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BJINAHUE BO3PACTA JINCTA HA YCTOU4YNBOCTb
®OTOCUHTETUYECKOIO ANMNAPATA PACTEHU K KAOMUIO

H. M. KazuuHa, A. ®. Tutos, I'. @. JlaignHeH, 0. B. BatoBa

UHcTuTyT Bronorum Kapenbckoro Hay4Horo ueHTpa PAH

B ycnoBusix nabopaTtopHOro onbita Ha npumepe sumeHs (Hordeum vulgare L.) n3y4eHo
BJIMSIHME BO3pacTa IMCTa Ha YCTOMYMBOCTb pOoTOCUHTETUYEcKoro annapaTa (PCA) pacte-
HWIA K NOBbILLEHHOMY cofepxaHuio kaamus (100 mkM) B kopHeobutaemoin cpene. MNocne
4-pHEBHOW 9KCMO3MLUMM Ha pacTBOPE C METa/INIOM Y MOJIOAOro IMCcTa Npy HanbosnbLuei
KOHLIEHTPaLMN B HEM KaaMNS CHUXAETCS coaepXaHne 3eeHbIX MMIMeHTOB, 3aMeanseT-
CS CKOPOCTb 3J1EKTPOHHOI0 TPAHCNOPTa, YMeHbLIAeTCH GOTOXMMNYECKOE TyLLeHne (nyo-
pecueHuMn xnopodwunna, ogHako 6narogapst GyHKUMOHMPOBAHMIO 3aLLUTHBIX MEXaHN3-
MOB MHTEHCUBHOCTb GOTOCMHTESA NOAOEPXKMBAETCS HA YPOBHE KOHTPOA. B 3penom nuc-
Te, rAe KONMYeCTBO MeTasna 0ka3anoCh HAMMEHBLLVM, UHIMOMpPYIoLLLee AENCTBME KaAMUNS
Ha akTnBHOoCTb PCA He NpPOSIBNSIETCH, 8 MHTEHCUBHOCTb (DOTOCMHTE3A MOBLILLIAETCS.
B crapetowiem nmcte nNpu OOBOSILHO 3HAYMTESIbBHOM COAEepXaHuM B HeM mMeTanna 60/b-
LUMHCTBO M3Yy4eHHbIx napameTpoB MCA yMeHbLLIAITCH U CKOPOCTb GOTOCMHTE3a 3aMe-
naetcsa. CoenaH BbIBOA, O TOM, YTO pasnnyns B oTBeTHOM peakummn PCA Ha geiicTBue Ka-
MWA Y INCTLEB PA3HOro BO3pacTa CBA3aHbl C Pa3HbiM CoAepXaHMEM B HUX MeTasnia u co
CTPYKTYPHO-(PYHKLUMOHANBHBIMA  U3MEHEHNSAMU, MPOUCXOOALLUMMMN B KJETKax W TKaHAX
B NpoLecce OHTOreHesa JINCcTa, 4TO, NO-BUAMMOMY, SBASIETCS OOHMM U3 MEXaHU3MOB Me-
Ta/NIOYCTOMHYNBOCTU PACTEHNN, GYHKLIMOHNPYIOLLIMM Ha YPOBHE LIENIOr0 OpraHm3ma.

Kniwo4yesble cnoBa: Hordeum wvulgare L., Bo3pacT nucra, GOTOCUHTETUYECKUIA
annapar, KaiMUiA.

N. M. Kaznina, A. F. Titov, G. F. Laidinen, Yu. V. Batova. EFFECT OF
LEAF AGE ON THE CADMIUM RESISTANCE OF THE PLANT
PHOTOSYNTHETIC APPARATUS

The effect of leaf age on the resistance of the plant photosynthetic apparatus (PSA) to high
cadmium content (100 um) in the root medium was studied in a laboratory experiment with
barley (Hordeum wvulgare L.) as the study object. After 4 days of exposure to the cadmium-
bearing solution, a young leaf, where the metal concentration was the highest, demonstrated a
decline in green pigment content, reduced electron transport rate and photochemical
quenching of chlorophyll fluorescence, but the rate of photosynthesis remained at the control
level owing to protective mechanisms. In a mature leaf, where cadmium content was the
lowest, no inhibiting effect of the metal on PSA was observed, and the rate of photosynthesis
increased. In an ageing leaf, where the metal content was quite high, most of the investigated
PSA parameters declined and photosynthesis slowed down. We conclude that the distinctions
between leaves of different age in the way their PSA responded to cadmium were related to the
metal content in them and to the structural and functional modifications that take place in the
cells and tissues during the leaf ontogeny. Presumabily, this response is a mechanism of the
plant metal resistance which involves the whole plant.

Key words: Hordeum vulgare L., leaf age, photosynthetic apparatus, cadmium.
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BBepeHune

OOH1M 13 cambIX BaXHbIX OTINYMIA pacTEHNI OT
>XXVBOTHBIX SABNSIETCS UX CNOCOOHOCTb K MOCTOSIHHO-
My POCTY U HOBOOOPa30BaHWIO OPraHOB B TEYEHME
Bcero oHtoreHesa [[Moneson, Canamatora, 1991].
Hanbonee oT4eTNMBO 3TO NPOC/EXMBAETCA Ha Nn-
CTbsIX, GOPMMPOBAHME KOTOPbLIX APOUCXOAUT MO-
CTENEHHO NO Mepe pocTa pacTtenus. Npn aTom nu-
CTbSl PA3HOr0 BO3pPacTa, HaxoAsLMECS HA OOHOM
pacTeHnn, 3aMeTHO OT/IMYaKTCA OpYyr OT Apyra ue-
NbIM PSAOM CTPYKTYPHbIX M PYHKUMOHASIbHbIX Xa-
PaKTEPUCTUK, ONPEAENAOLWLNX MHTEHCUBHOCTb NPO-
XOOSALMX B HUX MeTabonnyeckux npoueccos [Mok-
poHocoB, 1981]. B yacTtHOCTW, MO Mepe pocTa 1
pPasBUTUSA NNCTA UBMEHSIKOTCS ero aHaToMo-Mopdo-
nornyeckas n mesoctpykrypa [MokpoHocos, 1981],
yNbTPacTpyKTYypa nnactug, [Skorzynska-Polit,
Baszynski, 1997], copepxaHne ¢OTOCMHTETMNYE-
ckmx nurmeHtoB [Greer, Halligan, 2001; Zhang
et al., 2008], ckOpOCTb 3NEKTPOHHOIO TpaHcnopTa
[ByxoB, 1997], akTMBHOCTb HGEPMEHTOB, Y4aCTBYIO-
KX B TeEMHOBOW dase poTocuHTe3a [Zima, Sestak,
1979], vHTEHCMBHOCTL camoro npouecca [Miller
etal., 2000; Xie, Luo, 2003].

M3BECTHO Takxe, 4YTO CTPYKTYPHO-PYHKUMO-
HaNbHbIE Pa3N4YMS, CBA3aHHbIE C BO3PACTOM JINC-
Ta, OKasblBAOT OnpeaesieHHoe BAUAHNE U Ha YC-
TonumeocTb PCA K HebnaronpusaTHbIM (akTopam
BHeLwHeln cpepl [BbparvHa n gp., 2004; Xu et al.,
2008]. MNMpwv aTOM NpegnonaraeTcs, 4YTo U3SMEeHeHne
B CTPECCOBbIX YCN0BUAX akTUBHOCTM (PCA y NnncThb-
€B pasHOro Bo3pacTa sIBNSeTCS OOHUM N3 BaXKHbIX
MEexaH13MOB aganTaunmn pacTeHnin, AeNCTBYIOLWNM
He TOJIbKO Ha KJIETOYHOM, HO U Ha OPraHHOM U Op-
raHM3MEHHOM YPOBHSIX opraHm3auun [HectepeHko
n aop., 2001]. OgHako 3KCnepuMeHTaNbHbIX OaH-
HbIX, NOATBEPXAAOLLMX 3TO, KpariHe Mano.

YuntbiBas BbILLEN3NOXEHHOE, LUEesbio AaHHOM
paboTbl SABUNOCb W3Yy4YEeHUE BIMSAHUS BO3pacTa
nmcTa Ha ycTtoinumBocTb PCA pacTeHuin K OaHOMY
13 Hanbosee CUJIbHbIX CTPECCOBbLIX BO3AENCTBUM
XUMMYECKOM NPUPOoabl — NOBLILLIEHHOMY CcoaepXa-
HUIO KaaAMUS B KOPHEOBUTAEMO cpeae.

MaTtepuansbi nu metoabl

WccnepoBaHus npoBeneHbl C UCMOSIb30BAHU-
eM nNpubopHOo-aHanMTuieckon 6a3bl LleHTpa kon-
NIEKTUBHOIO MOJSIb30BaHUS HayyYHbIM 060pynoBa-
Huem VB KapHLL PAH.

B kauecTBe 00beKkTa UccrnenoBaHUin UCMNOJb-
30BaNN pacTeHus gumeHa copTa 3asepckuin 85
(Hordeum vulgare L.), kOTOpble Bblpalimeann B
YCNOBUSAIX KOHTPONIMPYEMOW Cpefbl B NeCYaHOM
cybcTpaTte npu Temnepartype Bosayxa 20-22 °C,
ocBeweHHocTn 10 knk n dortonepmoge 14 u.

Mpn pocTuxeHnn pacTeHuaMu ¢asbl Havana
3-ro nucta nx NepeHoCUIn B N1acCTUKOBbIE KOH-
TeilHepbl (06beMoM 2 n) Ha NUTaTeNbHbINA pac-
TBOp KHONa ¢ pno6aBneHnem MUKPO3SIEMEHTOB
(KOHTpONb). B ONbITHOM BapuaHTe K NuTaTesb-
HoMy pacTBopy pgobasnsnm 100 mkM kagmus
B ¢dopme cynbdarta. Hepes 4 cyT akcnos3numm
B 9TUX YC/IOBUSX NOC/E pa3BOpayMBaHus y pac-
TEHM 3-ro nmMcTa Oonpeaensanu copepxaHue
KagMuss B KOpHe, nobere M NUCTbAX Pas3HOro
BO3pacTa: ctapetowero (1-ro ot ocHoBaHus no-
6era), 3penoro (2-ro ot ocHoBaHusa nobera, 3a-
KOH4YMBLUEro PoOCT) U mMonoaoro (3-ro Ot OCHO-
BaHMA nobera, NPoAo/KaKOLLEro pocT), a Takxke
HOTOCUMHTETUYECKYIO aKTUBHOCTb JINCTLEB.

KonnuyecTtBeHHOE onpeneneHne kagMms B KOp-
HSX, CTEONSAX U INCTbSIX pacTEHMIA MPOBOANIN Me-
TOOOM WHBEPCUMOHHOW BOJIbTAMMEPOMETPUN C UC-
nonb3oBaHuem nonsporpada ABC-1.1 («Bonbta»,
Poccus). O coctosHnm PCA nncTbeB pasHOro BO3-
pacTta cyounm no crnenylowmm nokasaTtensm: nio-
Wwanb TMCTOBOWM NAACTUHKKN, COAEPXKAHNE 3eN1IEHbIX
W XENTbIX MUrMEHTOB, A0S XJIOPOPUIINIOB B CBETO-
cobupatoLyx koMmnnekcax, apPekTUMBHOCTb pabo-
Tbl @oTocuctemsl Il (PC II) n ckopocTb GOTOCUHTE-
3a. lMnowanb AMCTOBOM MAACTUHKN PaCCHYMTbIBaIN
no ¢dopmyne S = 0,661d, roe | — gnrHa nucta (cm),
d — wmpuHa nucta (cm) [AHukmnes, Kytysos, 1961].
CopnepxaHune xnopodpunnos (a n b) n KapoTUHOU-
0OB onpenensnn crnektpodoTOMETPUYECKN, SKC-
Tparnpys nx 80%-m auetoHom. Jonto xnopodpuin-
JI0B, HAXOASLLMXCS B CBETOCOOMPAIOLLIMX KOMMIEK-
cax, OT nx oOLLEero KonM4yecTsa paccymTbiBanv Mo
NuxtenTannepy [Lichtenthaler, 1987]. KBaHTOBYlO
adpdektnHocts MC Il (Fv/Fm), ckopocTb anek-
TpoHHoro TpaHcnopta (ETR), a Takke koadpduum-
eHTbl poToxummyeckoro (gP) mn HedboTOXMMUYeE-
ckoro (NPQ) TyweHnsa ¢pnyopecueHumn xnopodus-
na onpeaensinn B IMCTbsAX, aAanTUPOBaHHbIX K TEM-
HOTe, ¢ nomoLbio pnyopmumeTtpa MINI-PAM (Walz,
epmaHus). IHTEHCMBHOCTb GOTOCUMHTE3A OLLEHU-
Ba/iM C NMOMOLLBIO YCTAHOBKM AN UCCRenoBaHUs
CO,-razoobmerHa HCM-1000 (Walz, l'epmaHus).

MOBTOPHOCTL B MNpedenax OAHOro BapuaHTa
onbiTa BapbMpoBana B 3aBUCUMOCTU OT nokasarte-
ng o1 5 0o 20 pacTeHnin, Kaxaplh ONbIT MOBTOPSAN
Tpwxabl. B Tabnnuax n Ha pucyHke NpeacTaBeHsbl
CpedHue 3HayYeHUs N UX CTaHAAPTHbIE OLIMOKMU.
O [OCTOBEPHOCTM PA3NUUUA Cyaunm ¢ NOMOLLbIO
kputepusa CtelogeHTa npu P < 0,05.

Pe3ynbTathbl

AHanna cogepXxaHus KagMus B KOpHSX, cTeb-
JISX U NINCTbAX Pa3HOro Bo3pacTta y pacTeHui
SIYMEHS rmokasas, 4To ocHOoBHas 4acTtb (80 % ot
o6LLero konmMyecTea) NOCTYNUBLLENO B pacTeHne

113



MeTanna 3azepxuBanacb B KOpHaX (tabn. 1). g 16 7
OnHako HEKOTOPOE ero KoAM4YecTBo nNonagano B E 144 1 2
Hag3eMHble OpraHbl U pacnpenensnocb Tam = 12
cnepyowmm obpasomM (B nopsiake yobiBaHUS): 2., 10-
ctebenb > MONOAON NUCT > CTapelowmini TNCT > ,ng g 1
1 W
3penbin INCT. & % 64
=]
n = 4 -
Tabauua 1. CopepxaHne KagMus B opraHax s4MeHs rno- @
cne 4-CyTO4YHOW 3KCMO3ULMM pacTeHWin Ha pacTBope 9 21
¢ kagmuem (100 mkM) E 0
Obran CopepxaHue kagmus, % oT 06LUero = MOSIOA0M 3PENBIA CTapEIol|HiA
P MKTr/I CbIPOro Beca KoJim4ecTBea
KopeHb 42,8 = 1,41 79,6 Tuer
Crebenb 7,59+0,16 14,1
Jner MHTEHCUMBHOCTE  DOTOCUHTE3A  JINCTLEB  SAYMEHS
cTaperoLyii éigiggg fg pasHOro BO3pacTa Mnocie 4-CyTOYHOW 3KCMO3ULMK
3penbint 7020, , acTeHwit Ha pacTBope ¢ kaamviem (100 MkM):
mononomn 1,45+0,03 2,7 P P P A ( )

Hanbonee BbICOKOE copepxaHue KagmMus B
MOI0A0OM NINCTE OMbITHLIX PACTEHUIA, MO CPaBHE-
HUIO CO 3pPESibIM U CTapeLWmM INCTbSIMU, COOT-
BETCTBOBaIO N BoJiee 3HAYUTENBHOMY CHUXEHUIO
(MO OTHOLLIEHWNIO K KOHTPOJIK0) B HEM 3€JIEHbIX MUr-
MeHTOB (Tabn. 2). B HECKONIbKO MeHbLUEN cTene-
HU copepXaHue xnopodunna CHUXaNoCb B CTa-
pelowemM nicTe, Torga Kkak B 3pefioMm anucTe goc-
TOBEPHbIX VU3MEHEHUI [AHHOro nokasaTtenss He
Habntopanock. OTMETUM Takxe, YTO TOJIbKO B MO-
N040M NINCTE yBENNYMBAIACH A0S XSI0POPUIIIOB,
Haxopawmxca B CCK. OTpuuatenbHoe BAnsHWE
KaZIMMS Ha coAep>XaHne KapoTUHOWAOB HE BbISIB-
neHo. bonee TOro, B MOIOAOM NMCTE OHO Oaxe
HECKOJIbKO YBENNYNBASIOCh.

1 — KOHTPOb; 2 — ONbIT

M3BecTHO, 4TO coctosiHe OCA pactenuii B
CTPECCOBbIX YC/IOBUSIX MOXHO Takke OUEHUTb Mo
N3MEHeHNO Mnokasatenein apdekTMBHOCT paboTbl
®C Il [HecTtepeHko, Cuapko, 1980]. B Hawwumx onbitax
B NMPUCYTCTBUN KaOMUS B 3PESIOM JINCTE U3YHEHHbIE
napameTpbl GryopecueHUMn xrnopoduinia He nsme-
HANUCb. B MONOAOM 1 CTaperoLLIEM NIUCTLAX OTMEYe-
HO HEKOTOpPOEe 3amensieHne (Ha 7 n 14 % cooTBeTCT-
BEHHO MO CPAaBHEHMIO C KOHTPOMEM) CKOPOCTU 31eK-
TPOHHOIO TPAHCMNOPTA U CHUXXeHme (Ha 6 u 12 %) do-
TOXVIMNYECKOTO TyLLeHUs1 (hnyopecLeHLmMn XIopo-
dunna (Tabn. 3). MNMpuyem B MONOOOM NINCTE OOHO-
BPEMEHHO C 3TUM yBENNYMBANIOCH (Ha 38 % no OTHO-
LEHNIO K KOHTPOJIIO) HE(POTOXMMUYECKOE TyLLEHUE,
4ero He NPOUCXOAWIIO B CTAPEIOLLEM NIUCTE.

Tabnmmuya 2. CopepxxaHne GOTOCUHTETUYECKUX MUTMEHTOB B JINCTbSX SYMEHS Pa3HOro Bo3pacTa nocne 4-CyTo4HoM

3KCMO3unLMM pacTeHnn Ha pacteope ¢ kagmuem (100 mkM)

et CopepXaHue NMrMeHToB, Mr/ I CbIpOro Beca CopepxaHue
chla | chlb | chla+b | car chl 8 CCK, %
KoHTponb
Monogoit 1,027 £ 0,002 0,316+ 0,003 1,343+ 0,002 0,329 + 0,001 51,3+0,5
3penbiii 1,174 £0,002 0,420 % 0,002 1,594 + 0,003 0,332+ 0,001 60,2+0,6
CrapeioLuii 0,791+ 0,002 0,231+ 0,001 1,022 0,002 0,326 + 0,001 49,6+0,3
OnbIT

Monogoit 0,953+ 0,001* 0,294 +0,002* 1,247+0,002* 0,341« 0,002* 53,9+ 0,2*
3penbiii 1,170 £ 0,004 0,421 0,001 1,591+ 0,004 ‘ 0,331+ 0,001 61,2+0,4
CrapeioLuii 0,735+ 0,004* 0,231 0,001 0,966+0,006* 0,325 0,002 50,1+0,3

lMpumedarme. 3pechb 1 B Tabn. 3: * — pa3nnums ¢ KOHTposieM A4ocToBepHbl npu P < 0,05

Tabnnya 3. HekoTopble nokasatenu gnyopecueHumn xnopodunna B JINCTbAX SYMEHSI Pa3HOro Bo3pacTta nocne

4-cyTO4YHOW 9KCNO3MLUMKM pacTeEHMI Ha pacTeope ¢ kagmuem (100 mkM)

et [Mokazatenn ¢payopecueHumm xnopodunna
Fv/Fm | ETR qP | NPQ
KoHTponb
Monopoi 0,744 + 0,006 71,60+2,09 0,906 + 0,020 0,642 + 0,023
3penbiii 0,714+0,018 54,18 + 1,50 0,735+ 0,029 0,583 + 0,020
Crapetowmii 0,707 £ 0,005 43,07 1,98 0,750+ 0,016 0,562 + 0,004
OnbIT
Monopoi 0,739+ 0,005 66,26 + 2,18* 0,848 £ 0,008* 0,886+ 0,027*
3penbiii 0,731 £ 0,005 56,48 + 0,86 0,725+0,016 0,530 + 0,041
Crapetowmii 0,713+0,016 37,10 £ 1,85* 0,660+0,011* 0,578 + 0,085
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BangHne kagmMmsa Ha WMHTEHCUBHOCTb OTO-
CMHTE3a TakXKe BO MHOMOM 3aBUCENO OT BO3pacTa
nucta (puc.). Tak, B MOA0AOM NINCTE Nocne 4-cy-
TOYHOW 3KCMO3NLUN PACTEHUI HA PacTBOPE C Me-
TanioOM OOCTOBEPHbLIX Pasfnynini C KOHTPONIEM B
CKOPOCTK MNpoLecca He Habnoaanoch, B 3pesiom
JINCTE WMHTEHCUBHOCTb (OTOCUHTE3A HECKONbLKO
yBenuumeanacb (Ha 11 % NoO CpaBHEHUIO C KOH-
TpoONeM), a B CTAPEWLWEM JINCTE, HAMpPOTUB,
yMeHbLianach (Ha 31 %).

OO6cyxaeHune

lMpoBeneHHOE mccnenoBaHME MoKasano, 4yTo
BO3pPACT JIMCTbEB OKa3blBAeT 3aMETHOE BAUSIHUE
KaK Ha HakonJieHne B HUX KaaMusl, Tak 1 Ha YCTON-
ynocTb ®CA pacTeHuin 9UMeHst K ero Tokcuye-
CKOMY OENCTBUIO.

Hanbonbliee KONM4YecTBO KaaMWUsi BbISIBIEHO
B MOJZIOOAOM NUCTE, B MEHbLLEN cTeneHn meTann
HakanJnBaeTCs B CTapelowem mcTe, a B 3pe-
JIOM INCTE €ro coaep>XaHme 0Kas3anoCb CaMblM
HU3KMM. AHanoruyHoe pacnpeneneHve Kagmus
MeXay pasHOBO3PAaCTHLIMU INCTbAMU paHee Obl-
10 0OHAPYXXEHO Yy pacTeHUn KyKypy3bl B MPUCYT-
CTBMM MeTanna B KOHuUeHTpauum 25 MkM
[Lagriffoul et al., 1998]. OueBngHO, BbICOKas
KOHUEHTpauus KkagmMms B MOJIOAOM nncTe oby-
CJ/IOB/IEHA ero CUbHOW aTTparnpytoLlen crnocob-
HOCTbIO, B pe3yfibTaTe Yero MeTtana nocrynaeT B
HEero He TONIbKO MO KCuJieMe U3 KOPHS, HO U No
dnosme [Page et al., 2006]. OTHOCUTENBLHO BbI-
COKO€e coaepXxaHue KagMus B CTapetoweM nnc-
Te, BO3MOXHO, OObACHSETCSH aKTUBHO PYHKLUMO-
HUPYIOLWMMN MEXaHU3MaMN AETOKCUKaumMn me-
Tanna, NoCKObKy 3TOT JINCT, HAPSAAY C KOPHEM 1
cTebneM, BbIMOMHAET 06apbepHylo  PYHKLUIO
[McKenna et al., 1993]. B pe3ynbtaTte B 3pesiom
NINCTE O0Ka3blBAeTCs HaWMEHbLIEE KONYECTBO
KagMusl, 4TO BaXHO C TOYKN 3PEHUA COXPaAHEHUS
BbICOKOW akTUBHOCTU ero ®CA, NOCKOMbkKy Ha
n3y4eHHor ¢dase pasBuUTUS PaCTEHM MMEHHO
3TOT JINCT CAYXWUT OCHOBHbIM OOHOPOM acCUMMU-
natoB [CbiTHMK 1 ap., 1978].

lMonyyeHHble pe3ynbTaTbl TakXe Mnokasanwu,
yto peakunsa MCA Ha gencTBme KagMmsa 3aBUCUT
HE TONbKO OT KOJIMYECTBA MeTanna B JINCTbSX,
HO 1 OT MX BO3pacTta. Tak, y MONOAoro JicCTa,
npu Hanbosiee BbLICOKOM MO CPaBHEHMUIO C ApYru-
MU NUCTbSAMM COOEPXaHUN B HEM Kagmus, B
Oonbluel CTeneHn CHUXaeTCsl KOIMYEeCTBO 3e-
NIeHbIX MNUIMEHTOB, 3aMennaeTca CKOPOCTb
9NIEKTPOHHOr0 TpaHcnopTa, ymeHbliaetcs ¢o-
TOXMMMNYECcKoe TylweHne dayopecueHummn Xio-
podunna. OgHAKO MHTEHCUBHOCTb HOTOCUHTE-
3a COXpaHsAeTCHa Npu 3TOM Ha YPOBHE KOHTPOJIb-
HOro BapuaHTa. Kak Wn3BEeCTHO, HeraTuBHOE

BINSIHME KaaMus Ha nokasaTtenn GOTOCUHTETU-
YeCcKOW aKTUBHOCTU B 3HAYUTENIbHOW CTEeneHu
CBA3aHO C €ro OenCcTBMEM Ha CTPYKTYPY MEM-

OpaH XJ1I0PONnacToB [Skérzynska-Polit,
Baszynski, 1997], ©6uocuHTe3 xnopodunna
[Molas, 1997] n aKkTMBHOCTb (POTOCUCTEM

[Vassilev et al., 2004; KagHuHa n gp., 2010]. Og-
HaKO HeNb38 He Y4YUTbiBaTb M BO3PACTHbIE OCO-
OEHHOCTM MOJI0A0ro, He 3aKOHYMBLUEro CBOM
POCT NINCTa, Y KOTOPOro nnacTuaHbIA annapat
elLle OKOHYaTeIbHO He chOPMUPOBAH, B KIleTKax
Me3oduana coaepXxuTcsl MeHbllee Nno cpaBHe-
HUIO Cc 6onee 3penbiMU JINCTbAMU KONIMYECTBO
XJI0PONAacTOB C He MOJIHOCTbIO Pa3BUTOI CUC-
Temonn membpaH [CbiTHUK 1 gp., 1978; Mokpo-
HocoB, 1981]. 3T0 TakXke MOXEeT OblTb OOHOM U3
NPUYNH YMeHblUueHnsa akTtuBHocTun PCA B npu-
cyTcTBUM Kagmusa. lMopaepxaHue Xe OTHOCU-
TeNbHO BbICOKOrO YPOBHA GOTOCUHTE3a npu
3TOM MOXHO, N0 KpanHeln Mmepe oT4acTn, 0b6bAC-
HUTb BO3pPacTaHMUeM A0Nu XI0POoPUINOB, HaAX0-
nawmxca B CCK, 4To cnocobCcTBYeT yCUNEeHUIo
cBeTocobupatolein yHKUMU MUIMEHTHOro an-
napata [LWepcTtHeBa u ap., 2007], a Takxe no-
BbllLEHMEM  HEPOTOXMMMUYECKOrO  TylleHus
dnyopecueHunm xaopodunna, NO3BONAOLNM
n3bexatb poTonoBpexaeHus AC Il npn cHuxe-
HUM HOTOXMMUYECKOrOo TyuweHus [Jleneayw um
ap., 2005]. B 3awuTte ot poTONOBPEXAEHUNA 3a-
METHYI0  pPOSlb  UrpalwT U  KapoTUHOUObI
[Choundhury, Behera, 2001], yBenn4eHue co-
OepXaHnsa KOTopbIX HabA0AAN0Ch B HALLMX 9KC-
nepuMeHTax B Monogom namcrte. Heobxoammo
Takxke OTMEeTUTb, YTO Noaaep>XaHNe MHTEHCUB-
HOCTU OTOCUHTE3a Ha YPOBHE KOHTPOJSIbHOrO
BapmMaHTa B MONIOOOM pPacTyLEM JINCTE MOXET
OblTb CBA3aHO U C BbICOKOW aKTUBHOCTbIO TEM-
HoBoil dukcauum CO, [MokpoHocos, 1981;
Cabello et al., 2006].

3penbii INCT, 3aKOHYMBLLWI CBOW POCT, 06-
nagaeTt Hanbonblue MIHTEHCUBHOCTbIO BCexX po-
TOCUHTETUYECKMX npoueccoB [MOKpPOHOCOB,
1981; Einig et al., 1999; Xie, Luo, 2003]. Bbico-
Koe coaepxaHue xnopodunnoB B Hem 00yCnoB-
NeHo 60/1bLLIMM YMCNIOM MOSHOCTbIO CHOPMUPO-
BaHHbIX U aKTUBHO PYHKLMNOHUPYIOLWMX XI0pO-
nnactoB [Lieth, Pasian, 1990]. NoMmumo aToro
3penbii  nct obnagaet Xopowo pPas3BUTbIM
YCTbUYHbIM annapatoM U [OOBOJSIbHO HWU3KUM
YCTbUYHLIM conpoTusneHnem anedysmm CO,
yTO oBecneymBaeT emy Oonee BbICOKMIA YPOBEHb
rasoobmMeHa gaxe B HeOGNaronpuUATHbIX YCNOBU-
AX BHellHew cpenbl [MankuHa, 1976; Xie, Luo,
2003]. YkasaHHble CTPYKTYPHO-PYHKLMOHAb-
Hble 0COBOEHHOCTWN 3PEenoro nncTa, a Takxke ro-
pa3fao MeHbllee (Mo CPaBHEHUIO C ApYyrMMn nu-
CTbSIMW) KOJIMHECTBO B HEM Kagmus, No-Buaum-
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MOMY, U SBUIUCb OCHOBHbIMWU MPUYMHAMWU OT-
CYTCTBUS HEFATUBHOIO BANSIHUS MeTasna Ha ak-
TneHocTb OCA. OOGHapyXeHHOoe Xe Nnpu 3TOM
HEKOTOPOE YCUJIEHNE MHTEHCUBHOCTU POTOCUH-
Te3a, CB3AHHOE, Hanpumep, C YBEJIMYEHNEM
aKTMBHOCTN HPEPMEHTOB TEMHOBOW dasbl, B Ya-
cTHocTn PEDK/O [Monnet et al., 2001], MoXHO
pacueHnBaTb Kak 3alMTHO-MPUCNOCOBUTENb-
HYIO peakuuio pacTeHNS B OTBET HA MOBbILIEHNE
KOHLLEHTPAUNU TOKCUYHBIX MOHOB B KOPHEOOU-
TaemMon cpege.

Y cTapelowero nMcTa, Takxe Kak n'y Mosno-
[oro, nocne 4-cyTo4HOM 3KCMO3ULMM HA pac-
TBOpE C KaAMWEM YMEHbLUAeTCs KOUYECTBO
xnopodunna, 3amMennsieTcss CKOPOCTb 3Jek-
TPOHHOrO TpaHcnopTa, CHmMXaeTcs Koabduun-
€HT OOTOXMMUYECKOro TyweHuns xnopodunna.
OpHako B OTAMYME OT MOJOAOro nmcTa CKO-
pocTb ¢doTocuHTE3a 3amepnsercsa. [M0CKonbKy
coAepxaHue Kagmusa B CTapelolem nmMcTe He-
CKOMbKO MeHbLle, 4eM B MOJIOAOM, MOXHO
NPeanonoXnTb, 4YTO 3aMensieHNe WUHTEHCUBHO-
CcTn GOTOCMHTE3A CBA3AHO B 3TOM Cllyyae C BO3-
PacTHbIMW  U3MEHEHUSMU, NPOUCXOAALLMMN
B IMCTE Ha Ha4vasibHbIX 3Tanax ctapeHus. K Hum,
B 4YACTHOCTU, OTHOCATCSH paspyLleHne rpaHynsp-
HOW CTPYKTYPbl N YMEHbLUEHNE PA3MEPOB X1I0PO-
NnacToB u nx konmyectsa [Smart, 1994], ymeHb-
weHne cuHtesza PBPOK/O n cHmuxeHne ee akTmB-
HocTu [Suzuki et al.,, 1987; Niinemets et al.,
2005], pedopmaumsa yctbuy, [Kotodziejek et al.,
2006] v ymeHbLIEHNEe YCTbUYHOM MPOBOAMMOCTU
[Constable, Ranson, 1980; Cabello et al., 2006].
Kpome Toro, m3BecTHO, 4TO KaaMUA HE TOJIbKO
HENnocCpenCTBEHHO BNUSET Ha napamMeTpbl GyHK-
umoHnpoBaHusa OCA, o yem OblJI0O CKa3aHO Bbl-
e, HO 1 BbI3bIBAET YCKOPEHME BCEX NPOLLECCOB,
CBSI3@HHbIX CO cTapeHmem nuctbeB [Skorynska-
Polit, Baszynski, 1997; Krupa, Moniak, 1998;
Vassilev et al., 1998].

Takmm 0b6pasom, B pe3ynbTaTte NpoBeAeHHO-
ro NCCrnenoBaHvs BbIIBIEHO 3aMETHOE BUSHME
Bo3pacTta nucTta Ha yctonumsoctb PCA pacTte-
HUIA SuMeHda K kagmuio. [pn 3aTomM y MON0Aoro
pacTywero nucrta npu HaubonblleM coepxa-
HMW B HEM KaOMUs YMEHbLUAETCS paj nokasare-
nen OOTOCUHTETMYECKON aKTUBHOCTWU, OAHAKO
6narogaps GyHKUMOHUPOBAHMIO 3ALUTHBIX Me-
XaHM3MOB (B YaCTHOCTW, BO3pacTaHUio [0nu
xnopoowunnor, Haxogdauwmxcsa B CCK, yesennuye-
HMIO COOEP>XaHUs KapOTUHOWAOB U MOBbLILLEHMUIO
HEe(OTOXMMNYECKOrO TyweHns dnyopecueHumnm
xnopoopwunna) MHTEHCMBHOCTb OTOCMHTE3A
noaoaepXmBaeTcsd Ha YPOBHE pPaCTEHUA KOH-
TPONILHOTrO BapuaHTa. B 3penom nucte, aBnsio-
wemMcs Ha n3y4eHHon dase pas3BUTUSA PaCTEHUN
OCHOBHbIM JOHOPOM aCCUMWUIIATOB, KONMYECTBO

MeTansa okKasasnocb HammeHbwuMm. [pn 3TOM
MHrMbupylowero OencTema KagMmsa Ha akTuB-
HocTb PCA He HabnopaeTca. bonee Toro, B
NPUCYTCTBMU MeTanna WHTEHCUBHOCTb ¢OTO-
CUHTE3a B 3TOM JINCTE HECKOJIbKO MOBbLILLAETCS.
B cTapetowem nmcte npun OOBOJIbHO 3HAYUTENb-
HOM coaepXaHun B HEM MeTanna 60bLNHCTBO
n3y4yeHHbIx napameTtpoB GCA ymeHblLalOTCH, a
CKOPOCTb POTOCUHTE3A 3aMeseTcs.

Ha Haw B3rnsaa, BbiiBNEHHbIE pas3nnyns B OT-
BeTHoI peakumn MCA Ha poelicTBme Kagmusa y -
CTbEB pPa3HOro BO3pacTa, CBA3aHHbIE, C OAHOMN
CTOPOHbBI, C pa3HbiM KOJIMYECTBOM MOCTYMNUBLLErO
B HMX MeTanna, a ¢ Apyrom — cO CTPYKTYpPHO-
PYHKUMOHANbHBIMUA  U3MEHEHUAMUN, MNPONCX0oas-
LMMIW B KNIETKaX N TKaHAX B NPOLIECCE OHTOreHe3a
NNCTa, MOXHO OTHECTM K MExaHM3MamM MeTasno-
YCTOMYMBOCTU, DYHKUMOHUPYIOLLMM Ha YPOBHE
LLeNoro opraHM3ma, KoTtopble AOMNOSHAIT N YyCU-
NNBAIOT KNETOYHbIE MEXaHU3Mbl YCTOMYMBOCTU U
CrMocoOCTBYIOT TEM CaMbiM POCTY W Pa3BUTUIO
pacTeHUn B HEeBNaronpUATHBLIX YCJIOBUSIX OKpPY-
XaroLlen cpenbl.
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