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PA3OEJIbHOE U COBMECTHOE AEACTBUE HU3KOW
TEMMNEPATYPbI U KAAMUA HA HEKOTOPBIE
DPU3NOJIOMMYECKUE NOKASATEJIN NWUEHWLUbI

0. B. Benxuk, A. ®. Tutos, E. C. Xononuesa, B. B. TanaHoBa

UHCTUTYT Bronorum Kapesnbckoro Hay4Horo LeHTpa PAH

M3yyanacb AnHamMuKa psiga nokasaresnei BogHoro oomeHa, OoTOCUHTETUYECKON aKTUB-
HOCTW N XONOA0YCTONYMBOCTI Y NwleHuubl ( Triticum aestivum L.) npu pa3aensHOM U COB-
MECTHOM OeNCTBUN HU3KOM 3akanueatolleli Temnepatypbl 4 °C 1 kagmus (100 MkM).
YcTaHOoBNEHO, Y4TO NOA, BIMAHNEM YKa3aHHbIX CTPECC-(GakTOPOB B KJIeTKaxX 1 TKaHAX riue-
HULBI MPOUNCXOANT KOMIMJIEKC PUIMNONOTNYECKNX NSMEHEHNN, AMHAMMKA KOTOPbIX 3aBU-
CUT OT CTpeccopa. B yacTHOCTK, HM3Kagd TemMrneparypa Bbi3bIBAET Y NIEHWLbI PA, agan-
TUBHbIX M3MEHEHW, CNOCOOCTBYIOLLMX HOPMMPOBAHMIO MOBLILLIEHHOW XON040YCTOM-
YMBOCTU, & UMEHHO: YBENIMYEeHME Pa3MepoB KJIETOK Me3oduina, Yncna xaoporiacTos
B HUX N COAEPXaHUS X10podUIIIOB B CBETOCOOMpPAIOLLEM KOMIIEKCE, CTabunmnsaumnio
CKOpPOCTU (POTOCUHTE3a, TpaHCnMpauum U yCTbUYHOW MPOBOAMMOCTU JINCTLEB, CHU-
XEHNe OBOOHEHHOCTU TkaHelr. B npucyTcTBum kagMusa rno Mepe yBennyeHus npoaos-
XUTENBHOCTUN €ro OENCTBUSA CHUXAETCH X0/1I000YyCTONYNBOCTL JIMCTLEB U Pa3BMBAIOTCS
TOoKCUuyeckmne apdekTbl HA PaCTEHUS: NMPeKpaLLlaeTcs PoOCT KIeToK Me3odunna, B HUX
YMEHbLLAETCS YNCII0 XJI0POMIacToB, B JIMCTbAX YMEHbLUAETCA coaepxaHne GoToCUHTE-
TUYECKUX MMTMEHTOB, NOABJIAIOTCS NPU3HaKKM x110po3a. [py COBMECTHOM OeCTBUN 3TUX
cTpecc-dakTopoB KaaMUn NPENATCTBYET PasBUTUIO HEKOTOPbLIX aaanTUBHbIX peakLuni,
BbI3bIBAEMbIX ENCTBMEM X0n04a (YBEMYeHne pasMepoB KIETOK, YMCa XJI0OponaacTtos
B HMX), & HM3Kasa Temneparypa 4aCTUYHO HUBENNPYET TOKCMYECKOE BiINgHNE KaaMug Ha
NMUIMEHTHbIV annapar pacTeHW 1 NpeaoTBpaLLaeT passuTre Xjiopo3a. Takum 06pa3om,
pesynbTaTbl NPOBEAEHHbLIX NCCeL0BaHNM NOKa3bIBaIOT, YTO Peakunsa pacTeHUn MieHn-
LLbl HA COBMECTHOE OEeNCTBME HU3KOW TEMMEePaTypbl Y KAAMUA CYLLECTBEHHO OTIMYaeTCs
OT VX peakuun Ha LENCTBUE TEX Xe CTPecC-PakTopOoB Mo OTAENLHOCTN.

Kniouyesble cnosa: Triticum aestivum L.; HU3Kaa Temnepartypa; KaaMuin, BOOHbIN

0OMeH; POTOCUHTETMHECKMIA annapaT; X0/1040yCTONYNBOCTb.

Yu. V. Venzhik, A. F. Titov, E. S. Kholoptseva, V. V. Talanova. SEPARATE
AND COMBINED EFFECTS OF LOW TEMPERATURE AND CADMIUM ON
SOME PHYSIOLOGICAL INDICATORS IN WHEAT

The effects of separate and combined impact of low temperature (4 °C) and cadmium
(100 uM) on the dynamics of a number of indicators of the water metabolism, photo-
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synthetic activity and cold tolerance in wheat (Triticum aestivum L.) were investigated. It
was found that these stress factors induce a complex of physiological changes in wheat
cells and tissues, but their dynamics depends on the type of the stress factor. Thus, low
temperature caused a number of protective and adaptive changes in wheat cells, such
as enlargement of mesophyll cells, increase in the number of chloroplasts in them and
chlorophyll content in the light-harvesting complex, stabilization of the rate of photosyn-
thesis, transpiration and stomatal conductance of leaves, reduction of the water content
of tissues. Probably these changes enhance the cold tolerance of plants. In the presence
of cadmium the cold tolerance of leaves decreased and the toxic effects of cadmium de-
veloped as the impact continued: the growth of mesophyll cells stopped, the number of
chloroplasts in them decreased, the content of photosynthetic pigments in the leaves de-
clined, there appeared signs of chlorosis. In a combined treatment, cadmium prevented
the development of some adaptive responses to low temperature (enlargement of cells
and increase in the number of chloroplasts in them), whereas the cold partially dampened
the toxic effects of cadmium on the pigment apparatus of the plants and prevented the
development of chlorosis. Our results thus show that the response of wheat plants to the
combined effect of low temperature and cadmium is significantly different from their reac-
tion to these stressors acting individually.

Keywords: Triticum aestivum L.; low temperature; cadmium; water metabolism; pho-

tosynthetic apparatus; cold tolerance.

BBepeHune

Hnskas Temnepatypa n Tsaxenble MeTabl,
B YaCTHOCTM KaAMWI, OTHOCATCA K dakTopam,
HEraTMBHO BAUSIOWMM Ha PaCTEHUS U OrpaHnYn-
BalLWMM X POCT 1 pacnpocTtpaHeHue [Ruelland,
Zachovski, 2010; Theocharis et al., 2012; Hosei-
ni, Zargari, 2013; TutoB 1 ap., 2014]. Kaxabin n3
3Tnx pakTopoB CNOCcObBeH Oka3biBaTb CYLLECTBEH-
HOe BNUSIHWE N Ha Opyrue OCHOBHble PU3NOSIO-
rmyeckme npoLLecChl pacTeHWUI, BKIIOHAS BOOHbIN
obmeH n ¢potocmHTes [Ruelland, Zachovski, 2010;
Theocharis et al.,, 2012; KaszHuHa, Tutos, 2013;
Tran, Popova, 2013]. B npnpoaHbIX YCIOBUSAX OHU
[OCTaTOYHO 4aCTO BO3OENCTBYIOT Ha pacTeHus
OOHOBPEMEHHO, HanNpuMep, B CEBEPHbIX pano-
Hax Ha TeppuTopusaXx, Npunexawyx K KpPynHbIM
MPOMBILLNIEHHBIM  NPEanpUaTMaM, aBTOCTpagam
M T. O. TeM He MeHee CBeAEeHUss O COBMECTHOM
0EeCTBUM yKa3aHHbIX CTPecCc-pakTopoB HA OCHOB-
Hble U3MoNornMyeckne MNpPoLEeCcChl B U3BECTHOM
HaMm nuTepaTtype HEMHOro4YucrieHHsl [Fapmatly,
[onosko, 2009; PenkuHa u ap., 2014], XxoTa OHM
MOrnu Obl pacLIMPUTb CYLLECTBYOLLME NpeacTaB-
JNIEHNS1 O 3aLUTHO-MIPUCNOCOOUTESNBHBLIX peakum-
X pacTeHuin, obecnevymBatoLLLNX NX YCTONYNBOCTb
B YCNOBUAX OOHOBPEMEHHOrO [OENCTBUS OBYX
1 6onee CTPECCOPOB Pa3HOM NPUPOAbl. YUnThiBas
3TO, Mbl MPOBENN CPABHUTENIbHOE N3YYEHME ANHA-
MWKM nokasaTener BogHOro oomMeHa, akTMBHOCTU
doTocuHTeTMHeckoro annaparta (PCA) n xonono-
YCTOMYMBOCTU Yy MPOPOCTKOB O3MMOWM MLEHMNLbI
npwv pasgesnbHOM U COBMECTHOM OENCTBUN HN3KOM
TemnepaTypbl 1 KagMUs.

Martepuanbsl n meToAabl

VccnepoBaHus BbIMOMHEHbI HA NPMOOPHO-aHa-
nitnyeckon 6ase LleHTpa KONNEKTMBHOIMO Mosb-
30BaHMA HayyHblM o06opygoBaHnem WHcTuTyTa
ovnonorum KapHL, PAH «KomnnekcHble ¢yHaa-
MEHTasbHble N NPUKNaAHbIE UCCNeaoBaHNSA OCO-
OeHHOCTEN OYHKLMOHMPOBAHUS XUBbLIX CUCTEM
B ycnosusx CeBepa».

OnbITbl NpoOBOAMAN C MNPOPOCTKAMU O3UMOW
nweHunubl (Triticum aestivum L.) copta MocKoB-
ckas 39, BbIpaLLLEHHbIMUY B PY/IOHax GunbTpoBasb-
Ho 6ymaru Ha nuTaTenbHOM pacTBope ¢ fobaene-
HUEM MUKPOJSIEMEHTOB B KAMEPE MCKYCCTBEHHO-
ro KnvMmaTa npu TemnepaTtype Bosayxa 22 °C, ero
OTHOCUTENBHOW BRaxHocTn 60-70 %, ocBeLleH-
HocTn 10 knk, potonepmnoge 14 4. Mo gocTuxe-
HUM HEeOEenNbHOro BO3pacTa NPOPOCTKM B TeYeHne
7 cyT nogseprann OencTBMIO HU3KOW 3akanuBa-
towen Temnepatypbl 4 °C nnun cynbdarta kagmus
(100 mkM), a Takke nx COBMECTHOMY AOENCTBUIO,
COXpaHss NPoYMEe YCNOBUS HEN3MEHHBIMU.

VMIHTEHCMBHOCTb TpaHCOMpPaUUU, YCTbUYHYIO
NPOBOAVIMOCTb M CKOPOCTb POTOCUHTESA NIUCTb-
€B 13y4YasiM C MOMOLLbIO MOPTATUBHOM DOTOCUH-
TeTnyeckon cuctembl HCM-1000 (Walz, Tepma-
Hus). OBOAHEHHOCTb TKaHEW paccyMTbiBanM Mo
obwenpuHaTon dopmyne [PoroxuvH, PoroxuHa,
2013]. CopepxaHne xnopodunnos UsMepsnm Ha
cnektpodoTomeTpe CP-2000 (CnekTp, Poccus)
B cnupTtoBon BbITsxke [Lichtenthaler, Wellburn,
1983]. Jonto xnopodunnnos B CBETOCOOMpPALOLLLEM
komnnekce (CCK) OT ux CymMMmbl paccymTbiBanu
C YY4E€TOM TOr0, YTO BECb XJ1I0pOPuUIa b HaxoguT-
csa B CCK, a oTHoweHune xnopodwunnos a/b B CCK
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DKCTIOIMINA, 1

Puc. 1. PaznensHoe 1 CoOBMECTHOe BnusiHne temnepatypsbl (4 °C) n kagmus (100 MkM) Ha MIHTEHCUMBHOCTb TPAHCMM-
pauuu (a) n yCTbUYHYKO MPOBOANMOCTbL (6) NMMCTLEB MLUEHULbI

paBHo 1,2 [Lichtenthaler, 1987]. NamepeHue kne-
TOK Me3odunna 1 NoOACYET Yncna X10ponaacToB
B HMUX MPOU3BOAMAN B MaLLEPUPOBAHHOM CyCMEH-
3um NUCTbEB [FaBpuneHko, Xuranosa, 2003].

O Xx0nogoyCTOMHYMBOCTM JIUCTBEB CYyAUAU MO
Temnepatype (JIT, ), Bbi3biBatowen rnéens 50 %
nannucagHblX KNeToK MapPEeHXUMbl JIMCTOBbLIX Bbl-
Cce4yek nocne mx 5-MUHYTHOrO NMPOMOPaXMBAHMUS
B TEPMO3NEKTPUYECKOM  MUKPOXONOANIbHUKE
TXP-02/-20 («MHTepm», Poccus) npym nocneposa-
TENIbHOM U3MEHEHNM TEMNEPaTypPbl C UHTEPBANIOM
0,4 °C [banarypoBa u ap., 1982]. XXusHecnocob-
HOCTb KJIETOK ONpeaensnn ¢ NOMOLLbIO CBETOBOIo
Mukpockona Mukmean-2 (JIOMO, Poccusi) ¢ 06b-
ekTneoM 40X N0 AeCTPYKLMKN XJTIOPONIaCcTOB U KO-
arynaumMm uMTonaasmel.

[MoBTOPHOCTL B npegenax OTAENbHOro Onbl-
Ta npu OLEHKE YCTONMYMBOCTU U yKa3aHHbIX BblLLE
GU3N0I0rMYeckmMx  nokasaTtenenm  cocrtasnsna
3-6 pa3. Kaxabin onbIT NOBTOPSAIM HE MeEHee
3 pas. [nsa onpeneneHns pasmepos KIeToK 1 noa-
cyeTa KONMYecTBa XJI0POMNAaCTOB B HUX B KAXA0M
BapuaHTe onbita aHanmauposann 80-100 knetok

Me3zodwunna. B tabnuuax n Ha rpadpukax npuse-
OeHbl cpegHne apudMeTUYecKme 3HaAYEHUS U X
CTaHgapTHble owmnbku. B ctatbe oOcyxpgatoTcs
BENMYMHbI, 4OCTOBEPHbIE Npu p < 0,05.

Pe3ynbTaTtbl

WHTEHCHBHOCTL  TpaHcnupauuu, YCTbU4YHasi
npoBOANMOCTb U OBOAHEHHOCTb TkaHer. Vccne-
[OBaHMS Nokasanu, YTo Nnoj, BAMSHMEM Temnepa-
Typbl 4 °C TpaHCcnupaums 1 yCTbMYHas MPOBOAM-
MOCTb JIMCTbEB MLUEHNLbI 3HAYNTENBHO (Ha 60 %)
CHMXAOTCS yXe B NepBble Yacbl ONbITA, HO B Aasb-
HelweMm (Ha 2-4-e cyT) OCTalTCHd NPUMEPHO Ha
TOM >X€ YPOBHE, a K 7-M CYT AaXe HEMHOro BO3-
pacTatoT (puc. 1). Kagmuii (npu 22 °C), HanpoTuB,
Bbi3biBasl HeOOJbLLIOE YBENNYEeHWEe nokasaTenen
B TEYEHME NEPBbIX CYTOK OMbITa, 8 3aTEM OHU CHU-
xanmcb go 80-90 % OT MCXOOHbIX 3HAYEHUN (CM.
puc. 1). NMpy COBMECTHOM OeNCTBUN HU3KOWN TeM-
nepaTtypbl 1 KaoMusi U3MEHEHUS TpaHCNUpaumn
N YCTbWUYHOI MPOBOAMMOCTU JINCTLEB ObINN CXO-
XN C UX naMmeHeHmamun npu 4 °C: cywecTBeHHoe
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Puc. 2. PazpnenbHoe 1 COBMECTHOE BNMsiHUE Temnepatypbl (4 °C) n kagMus (100 MkM) Ha MIHTEHCMBHOCTb GOTOCKH-
Tesa (a) M cymMmapHoe cogepxkaHue xaopodunnos (6) B IMCTbAX MLEHWLb

CHWXEHMe rnokasarenieri nponucxoausio B nepsble
yacbl onblTa, a K 7-M CcyT Habnoganacb nx ctabu-
nmsaumnsa (cm. puc. 1). OBOOHEHHOCTb TKaHEn no-
6eroB 4OCTOBEPHO CHMXanachk Nog, BAUSHNEM HU3-
KOW TemnepaTtypbl U NpY COBMECTHOM OENCTBUMU
cTpecc-¢akTopoB (K 4-7-M CyT onbiTa), a B Nnpu-
cyTCcTBUN KagMuns npu 22 °C 3TOT nokasaTtesib 0C-
TaBaJiCs Ha YPOBHE UCXOOHbIX 3HAa4YeHnin (Tabn. 1).

Tabavua 1. Pa3genbHoe 1 COBMECTHOe BNnsHue
Temnepatypsbl (4 °C) n kagmusa (100 mkM) Ha
OBOAHEHHOCTb TKaHei nodera neHuLbl

akenosnums, 4 OBogHeHHOCTL nobera, %
4°C Cd 4°C+Cd
0 89,3+£0,4 89,3+£0,4 89,3+0,4
24 88,1+0,6 88,7+0,1 88,2+0,7
96 86,3+0,3*| 87,1+0,1 85,9+0,4*
168 85,1+0,3*| 86,8+0,1 85,1 +0,5*

WHTEeHCMBHOCTL OTOCUHTE3a U CcodepxXaHue
GOTOCUHTETNHECKUX MUTMEHTOB. WHTEHCUBHOCTb
GOTOCUHTE3aA JINCTBEB MLWEHWUbl N04 BUSHUEM

Temnepatypbl 4°C 1 npu ee COBMECTHOM [ENCT-
BMW C KQAAMMEM CHUXANACh B TEYEHME NEPBbIX CYTOK
onbITa, a 3aTemM NOCTENEHHO BO3pacTana, CoCcTaBnss
K KOHLy akcnepumeHTa 40 % oT ncxogHom (puc. 2, a).
Mopn, BnvsiHmem kagmust (npu 22 °C), HaobopoT, WH-
TEHCMBHOCTb OTOCMHTE3A YMeEHbLIanack (Ha 20 %)
TONBKO K 7-M CYT OnbiTa (CM. puc. 2, a).

YCTaHOBAEHO, 4YTO CyMMapHoOe COAepXaHue
XNopodUINOB B NIUCTbSAX MLIEHULbI BO3pacTano
B TE€YEHMEe MNEepBbIX HECKOJIbKMX CYTOK MpW BCEX
BMOax CTPeccoBOro Bo3gencteus (puc. 2, 6).
B panbHenwem (Ha 2-7-e cyT) 3adUKCUPOBAHO
CHUXEHME 3TOro nokasaTtesnsi, KOTopoe 6bIfIo Hau-
MeHee BbipaxeHo npu 4 °C (cm. puc. 2, 6). BaxHo,
4yTO yBEenuyeHue ponun xnopodunna B CCK otme-
YEeHO Kak Mpu pasfenbHOM, Tak U Mpu COBMECT-
HOM [OencTBMM cTpeccopoB (Tabn.2). OTMeTum
Takxe, 4TO B NpUCYTCTBUM Kaamus (npu 22 °C) Ha
4-5-e CyT OnbiTa y NPOPOCTKOB MLUEHULbl 3aduK-
CMpPOBaHbl BU3yasibHble MPU3HAKM X/10p03a, KOTO-
pble oTcyTcTBOBanM npu 4 °C 1 COBMECTHOM Aeit-
CTBUM CTPEeCC-(akTOpOB.

@



o4°C

C

BCd

B4°+Cd

VeToiuuBOCTh
K 5-Mun npomopamusannio (JITs).

0 1 5

24 48 96 168

DIKCO3ANNAA, 1

Puc. 3. Pa3penbHoe n cOBMeCTHOe BhvsiHMe temnepaTypbl (4 °C) n kagmusa (100 MkM) Ha X0/1010yCTONYMBOCTb

(J1T,,) KNETOK NMNCTHLEB MLIEHMLbI

Tabnuua 2. Pa3genbHoe 1 COBMECTHOE BINSIHNE
Temnepatypsbl (4 °C) n kagmusa (100 mkM) Ha
coaepxaHue xnopodunna B cBeTocobupatoLem
komnnekce (CCK) nweHunubl

Tabnuya 3. Pa3aenbHoe 1 COBMECTHOE BAUSIHNE
Temnepatypsbl (4 °C) n kagmus (100 MkM) Ha pasmepsbl
KNeTOK Me30dunna 1 YMCo XJI0OPOMIaCTOB B HUX

B JINCTbSAX MLIEHULLbI

3kenosnums, 4 Copepxanue xnopodunna s CCK,
% OoT 06LLEr0 cCoAepx)aHns xinopodunna
4°C Cd 4°C+Cd

0 52 52 52

1 50 53 55

5 57 55 57

24 54 56 57

48 57 55 57

96 55 55 58

168 56 56 57

Me3socTpyktypa k/1eTok. YCTaHOBNEHO, YTO Ha
4-7-e CYT HM3KOTEMMEepaTypHOro BO34AENCTBUA
B JINCTbSIX MLEHVLbI CYLLEeCTBEHHO YBENNYMBAIOT-
CA pas3Mepbl KINeTok Me3odwunnia, a OTHOLIEeHuEe
OJINHHON OCU KNETKU K KOPOTKOW MPW 3TOM CHU-
xaetcs (Tabn. 3), 4TO CBMAOETENbCTBYET O CMEeHe
dopMbl KNeTok Ha bonee okpyrnyto. oytn on-
HOBPEMEHHO 3HAYUTENIbHO YBEIMYMBANIOCh KO-
NINYECTBO XJIOPOMJIAcTOB B KJeTKax me3odwsnia
(cm. Tabn. 3). Kagmwuii, HezaBMCMMO OT COMyT-
CTBYIOLLEN TEMIMNepPaTypbl, HE Bbl3blBaJI UBMEHEHWUI
B pa3mMmepax n popMe KNEeTOK JIMCTbEB, a K KOHLY
onbiTa (Ha 7-e CyT) B HUX YMEHbLUANIOCb YUCIIO
xyfioponnacTtos (cMm. Tabn. 3).

YcronmymBocTe. ViccnepoBaHus nokasasnu, YTo
B Te4YeHWe MepBbIX ABYX CYTOK OMbiTa X0J0400YC-
TOMYMBOCTb MLEHULbl YBENUYMBanacb CXOLHbIM
obpa3om BO Bcex BapumaHTax onbita (puc. 3). Ho
B JasnbHenweM (Ha 3—7-e CyT) ANHaMmnKa yCTon4ym-
BOCTM 3aBucesna OT BUaa CTPeCcCoBOro BO34ENCT-
Bus. Tak, npu 4 °C yCcTOMYMBOCTb pOcna B TeHeHne
BCEro onbita, B NPUCYTCTBMM kagMus (npu 22 °C)
cHMxanacb K 4-M CyT, a NPy COBMECTHOM [ei-
CTBUM CTPEecC-PaKkTOpPOB — CHMXanacb K 7-M CyT
BO3AeNCTBUSA (CM. puc. 3).

aKkenosnums, 4 Mnowanb L/wW Konunyectso
KJIETOK, MKM? XN0pONIacToB
B K/IETKE, LUT.
4°C
0 324,6+9,7 1,9 10£0,1
24 367,3+21,7 1,7 10£0,3
96 505,9 + 11,4~ 1,5 13+0,3*
168 462,1+9,7* 1,5 13+0,2*
Cd
0 324,6+9,7 1,9 10£0,1
24 314,6+9,7 1,9 10£0,1
96 301,7+8,5 1,9 10£0,1
168 326,7+7,9 1,8 9+0,2*
4°C+Cd
0 324,6 +9,7 1,9 10£0,1
24 345,2+ 11,8 1,7 10£0,2
96 342,3+7,7 1,8 10£0,1
168 342,4+12,2 1,7 9+0,2*

lNpumeyarnmne. L/W — oTHOLLEHNE OJIMHHOW OCU KNEeTKN K
KOPOTKOW; *OTAN4MS OT MCXOLHOIO YPOBHS LOCTOBEPHbI
npu p < 0,05.

O6cyxaeHue

B pesynbtate wuccnenoBaHusi YCTaHOBJIEHO,
YTO Kak Npu pasfesibHoM, Tak U NMpy COBMECTHOM
0EeNCTBUM HU3KOW 3akanuBaloller Temnepartypbl
(4 °C) n kagmMus B cybnoBpexaatoLLei KOHLeHTpa-
umm (100 MkM) y pacTeHUI NweHnLbl MPONCXoanT
Lesblii psg M3MeHEeHU, KacatoLLUXCsl BOAHOro 00-
MeHa, aktuBHocTn PCA 1 Xonoa0ycTonINBOCTH.

Hanpumep, pe3koe CHMXeHue TpaHcnupaumm
MU YCTbUYHOW MNPOBOAMMOCTU JINCTbEB MLUEHULbI
B MepBble€ Yacbl OENCTBUSA HU3KOW Temrnepartypsbl
(cm. puc. 1), ckopee Bcero, cBs3aHo C GbICTPbIM
3aKpPbITUEM YCTbUL, — OLHOM U3 MepBbIX peakuuin
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pacTeHuin Ha oxnaxaeHue [Flexas, Medrano, 2002;
Mahadjan, Tuteja, 2005; Aghaee et al., 2011].
Y MHOrMx TensioNtoObmMBLIX KyNbTyp, Taknx kak da-
conb [Martzner, Comstock, 2001], nepeu [Dodd
et al., 2000], HekoTOopble copTa onuBbl [Péres-
Lopes et al.,, 2010], kykypy3a [Melkonian et al.,
2004], orypeu, [Lee et al., 2004] n puc [Yu et al.,
2006], aTOoT npouecc COMNpOBOXOAETCS CHUXe-
HVUEeM rpagueHTa BOOHOro noteHumana, T. €. BO3-
HUKHOBEHMEM amcbanaHca mMexzay NorfoleHnem
BOObl W TpaHcnupauuein, BCNeACTBME 4Yero Ha-
pyLLIAIOTCA MUHEpanbHOe nutaHme, GOTOCUMHTE3
1 pocT. B oTanume ot 3T0ro 60JbLWMHCTBO X0J10-
[OCTOMKMX pacTeHM CNoCObOHbI MOAMEPXKMBATH
rpagmeHT BOOHOro noTeHumana v npu 3akpbiTbiX
yctbuuax [Wilkinson et al., 2001; Reynolds et al.,
2005], a CHUXeHue TpaHcnmMpaumm U yCTbUYHOM
NPOBOAMMOCTU UX JINCTLEB NMO3BONSAIOT M3bexaTb
00e3BOXMBAHMS MPU MOHMKEHUAX TemnepaTtypsbl
[Mahadjan, Tuteja, 2005; Reynolds et al., 2005].
Crabunmzaumns 3TUX MPOLLECCOB MNpu oxyaxne-
HUM pacTeHuit 0ObIYHO COMPOBOXOAETCH U3Me-
HEHUSIMM MPOHMLAEMOCTUN KNETOYHbIX MeMbpaH
ons soabl [Beck et al., 2007] n ee nepepacnpe-
JeneHneM B KIeTke, B YaCTHOCTU, YMEHbLLIEHMEM
obbema BakyosM U «paspacTaHMeM» LmUTonnas-
Mbl [TpyHoBa, 2007], B KOTOPOM HakanaMBakTCs
caxapa v gpyrue ocmonutmkm [Jammbhaidi et al.,
2012; Klima et al., 2012], obnagatoLime Kpruonpo-
TEKTOPHLIMW CBOMCTBaMW, a Takxe AernapuviHbl
1 gpyrue 6enku, 3allmiiatoLLme KIneTo4YHble CTPyK-
Typbl OT U3NULLHKUX NOTepPb BoAabl [Verslues et al.,
2006], koTopble MAPOMCXOAAT MPU OXJAXAEHUN
(cm. Tabn. 1).

MccnepoBaHns nokasanu, YTO MHTEHCUBHOCTb
doTOCHMHTE3a TaKXe CHMXanacb TOSbKO B MNep-
Bble Yacbl OXNaXAEHUS MLWEHWUbl, a8 B AaNlbHEN-
lweM ocTaBasaCb Ha MOCTOSIHHOM YPOBHE (CM.
puc. 2, a). Ckopee Bcero, nogobHas ctabunusa-
LMa ckopocTu doTocuHTE3a 0BYC/oB/IeHa KOMM-
JIEKCOM afanTuBHBLIX PU3N0N0ro-BMOXUMUNYECKNX
N CTPYKTYPHO-DYHKLUMOHANbHBLIX n3MeHeHnin DCA
[Mupocnasos, 1994; Jlocb, 2005; TpyHoBa, 2007;
Ruelland, Zachowski, 2010; Benxwuk n gp., 2011,
2012; Theocharis et al., 2012], xapakTepHbIX ang
XOJIOOOCTOMKNX PacTEHUIN B YCIIOBUSIX OXJaxae-
HUA. OTOeNnbHO NOAYEepPKHEM, YTO MOoA, BAUSIHUEM
HWU3KOM TEMMNEPATYPbl MPOUCXOOUT CYLLECTBEHHOE
YBEJIMYEHNE XONOL0YCTOMYMBOCTU JINCTHEB MLUe-
HULbI, KOTOPOE Ha4YMHAETCS B MNepPBbIE Yachl ONbITa
1 NpoJosKaeTcs 40 ero KoHua (pwuc. 4; tabn. 4).
JlornyHo nonaraTb, YTO 3TOMY MPOLLECCY CNOCO0-
CTBYIOT 1 T€ 3aLlMUTHO-NPUCNOCOBUTENbHbIE peak-
UM (CHUXEHME OBOAHEHHOCTU TKaHeW, cTabunm-
3aumsl TpaHCnMpaumn, YCTbUYHOW MPOBOAMMOC-
TW, WHTEHCMBHOCTU (OTOCUHTE3A, YBENMYEHUE
copepxaHusa xnopodowunnos B CCK, ykpynHeHue

KNeToK Me3odwiiia U yBeIMYeHMe 4Ymcna xXJopo-
NaacToOB B HUX), KOTOPblE OTMEYEeHbl HAMW B KJ1eT-
KaxX 1 TKaHSIX NWEHWLLbI NPU OXNTaXAEHUN.

B npucyTCTBUM KaoMuUs OUHAMUKE N3YHEHHbIX
GU3MOoNoOrMyecknx nokasarenen CyLeCTBEHHbIM
obpa3omM oTnuyanacb oT TakoBow rnpu 4 °C (cm.
Tabn. 4). MNonyTHO OTMETUM, YTO B HaLUMX 3Kcne-
pYMeHTax Kagmui Obln Mcrnonb3oBaH B ¢gopme
cynbdata, 04HaKO BAMUSAHWE aHMOHa Ha GU3nNo-
flormyeckme npoLeccbl HaMy He Y4UTbIBaNoCh,
NMOCKOJIbKY MPU BHECEHUU COJIN B UCMOJIb3YEMO
KOHUEHTpaunMn OH He OKa3blBaeT Ha pacTeHus
ToKcmu4yeckoro aericteus [Kowalska, 2005].

Tabnuvua 4. KonnyectBeHHas OLEHKa U3MEHEHUN
HEKOTOPbIX GU3MNONOrNYecKkmx nokasaTtenemn y nieHuLbl
B 3aBNUCUMOCTM OT BUAA CTPECCOBOro BO3AENCTBUS®

[Mokasatennb Buabl cTpeccoBoro
BO3JENCTBUS
4°C Cd 4°C+Cd

TpaHcnupauus 53 94 46
YcTbuyHasi NpOBOANMOCTb 51 85 44
MHTEeHCMBHOCTL pOTOCHMHTE3A 43 78 38
Xnopodunnel a+b 78 73 73
KonnyecTtBo xn1oponnactos 130 90 90
Mnowapap knetok me3odunna 142 100 105
X0nopoycTon4ymBoCTb 153 115 119

lMpymMmevaHne. *3HadveHnsa nokasartenen npueeneHsl Ha
7-e cyT B % OT MCXOZAHOr0 YPOBHS, KOTOPbLIN MPUHAT 3a
100 %.

BnnsHne kagmMms Ha YCTbMYHYO MpPOBOAM-
MOCTb, TPaHCAMpaumio JNCTLEB M OBOAHEHHOCTb
noGeroB rMueHnUbl OKa3anocb Cflabo BblpaXeH-
HbiM. Ckopee BCero, kKagMuii B JaHHOW KOHLIEH-
Tpaunn He BbI3bIBAET CEPbE3HbIX HapPYLUEHUN
B BOOHOM oOMeHe nuweHuupl. CnocobHOCTbL noa-
OepXxmBaTb AOCTAaTOYHO BbICOKMI YPOBEHb MOKa-
3atefniei BOOHOro oOMeHa B YCNOBUAX OENCTBUSA
PasnNnyHbIX KOHUEHTPaLUNA KagMus oTMedyeHa ang
nweHunubl [Bichnoi et al., 1993] n gpyrmux 3nakos,
HanpumMmep, Tumodeerkn [batosa u ap., 2013], a4-
MeHs [Vassilev et al., 1998; KasHuHa n gp., 2011]
n puca [Uraguchi et al., 2009].

B Hawmx onbiTax yCTaHOBMIEHO, YTO NoA BAM-
AHMEM KaOMMUA CHMXAETCA MHTEHCMBHOCTb O-
TOCUHTE3a MweHuupl (CM. puc. 2, a), npekpawia-
eTcs POCT kneTok mezodpwunna (cm. Tabdn. 3), cy-
LEeCTBEHHO YMEHbLUAETCH YUCNO XI0POMnIacToB
B HMX (CM. Tabn. 3) n cogep>xxaHune xJ0podPuIos
B NIUCTbSX (CM. puc. 2, 6; Tabn. 4), NoABNAIOTCS
NPU3HaKM xnoposa. ITK pesysbTaTbl XOPOLLO CO-
rnacyloTcsa C nutepaTtypHbiMU OaHHbIMU, MO KO-
TOPbIM CHWXEHUE WHTEHCUMBHOCTU (OTOCKHTE3A
B MPUCYTCTBUM KaOMUS SIBNSIETCHA OCHOBHbIM NPO-
SIBJIEHNEM €ro TOKCMYEeCcKOoro AencTBma Ha pacTe-
Hua [Hasan et al., 2009; Hoseini, Zargari, 2013;
TutoB 1 ap., 2014], n cBa3aHO OHO, B YACTHOCTMH,
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C HEraTMBHbIM BAUSTHUEM KaAMMUA HA MUTMEHTHbIN
annapar, ynbTPpacTPyKTypy XJI0POMnaacToB M Ap.
[KasHuHa, Tutos, 2013; Tran, Popova, 2013; Wang
et al.,, 2014]. Hamun Takke nokasaHO, 4TO MpPO-
SIBNleHNe TOKCUYeCKMX 3PPEeKToB KagMusa B UC-
NMOJIb30BAHHOW KOHLEHTPaLUUM NPONCXOOUT NNLLb
Ha 3-7-e CyT onbITa, coBnagas no BPEMEHWU CO
CHVXXEHNEM XO0JI040YCTONYMBOCTM NUCTbEB. Be-
POSITHO, 3TO CBS3AHO C TEM, YTO Yy MLUEHULbI, KakK
N y BCex 31akoB, 6osblias YacTb KagMus 3amep-
XMBaAETCA B KOPHEBOW CUCTEME, KOTOpPasd CTaHO-
BUTCHA NepBbiM OapbepoM Ha MyTW MOCTYMNAeHus
kagMmusa B nncT [KasHuHa, Tutos, 2013]. OueBug-
HO, TONbKO Ha 3-7-e CyT BO3OENCTBMUA coaepxa-
HMe KaaMus B NIUCTbAX AOCTUrAeT YPOBHS, NPU KO-
TOPOM MPOSBASIOTCS €ro OCHOBHbIE TOKCUYECKMNE
addexThl [PenknHa n ap., 2012].

Ocobblli  MHTEpeCc nNpeacTaBAsalOT  OaHHble
O COBMECTHOM BAUSIHUN HU3KOW TemnepaTypsbl
N KagMnsa Ha BOAHbIM oOmeH n MCA nweHuLb.
Hamu yCTaHOBNEHO, 4YTO XapakTep W3MEHEHUsI
TpaHcAMpaumm, yCTbMYHOM MPOBOAVNMOCTU, OBO/-
HEHHOCTW TKaHEeN N MHTEHCUBHOCTU HOTOCUHTE3A
MWEeHNLbl MPYU COBMECTHOM OENCTBUN U3YHEHHbIX
cTpecc-dakTopoB Obl1 B LLESIOM TaknM Xe, Kak npu
4 °C, TO eCTb onpeaensncs AeicTBMemM Ha OCHOB-
Hble GU3MOoNornyeckmne NPoLECcChbl pacTeHUM rnas-
HbIM 06pa3om Temnepatypsbl (CM. Tabn. 4). OgHako
HEKOTOpbIE N3 N3YYEHHbIX Noka3aTenen npu cos-
MECTHOM [eNCTBUMN CTpecc-(pakTOpPoOB U3MEHS -
JNINCb Tak Xe, KaK 1 Noa, BANSHMEM KaaMusl, a UMEH-
HO npekpaLlancd pocT KJeToK mMe3odbwinia, CHU-
>KanoCh YMCIO XJIOPOMNIACcTOB B HUX U coaepXaHne
XN10pOdUNNIOB B IMCTBSAX (CM. puc. 2, 6; Tabn. 3, 4).
BaxHO, 4TO NpU3HaAKK XJ1I0P03a, Bbl3blBAEMbIE KA/ -
MWEM, He Habngannch NPY COBMECTHOM ero ein-
cTBUK C TemnepaTtypon. C 0gHOM CTOPOHbI, Takasi
peakuusi pacTeHnn MoxeT OblTb CBSiI3aHa C TEM, HYTO
B YCNOBUSIX OXJIXAEHUSI MTHTEHCUBHOCTb BCaCbIBa-
HUS BOAbI U BELLECTB KJIeTKaMu KOPHS CHUXaeTcsd
[Reynolds et al., 2005], noatomy npu 4 °C kagmMuin
nonagaeTr B JINCTbSt B MEHbLUEN KOHLEHTPaLMu,
yeMm npu 22 °C [PenknHa, 2014], n ero HeraTueHoe
BAIUSIHWE Ha MNUIMEHTHbI annapaT ocnabeBaer.
C npyron CTOPOHbI, N3BECTHO, YTO NOJ, BIUSTHNEM
X0s04a B KJIeTKax M TKaHAX MNeHuUbl peanmayeT-
CS KOMMJIEKC adanTUBHbIX peakuuii, HanpaBieH-
HbIX Ha noaaepxxaHune aktneHocTn OCA [TpyHOoBa,
2007; Ruelland, Zachowski, 2010; Benxuk n gp.,
2011, 2012; Theocharis et al., 2012], koTopble MO-
ryT NpensaTCTBOBATbL PA3BUTUIO XJI0P0O3a. YBenumye-
HVE XON0A0YCTOMHYMBOCTU MLUEHMULBI, MPONCX0As-
Lee nNpu 3TOM, TakKe CBUOETENbCTBYET B NOMb3Y
BbICKa3aHHOro NPeanosioXeHns 0 Pa3BUTUN HEKO-
TOPbIX TEMMEPaTYPO3aBMCUMbIX adanTMBHbIX pe-
akuuin npy COBMECTHOM OeNCTBUU CTPecC-¢hakTo-
POB Ha pacTeHus.

lMonyyeHHble pe3ynbTaTbl XOPOLLUO KOPPECMOH-
OVPYIOTCS C U3BECTHBIMU U3 NNTEPaTypbl AAHHbI-
MW O TOM, YTO NPV COBMECTHOM OENCTBUM CTPECC-
GaKkTopoB OEeNCTBME OOHOr0 M3 HUX MOXET 4Yac-
TUYHO CrAIaXuBaTb HEratMBHble addeKTbl APyroro.
[MokazaHo, HanpuMep, Y4TO 3acoJIeHVe YBENNYMBaET
YCTOMYMBOCTb POTOCUCTEM K TEMIIOBOMY LLIOKY [Lu
et al., 2003] u oxnaxgeHnuto [Cheng et al., 2014],
a TaKxke NpensTCTBYET Pa3BUTUIO HEraTUBHbIX 3-
dekToB 061y4eHnst Ha DCA 1 BbI3bIBAET YCUSIEHHOE
HakonneHune nponuHa [Cacirlar et al., 2008]. O6ny-
YeHVe pacTeHuin, B CBOKO O4epeb, CHUXKAET Hera-
TUBHbIE 3P DEKTHI 3ACONIEHNS, BbI3bIBas YCUNEHHOE
HaKOMJIEHNE HU3KOMONEKYNSPHbIX aHTUOKCUOAH-
ToB [PaatokuHa n gp., 2012]. CoBMecTHOe OeNCT-
BME HU3KOM Temnepatypbl U KaaMus Bbl3bIBAET
MEHbLUEE yBeNYeHNe NPOHNLAEMOCTM MeMOpaH,
4yeM UX 4EenCTBME No OTAENbHOCTU [JlykaTkKunH 1 ap.,
2003]. Kpome Toro, n3ameHeHue tTemnepaTtypbl Bbl-
pawmBaHns pPacTEHUMA YMEHbLUAeT HeraTuMBHOe
BAMSIHME KagMuUs Ha ApixaHue [[fapmaid, onos-
ko, 2009] n yBennymBaeT yCTOMYNBOCTb PACTEHNI
K pOTOUHIMONPOBAHNIO, BbI3BAHHOMY OENCTBUEM
Taxenbix metannos [Streb et al., 2008].

Kak nokasblBaeT aHanu3 nmTepaTtypbl, MNpu
COBMECTHOM [OEeNCTBUM HECKOJIbKUX CTpecc-dak-
TOPOB Ha PaCTUTENbHbIA OPraHU3M WX HeraTuB-
Hble 9 PEKTbl MOIYT HE TOJIbKO HUBENPOBATHLCH,
HO 1 cymMmuMpoBaTbCs. Hanpumep, cCoOBMeCTHoe
pencteme UV-B ob6nyyeHus v Kagmusi Bbl3biBa-
eT 6onee cusibHoe MHrMbrpoBaHne GOTOCUCTEM,
yeM ux paspenbHoe pgenctBue [Prasad et al.,
2004]. CxogHble pe3ynbTaTbl MOAYYEHbI MPU NU3Y-
4YeHUM 3aCOoNeHNs N TaXeNblX MeTannos [Ma et al.,
2012]. CymmupoBaHue apheKTOB HU3KOM TeMne-
paTypbl 1 KaAMUSA YCTAHOBIEHO B UCCNEA0BAHUNAX
VX BAVSIHUSA Ha POCT pacteHui [Fapmald, FonoBkKo,
2009; PenkuHa n gp., 2014]. B uenom Hawm pe-
3ynbTaThbl U NIUTEPATYPHbIE AAHHbBIE FOBOPAT O TOM,
4YTO peakuuss pacTeHUn Ha COBMECTHOEe (OAHO-
BPEMEHHOE WAW NocnefoBaTesibHoe) OeNcTBue
CTPECCOPOB MOXeT ObiTb pasnuyHoi. OHa 3aBu-
CUT OT MPUPOAbI CTPECCOPOB, UX O03bl, COMyT-
CTBYIOLLMX YC/IOBMIA U BO MHOIMX Cly4asx OTamMya-
€eTCs OT peakuun Ha JeNCTBUE TEX Ke CTPEeCCOPOB
No OTAENbHOCTM.

3aknio4yeHue

[MpoBeneHHbIEe ncCnenoBaHUA Mnokasanu, 4To
Kak npu pasgesibHOM, Tak 1 Npy COBMECTHOM LEWN-
CTBUW HU3KOW TeMNepaTypbl U KAOMUS Y pacTeHUN
MWEeHUUbl pPas3BMBAETCH KOMIMIEKC W3MEHEHUN,
3aTparvBalolWmMx OCHOBHble  GU3N0IOrnyeckmne
NMPOLLECChl, B YaCTHOCTWU, BOAHbLIN 0OMEH, ¢oTo-
CUHTE3 N POPMUPOBAHME XOJOL0YCTONHMBOCTN.
XapakTtep npoucxogswmx npu 3TOM WU3MEHEHUI
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onpegenseTca BUOOM CTPECCOBOro BO34eNCTBUS,
N ecnu nojg BAWSIHUEM HU3KOW 3akanuvBsatoLlen
TeMnepartypbl MPOUCXOAUT ajanTaumsi pacTeHun
K xonoay, To B npucytcteun kagmus (100 mxM) no
Mepe yBeNMYeHUs1 NPOLAOIKNUTENbHOCTU ero Aen-
CTBMS PA3BMBAIOTCHA TOKCUYECKNE 3P deEKThI, CBA-
3aHHble B OCHOBHOM C €ro BAnsiHnemM Ha GOTOCUH-
TeTndeckmn annapart pacteHui. [Npn COBMECTHOM
0EeNCTBUN yKadaHHbIX (HakTOPOB KaaMUn NpendT-
CTBYET PasBUTMIO HEKOTOPbLIX TemMnepaTtypo3aBu-
CUMBbIX 24anTUBHbIX Peakuui (yBennyeHne pasme-
pPOB KNeTok me3odunna m 4mcna XaopornsaactoB
B HUX), a HU3Kad TemMnepartypa, B CBOIO o4epeb,
4YaCTUYHO HMBENMPYET TOKCMYEeCKoe BAVSHME Kaa-
MUS Ha MUTMEHTHBIN annapaT pacTeHUA.

duHaHcoBoe obecrie4eHne uccaenoBaHui
OCYLLECTBJISIZIOCL U3 CPEACTB ¢enepasbHoro
6romxeTa Ha BbIMOJIHEHUE rocyaapCTBEeHHOro 3a-
naanus no teme N2 0221-2014-0002.
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