 JIMCThEB parica
M MOJEJIBbHBIX CepUMHOBLIX mpotenHas [50]. Ycuienue
AKCIIPECCUN IIPU PA3IUYHBIX CTPECCOBBIX BO3IEHi-
CTBUSIX OBLJIO YCTAHOBJICHO U JIJISI UYHTUOUTOPOB 11~
CTEMHOBBIX MpOTenHAa3. TaK, YBeIUMYECHUE ComepKa-
HUSI TPAaHCKPUIITOB LIMCTaTMHA HaAOIIONAIOCh B JIM-
CThsIX M KOpHsxX KamTaHa (Castanea sativa Mill.) npu
TeMIIepaTypHOM U COJIEBOM I1I0KE, a B JIUCThSIX SIAMEHSI
(Hordeum vulgare 1..) — mpy NOHDKEHHOM TeMIIepaTy-
pe, B TeMHOTe U aHaspobuo3ze [51, 52]. B naabHeiiem
YCUJICHME DKCITPECCUN TEHOB MUHTMOUTOPOB CEPUHOBBIX
M IUCTEeMHOBBIX IIPOTEMHA3 MPU pPa3/IMIHBIX BHUAAX
cTpecca ObLUIO YCTAHOBJICHO [IJTsI OOJIBIIIOTO YKMCJIa pac-
TEHUM, IPEACTABUTEIEN PA3JIMUHBIX CEMEMCTB KaK J1BY-
JIOJIbHBIX, TaK Y OMHOAOJIBHBIX (Ta0JI. 1 1 2).

AKTUBHasI poJTb THTHOUTOPOB ITPOTEMHA3 B a/lariTa-
MU PACTEHUI K HEOIarOMPUSITHBIM BHEIITHIM YCIIOBH -
SIM TIOATBEPXKIAETCS PE3YJIBTATAMU OITBITOB, TIPOBEICH-
HBIX C TPAHCTEHHBIMM pacTeHUsIMU [66, 67, 71, 74].
[umrepakcripeccuss  MHTHOMTOpA  XUMOTPUIICHHA,
TNpUHAaIIEXKAIIEro K ceMeicTBy mHrmonTopa I u3 kap-
Tohenst, y TpaHcreHHoro puca (Oryza sativa L.) IOBbI-
I1aja yCTOMIMBOCTh PACTEHUI TIPY BOTHOM Oe(DHITUTE.
TIpu sTOM HaOMIOOAIOCH CHIDKEHNE aKTUBHOCTH CO0-
CTBEHHOI XWMOTPUIICUHOITOAO0HOW MNpOTeUHAa3bl B
JICTBSIX M 3aMeJIeHHe pacrama KIECTOYHBIX OeJIKOB
[67]. V3 coeycTOMYMBOrO COMaTUYECKOro rudpuaa
MIIeHULIbI U XUTHsIKA (Thinopyrum ponticum, Podp.)
BbIIeseH reH WRSITS, KoTopblii KOTUpYyeT OeJIOK-UHTH -
OUTOpP TPUTICMHA, OTHOCSIIITUIACS K CEMECTBY MHTHMOM-
topa baymana—bupk [66]. [unepakcrnpeccust reHa
WRSI5y Arabidopsis thaliana moBbllliana yCTOMYUBOCTD
pacTeHuii K N30BITKY COJIH [66]. AHAIOTMYHBIE PE3yITb-
TaThl ObUIM TTOTYYEHBI 1JIsI MHTUMOMTOPOB LIMCTEMHOBBIX
npotenHas. [loBBIIIEHHAST SKCIIPECCUsT IMCTATUHOB
AtCYSa u AtCYSb y A. thaliana npunaBana ycToRIN-
BOCTb PACTEHUSIM TIPY BOTHOM, COJIEBOM, OKMCTUTEITb-
HOM M TeMIiepaTypHOM cTpeccax [71].

PaznuuHble aOMOTHYECKUE CTPECCHl MOTYT MHITY-
LMpOBaTh TPOLECC TMPEXIEBPEMEHHOTO CTapeHUs
pacTuTenbHbIX TKaHel [78, 79]. B cBolo ouepenb, 3a-
JIepXKa Tpollecca CTapeHusl IpUBOAMIa B HEKOTO-
Ne 5
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Taoauna 1. MHOyKiuus MHTMOMTOPOB CEPUHOBBIX MPOTEMHA3
Crpecc*
Pactenue (cemeiicTBo, BUMI) Wuruburop** CcpLika
B C T pil|

Booossie (Leguminosae)

ropox (Pisum sativum L.) + BBI [53]

monuH (Lupinus albus 1..) + SKTI [46]
KanycTtabie (Brassicaceae)

paric (Brassica napus L.) + + SKTI [48]

penuc (Raphanus sativus L.) + “_” [54]

kamycra (Brassica oleracea L.) + + + “” [55, 56]

apabunonicuc (Arabidopsis thaliana 1..) + “» [57]
ITacnenoBbie (Solanaceae)

Tomathbl (Solanum lycopersicum L.) + potl,2 [58]

o« + pot 2 [59]

kaprodeinsb (Solanum tuberosum L.) + SKTI [60, 61]

tabak (Nicotiana tabacum L.) + + pot 2 [62, 63]
3aaku (Graminea)

meHuna ( Triticum aestivum L.) + + + BBI [64—66]

puc (Oryza sativa L.) + + pot 1 [67]
Brionkossie (Convolvulaceae)

6arar (Ipomoea batatas (L.) Lam) + + pot 1 [68]
AmapanToBbie (Amaranthaceae)

amapaHT (Amaranthus hypochondriacus L.) + + pot 1 [69]

* Bunpl ctpecca: B — Bonnblil, C — coneBoii, T — remneparypHbiii, /I — apyrue.
** YUuruouropsl: SKTI — coeBblit uHruouTop tpuncruia Kynurua, BBl — coeblit unruourop baymana—bupk, pot 1 — unruéurop I

u3 Kaptoders, pot 2 — uaruourop 11 u3 kaprodens.

“+” — yca0BUSI, MPU KOTOPBIX HAOJII01a]1aCh 9KCIIPECCUs JTaHHOTO MHTMOUTOpA.

PBIX CJIyYasiX K IMOBBIIICHHONW YCTOMYUBOCTU PacTe-
HU#l K abuotuueckum ctpeccam [80]. CrapeHue y
PaCTEHMM CIIYKMT 3aBEPIIAIOLIECA CTAIUEN OHTOIE-
He3a U SIBJISIETCS aKTUBHBIM KOHTPOJIMPYEMBIM TPO-
LIECCOM, CBSI3aHHBIM C M3MEHEHUEM BKCIIPecCUu
3HAYMTEJILHOTO YKrcia reHoB [78, 79]. st mpoiecca
CTapeHUs] XapaKTepHO MHTEHCHUBHOE paclleryieHue
OEJIKOB U IPYTUX MaKpOMOJIEKYJI B CTAPEIOIIUX U OT-
MUpAIOIIMX TKaHSIX U TepeHOC MPOAYKTOB Jerpaaa-
LIMU B MOJIOJIbIE PACTyIM€ YaCTU PACTEHUSI U B pe-
MpPOAYyKTUBHBIE opraHkl [78, 79, 81].

MHTeHCUBHBII paciiaj KJIIETOYHBIX OEIKOB B CTape-
JOLIMX TKAHSIX CBSI3aH C YCUJIEHHOM BKcIpeccuein mpo-
TEOJIUTUYIECKNX (PEPMEHTOB PA3IMYHBIX KaTaIATHYe-
CKUX TUIIOB, B TIEPBYIO OYePeb [IUCTCMHOBBIX, a TAKXKE
acIrapTaTHBIX ¥ CEpUHOBBIX [82—85]. B HEKOTOPEBIX CITy-
Yasix 3TO Te 3Ke (DePMEHTbI, MHAYKIIMSI KOTOPBIX HA0II0-
TaeTcs TIpu cTpeccax [29, 86]. dpyre TpoTenHa3bl 9KC-
MPECCUPYIOTCST UCKITIOUUTETHLHO B CTAPEIOIINX OpraHax
1 TKaHsIX. K MX 4nciy oTHOCSTCS LMCTEMHOBAsI ITPOTe-
nHaza SAG12 u3 A. thaliana v ee TOMOJIOTY 13 HEKOTO-
PBIX APYTUX PACTEHUIA, a TAKKE CYOTUIM3MHOMOI00HAS
npoterHasa P1 u3 mucreeB mineHutis! [85, 87]. [Momxas-

MMPUKIAAHAA BUOXUMUA U MUKPOBHNOJIOTUA

JICHUC HpOTeOJTVITI/I‘{eCKOﬁ AKTUBHOCTU C IIOMOIIBIO
XUMHNYECKUX I/IHFI/I6I/ITOpOB IMCTECMHOBBIX N CECPUHO-
BBIX MPOTEMHA3 IPUBOIMT K 3aMeIJICHUIO TIpolecca
crapeHus [88, 89]. AHalornyHoe ACHCTBIE MOTYT OKa-
3BIBaTh ¥ IPUPOTHBIC MTHTUOUTOPHI ITPOTEOTUTUIESCKIX
depmentoB. IIpu crpecce, BEI3BBAHHOM HEIOCTATKOM
a30Ta, B JINCThIX parca pa3IMYHOro BO3pacTa HabIIo-
Jajgach oOpaTHasl 3aBUCUMOCTh MEXIY COOepKaHUeM
nHTHONTOpa TpUTicmHa BnID22 11 cKopocThio cTapeHUS
[90, 91]. Eciny B MOJTOABIX TUCTBSIX ITPYU BOAHOM U COJIEe-
BOM cTpeccax conepxkanue BnD22 nocturaer 1% ot 00-
IIETO COAEPKAHUS OEJIKOB, TO B CTAPBIX, KEITEIOLINX 1
OTMUPAIOIINX JIMCTBAX I/IHFI/I6I/ITOp IMOJIHOCTBIO OTCYT-
ctByeT [48, 49]. CxonHast cuTyalMsi UMeeT MECTO U C
WHTHOUTOpaMM LIMCTEWMHOBBIX TpoTenHa3. M3BecTHO,
YTO yBsIIaHUE 1IBETOB IBo3auKU (Dianthus caryophyl-
lus 1..) CBSI3aHO C YCUJIEHHOM SKCIIPECCHE reHa LIMCTe-
WHOBOW TTpoTenH3kbI [93]. Merolmiicsl y TBO3IVKU TeH
LMCTaTUHA aKTUBHO 3KCIIPECCUPYETCS B JIEMECTKAX Ha
MOMeHT LiBeTeHusl. [1pu cTapeHnU B LIBeTaX OOHAPYKU -
BalOTCS B OOJIBIIIOM KOJTMYECTBE TPAHCKPHUIITHI LINCTE -
HOBOI MPOTENHA3bI, TOTJA KaK TPAHCKPUITHI IIUCTATH -
Ha OTCYTCTBYIOT [94].
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Taoauna 2. MHOyKuuss MHTMOMTOPOB LIMCTEMHOBBIX MPOTEMHA3 ((DUTOLIMCTATUHOB)

Crpecc*
Pactenue (cemeiicTBo, BUI) Cchuika
B C T i |

Booossie (Leguminosae)

urHa (Vigna unguiculata (L.) Walp.) + [70]
Kanycraeie (Brassicaceae)

apabunornicuc (Arabidopsis thaliana 1..) + + + + [71]

kakute (Cakile moritima Scop.) + + [72]
3aaku (Graminea)

sumenb (Hordeum vulgare L.) + + [52]

KyKypy3a (Zea mays L.) + [73]

mmenuna ( Triticum aestivum L.) + + + [74]
Bykosbie (Fagaceae)

kawtaH (Castanea sativa Mill.) + + [51]
AmapanToBbsie (Amaranthaceae)

amapaHnT (Amaranthus hypochondriacus 1.) + + + [75]
Jlasposbie (Lauraceae)

aBokano (Persea americana Mill.) + [76]
ApanueBblie (Araliaceae)

XeHbleHb (Panax ginseng C.A. Meyer) + + + [77]

* O003HaUYeHUs CM. TaoOI. 1.

CHmxenne 3¢pGeKTUBHOCTA (POTOCHMHTE3a SIBIISICT-
¢Sl XapaKTEePHBIM TIPU3HAKOM IS CTAPEIOIIMX TKaHEMH
pacTeHMid, a TakXkKe OJIs1 paCTeHUI B YCJIOBUSIX CTpecca
[21, 22, 95]. CHukeHue 3¢hheKTUBHOCTU (hOTOCUHTE3A
COIPOBOXKIAETCS AeTrpanaleii 6eJIKOB CTPOMbI XJI0pO-
IUIACTOB, BKJIIOYasl IJIaBHBIM OeJloK, puOyne3o-1,5-
oudochar  kapdbokcunazy/okcureHady  (Rubisco,
K® 4.1.1.39), a Takkxe mectpykuueit xinopoduia [96].
Benymast posis B pacuierieHnn Rubisco n npyrux 6ei-
KOB CTPOMBI XJIOPOILIACTOB MPUHAIJICXKUT LIUCTEUHO-
BbIM TIPOTEMHA3aM BaKyOJISIPHOTO MPOUCXOXICHMUSI
[97, 98]. Dxcnipeccust THTMOMTOPA IIMCTEMHOBBIX MPTE-
MHA3 U3 prca, OpU3ALUCTATUH I, y TpaHCTeHHOTO Taba-
Ka ITPMBOAMIA K 3aMeJICHUIO CKOPOCTH CHUXKEHUST 3(h-
dexTBHOCTH (POTOCHHTE3a M aKTUBHOCTH Rubisco kak
IpH CTpecce, TaK U B IIpoliecce cTapeHus [98].

B neiictBuTesbHOCTH, (DYHKILIMY UHTUOUTOPOB MPO-
TeMHa3 MOTYT HE OrpaHMYMBAThLCS 3aIUTON OEIKOB
XJIOPOILJIACTOB OT ITPOTEOJIMTUYECKON nerpagaiuu. M3
JIMCThEB KarycThl (Brassica oleracea 1..) ObL1 BbIIEIEH
0enoK, cBs3biBatonuii xopoduwr (WSCP, water-solu-
ble chlorophyll protein). bejiok UMeeT BLICOKYIO CTETIEHb
romosnoruu ¢ BnD22 n muHrnonropaMmu cepruHOBBIX IIPO-
TenHa3 13 cemerictea SKTI [55, 99]. AHanornyHbie Xj10-
POGMIICBI3BIBAIONITE OSJIKM OOHAPYKEHBI M1 Y MHOTHX
pacTeHuii cemelicTBa KammycTHEIX (Brassicacea), a Takke
Y HEKOTOPBIX PACTEHUI U3 IPYrUX ceMeMcTB. X cuHTe3
VHIYLMPYETCs IIPY BOAHOM U TEIIOBOM cTpeccax [99].
TTockonbky 6enk WSCP kiacca Il cmocoOHBI M3BJIe-

IMPUKIIAAHAA BUOXUMUA U MUKPOBUOJIOT A

KaTh XJIOpOoWUT U3 MEMOpaH TWIAKOUIOB, ObLIO BbI-
CKa3aHO MPEINoJIOKeHNE O TOM, YTO OHU MOTYT JAeii-
CTBOBaTh Kak ero IiepeHocumku [100]. Paccmarpusa-
JIach Takke BO3MOXKHOCTh yuactuss WSCP B cuHTe3e u
nerpagaumny xopoduiia [101]. Hakoner, HegaBHO OBbI-
JIO yCTaHOBJIEHO, uTo O6esIkii WSCP MoryT 00pa3oBbIBaTh
TeTpaMepHble KOMIUICKCHI, coaepXKallue MOJeKYJIbl
xnopoduiia. B cocraBe Taknmx KOMIUIEKCOB XJIOPOMUIIT
IprUOOpeTaeT YCTOMIMBOCTD K (poTOAETpagallii B IIpy-
CYTICTBUU peaKTUBHBIX ¢hopM Kuciaopona [102]. Ha oc-
HOBaHMU UMEIOIIMXCS JaHHBIX ObLTO BBICKA3aHO ITpe/l-
MOJIOKEHNE O TOM, YTO MHTMOUTOPhI MPOTEeMHA3 TUMA
BnD22 wi WSCP urparor y pacTeHuii IIpu cTpeccax u
CTapeHUU OBOSIKYIO posib. C OQHOI CTOPOHBI, OHU 3a-
IIMILAIOT OEJIKY OT MPEeXXASBPEMEHHOM Aerpagalum, a
C JAPYroil — MpensiTCTBYIOT pa3pylIEHUIO XJIopodusuia
[91, 92].

HMmeroTcs u apyrve naHHbIEe, CBUIETEbCTBYIO-
1IMe B MOJb3y TOTO, UYTO (PYHKLUUU WHTUOUTOPOB
MPOTEOIUTUYECKUX (DEPMEHTOB Y pacTeHMid mpu
cTpeccax He OrpaHMYMBAIOTCS TOJIBKO CIIOCOOHO-
CTbIO TIOJABJISITh aKTUBHOCTDb MpOTenHa3. Tak, ObLIO
MOKa3aHo, YTO IKCTPAKT M3 ceMsIH 60O0BOro pacrte-
Hust Adenanthera pavonina (L.) oka3pIBaeT CTaOWUJIN-
3upylolee AelicTBUEe Ha OeKu, TPeJoXpaHss UxX OT
neHarypauuu. [1pu aToM ObLIO YCTAHOBJIEHO, UTO aK-
TUBHBIM HAayaJIOM B 9KCTPaKTaX CJIy>KaT UHTMOUTOPbI
IpoTenHa3, oTHocsurecs K cemeiictey SKTI [103].
Ne 5
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PaznuaHble aOMOTUYECKNE CTPECCHl ¥ pacTeHUH
COMPOBOXIAIOTCS YBEJIMYEHUEM COJIep>XKaHUS peak-
TUBHBIX (popM Kuciopona, B ToMm yucie H,O,. Bro
MOXET MPUBOAUTh K MOBPEXICHUIO OEIKOB, UMK~
JIOB U JAPYTMX COEIVMHEHUU U, B KOHEUYHOM CYETe,
OBITb TIPUYMHOM OKMCIUTEIbHOro crpecca [104].
Baxnyrto ponb B HeliTpanmzaunu H,O, urpator dep-
MEHTBI aCKOpOAT-IIyTaTUOHOBOTO LIMKJIA, B TOM Y1 C-
JiIe MOHoAeruapoackopoar peaykrasa (KD 1.6.5.4) u
nmernapoackop6ar peaykrasa (Kd 1.8.5.1) [17].

Jlernapoackop0aT peayKTasa, BbIICJICHHAs U3 XJI0-
porutacToB wmmuHata (Spinacia oleracea 1..), 1 SKTI
WMEIOT TOMOJIOTUYHBIE N-KOHIIEBbIE aMHUHOKMWCIIOT-
HBIE TTOC/IeIoBaTeIbHOCTY. Bosiee Toro, B OKMCIeHHOM
(mucynbdunHoil) dopMe OeOK 001amaeT aKTUBHO-
cThio mHruouropa tpuricuHa [105]. BeickaspiBaeTcs
TIPEATIONOKEHNE, YTO B BOCCTAHOBUTEJIBHOM Cpee
BHYTPH XJIOPOILJIACTOB O€JIOK MPUCYTCTBYET B TUOJIOBOIA
dopme 1 IeMCTBYeT KakK AeTUAPOAcKOpOAT pemyKTasa,
TOrjJa Kak B JAPYIMX 4acTsaX KJIIETKM OH HaxooUTCs B
OKMCJICHHOU ¢opMe U 00J1agaeT aKTUBHOCTBIO MHIU-
ouropa tpuricuHa [105]. Takue cBoiicTBa merumpoac-
KOpOaT peayKTa3bl M3 XJIOPOIUTACTOB IIIITMHATA HE STB-
JisieTcsl yHuKabHbIMU. M3BeCTHEI elile ABa 6eika, 00-
JIajarolire akTUBHOCTBIO IeTUAPOACKOPOAT peayKTa3bl
W MOHOIETUIPOACKOPOAT peayKTas3hl 1 OMHOBPEMEHHO
JIEUCTBYIOIIME, KAK MHTUOUTOPHI IMPOTEMHA3. DTO CIo-
paMuH 13 KopHeii 6arata (Ipomoea batatas (L.) Lam.) u
MUOCKOPWH, 3amacHOil OeloK M3 KIyOHeil smca
(Dioscorea batatas Decne) [106, 107]. U3 MmutoxoHapuii
3TUOJIMPOBAHHBIX MPOpPOCTKOB Matua (Vigna radiata L.
(Wilczek)) 611 BBIIEIEH OCJIKOBBII KOMILIEKC C aKTHUB-
HOCTBIO MHTMOUTOpPA TPUIICMHA U IETUAPOacKopOaT pe-
nykTasbl. UMelolluecst JaHHble MPUBEIN K 3aKIoue-
HUIO, YTO 00€ 3TH aKTUBHOCTH TIPMHAUTIEKAT OTHOMY U
TOMY 3Ke O6enky [108].

ITpuBeaeHHBIE BBIIIEC TAHHBIE TTO3BOJISIIOT CEIATh
3aKJIIOYEHNE, YTO WHIUOUTOPBI TPOTEOTUTUUECKUX
(bepMEeHTOB UTPalOT aKTUBHYIO POJIb B 3alllUTE pacTe-
HUI OT HEOIArOMPUSITHBIX BO3AEUCTBUI BHEIITHEN Cpe-
Jibl. O0 5TOM CBUIIETEILCTBYET YCUJIEHHAST 9KCITPECCUST
WHIMOMTOPOB CEPUHOBBIX U LIMCTEMHOBBIX MPOTEVMHA3
TIPY Pa3IMIHBIX CTPECCAX AOMOTUYECKOTO XapaKTepa —
HeloCcTaTKe BOJbl, U30BITKE COJIU, SKCTPEMATIbHBIX
TemIieparypax u ap. (tabdi. 1 u 2). Takoe 3aKmodyeHue
MOJTBEPXKIAETCS U Pe3yJIbTaTaMU OITBITOB C TPAHCTE€H-
HBIMU PACTeHUSIMU, COJAEPXKAIIIMMM TeHbl MHTUOUTO-
poB nporenHas [66, 67, 71, 74]. AGMOTUYECKIE CTPEC-
Chbl, B CBOIO OYe€peab, MOTYT WHAYLIMPOBAaTh MPOILIECC
CTapeHUsI pacTUTEIbHBIX TKaHeil [78, 79]. Xapakrep-
HOM 4EPTOM IPOLIECCA CTAPECHUS SBJISIETCS YCKOPEHHAs
Jerpananusi OeMKOB U IPYTUX BBICOKOMOJEKYIISIPHBIX
COEIUHEHWI B CTapeloluX M OTMHUPAIOIIUX YacTsIX
pacTeHUi U MEpPeHOC MPOAYKTOB paciajia B MOJIOAbIE
pacTyiye TKaHU U perpoayKTUBHBIE opraHbl [78, 79,
81]. deiicTBysl Ha aKTUBHOCTb POTEOJIMTUYECKUX (pep-
MEHTOB, UHTMOWUTOPBI MOTYT KOHTPOJIMPOBATh OOIILYIO
CKOpOCTh Tpollecca CTapeHusl, odbecrieurBasi TeM ca-
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MBbIM YCITELIIHOE 3aBeplleHNe SKU3HEHHOTO LI1KJIa Y MO-
HOKapIMYeCKUX pacTeHU W cos3daBasi yCIOBUS ISt
JAJTbHEUIIIETO POCTa W Pa3BUTHUSI MHOTOJICTHUX pacTe-
HUM TIpY JIMKBUIALIMKA HEOJIATONPUSITHBIX BHEITHUX
ycyoBuii [91, 92, 109].

B cooTeeTcTBUM C UMEIOIIMMUCS JTaHHBIMU B JIerpa-
JTAlIMM KJIETOUHBIX OEJIKOB B YCIOBUSIX CTpecca U MpU
CTapeHUM OCHOBHAsl POJIb MPUHAMIEXKUT LUCTEUHO-
BbIM MPOTEMHA3aM BaKyOJISIPHOTO MPOUCXOXKIEHMS
[28—30, 87, 96—98, 110]. OnHako npy HEOIATOIPUSIT-
HBIX BHELITHUX YCJIOBUSIX HAOII0AAEeTCSl yCUJIEHHAsT 3KC-
npeccusi MHTIMOMTOPOB KaK 1IUCTEMHOBBIX, TAK U CEPU-
HOBBIX MpoTenHa3 (Tabir. 1). DTo MOXeT ObITh CBSI3aHO
C TOU aKTUBHOM POJIbIO, KOTOPYIO CEPUHOBBIE TTPOTEU-
Hasbl UTPAIOT Yy PACTEHUI HE TOJIBKO B 00IlIEM OOMEHE
OEJIKOB, HO M B PETyJISILMU 1I€JIOTO psifia BaXKHBIX (DU-
31OJIOTMYECKUX MPOLIECCOB, CBI3aHHBIX C MOpOreHe-
30M U pasButueMm [24, 111, 112]. Cnemyer Takke UMETb
B BUTY, YTO (PYHKIIMU O€JIKOB, MTHTUOUTOPOB MPOTEOJIH -
TUYECKUX (PePMEHTOB, Y PACTEHUI MOTYT ObITb ILIUPE U
HE OrpaHUYMBATLCS UX YUaCTUEM B PETYJISILIMA TTPOTEO-
Jutndeckux rpoieccos [103, 105—108].
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Abstract— Data on the role of proteolytic enzyme inhibitors in plant adaptation to various unfavorable envi-
ronmental abiotic factors—water deficiency, salinization of soil, extreme temperatures, etc.—and also prob-
able functions of proteinases inhibitors in natural plant senescense are considered.
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