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B pabote mpencraBieHsl pe3ylNbTaThl HCCIEIOBAHUN
KOHIICHTPAIMd TOPMOHOB B JIUCTBSIX CaxapHON CBEKJIBI
Pa3HOTO BO3pacTa MapajlieIbHO ¢ U3MEPEHHEM HX pocTa
1 MeTaboJIMYEeCKON aKTUBHOCTH, KOTOPYIO OLIEHUBAJIH IO
COIICPYKAHUIO CAaXapoB U a30T-COJEPKAIIUX COCTMHCHUH,
aKTUBHOCTH puOyne30-1,5-0udocar-kapOokcunaszel u
mpoTeas3. BbIsiBIeHO HamOoee BBICOKOE COMCpKaHHE
AyKCHHOB B AaKTHBHO pACTyIIEM BEpXHEM JIHCTE U
MoJAepKaHUEe BBICOKOTO  YPOBHS [UTOKHHWHOB B
BEPXHEM W CPETHEM IUCTHSX, IS KOTOPBIX XapaKTEepeH
BBICOKHH ypOBEeHb (oTocuHTe3a. CTapeHHe HUKHErO
JIUCTa,  OPOSBISAIONICECS B CHIDKCHHHM  YPOBHS
xjopodpuia U GOTOCHHTE3a M AKTHBALMH NPOTEONH3a
OeJIKOB, COTNPOBOXKIATIOCH CHIDKCHHEM YPOBHS
[UTOKHHUHOB. YpoBeHb TJIFOKO3BI MOCTETIEHHO
MOBBIIIIAJICS TI0O MEpe MepexoJia OT BEPXHEro JHCTa K
CpemHEeMy W HIDKHEMY  JIMCThSIM.  llOBEIIICHHE
COIICPYKAHUSI TIFOKO3BI COMPOBOXKIAIOCH TPH3HAKAMH
CTapeHWss TOIBKO Ha (OHE CHIKECHUS  ypPOBHSA
LUTOKMHUHOB B HWxkHeM Jmcre. Konunenrpauuss ABK
Obula caMOW BEICOKOM B BEpPXHEM pACTYIIEM JIHCTE W
0oJiee HU3KOW — B 3PEIIOM U CTapeIOIIeM JINCThIX. Bmecte
C TeM, HUMMYHOTHCTOXUMHUYeckas Jjokanmu3anus ABK
BBISIBUJIA TIOBBIIIIEHHE YPOBHsI ATOI'O TOPMOHA B OOJIACTH
(bodsMHOM MapeHXUMbl HIKHero jucta. OOcyxkmaercs
BO3MOXHasi pOJIb AyKCHMHOB B TOJJCPX)AHUM POCTa
JIUCTBEB, BAXHOCTH MOHWKCHUS YPOBHS IUTOKHHHHOB B
3aIlyCKe MPOIECCOB CTAPEHUsS IO BIHSHUECM TIIFOKO3BI U
BOBJICYCHHOCTh a0CHM30BOH KHCJIOTHI B aKTHUBHYIO
3arpy3Ky MeTaboIUTOB BO (hI03MY CTAPEIOIINX JIUCTHEB.
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We have measured tissues concentration of hormones in
the leaves of sugar differing in their age in comparison
with their growth and photosynthetic activity evaluated as
a result of comparison of sugar levels and nitrogen-
containing substances and activity of Ribulose-1,5-
bisphosphate carboxylase/oxygenase. Our aim was to
follow the dependence of developmental processes and
senescence on interaction between sugars and hormones.
IAA and abscisic acid concentrations were found to peak
in the tissues of actively growing young leaves, whereas
concentration of cytokinins remained elevated in the fully
developed and young still growing leaves distinguished
by their active photosynthesis and manifested in Rubisco
activity. Decrease in photosynthesis and greater
proteolysis as well as reduction in pigment level served as
the signs of the leaf senescence and coincided with the
reduced cytokinins levels. Concentration of glucose
continuously rose from the young to the senescent leaves
coinciding with the process of senescence only when
cytokinins level decreased. Immunolocalization have
shown elevated staining for ABA in the vascular bundles
of the eldest leaves, implication of IAA in the control of
the process of the growth, importance of reduced
cytokinins in the glucose-induced triggering of
senescence and possible involvement of ABA in the
control of the export of assimilates into the vasculature of
old leaves.
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BBEJIEHUE

B mpomecce pocta u pa3BUTUS JTUCTHEB (POPMHUPYETCS OJUH M3 BaXKHEUIINX OpPraHOB
pacTeHust, KOTOPbIM OCYIIECTBIISIET aCCUMUIISILIMIO YIJIEKUCIIOTO rasa, a, 0 Mepe pa3BUTHUSA JIUCTA,
YCUJIMBAIOTCS €ro JIOHOpPHBbIE (PYHKIMH, T.€. CIIOCOOHOCTh OOECHEYMBATH OPIaHbI-aKLEHNTOPHI
MPOJYKTaMU YCBOEHHUs yriiepoa. JJoHOpHast pyHKIIUS JIMCTHEB YCUIIUBAETCS TI0 MEpe UX CTapeHus,
IIPU KOTOPOM MPOUCXOAUT pachaja U peMoOMIM3aIus Kak MMojiucaxapuaoB, Tak u 0enkoB [ Schippers
et al., 2015; Romanova et al., 2016]. IIporecc ctapeHust 3HaMEHYETCsI IECTPYKIMEH XJIOPOIIaCcTOB,
a TOCKOJIbKY ATH OPraHOMJIbI COJAEpXKaT OOJBIIYI0 YacTh OENKOB JIMCTa, MX pachaj SBISIOTCS
OoraTelM MCTOYHMKOB a3oTa i ero peyrmwmsanuu [Girondé et al., 2015]. [IpuBenennsie haxTe
OOBSACHSIIOT HEYOBIBAIOIIMIM MHTEpPEC K MEXaHW3MaM, PEryJIHUPYIOIIUM Ipolecc cTapeHus. I'opMoH
abcuuzoBas kucnora (ABK) sBiseTcss oAHUM U3 SHAOTEHHBIX (DAKTOPOB, KOTOPBIA CBS3BIBAIOT C
perynsnuen crapenus [Pourtau et al.,, 2004]. Tak yckopeHue cTapeHHUs, 3apeTHUCTPUPOBAHHOE B
CTPECCOBBIX YCIOBUSX, MBITAIUCH CBS3aTh C HAKOIJIEHHEM 3Toro ropmona [Ghanem et al., 2008;
Havlova et al., 2008; Song et al., 2016], koTOpsIif YacTO HAa3BIBAIOT TOPMOHOM CTpecca. Bmecte ¢
teM, ponu ABK B perymsiuuu cTapeHuss JIHMCThEB B OTCYTCTBUE CTpecca YIeNssId MEHbIe
BHUMAaHUHU, a HEKOTOPbIE JKCIHEPUMEHThI C MYTAaHTHBIMH PACTEHUSMHU, BOIPEKH OXKHUIAAHUIM,
MOKa3anu 3aMeJIeHue CTapeHusl y pacTeHHil ¢ moBbllIeHHBIM coaepxkanuem ABK [Barth et al.,
2006]. OnuH W3 BaKHBIX aCHEKTOB peryisuuu crapeHuss — B3aumojnenctsue ABK u caxapos.
[Ipenmonaraercs, 4To HM3BECTHBIA YPQPEKT TOPMOKEHHS POCTAa PACTECHUM Ha pPaHHUX CTAJAMUSIX
OHTOT€HE3a MOJ| BIUSHHEM TJIIOKO3bl MOXET OBITh CBSI3aH C €€ CIHOCOOHOCTHIO AaKTHBHPOBATh
cunte3 ABK c ywyactueMm rena gin KOAMpYIOIIEro JeruIporeHasy/peaykrasy, KoTopas IpUHUMAET
yuactue B cuHteze ABK [Cheng et al., 2002]. TlockonbKy mpoliecc CTapeHusi B psiie Cly4yacB
COIPOBOXKAAJICS HakomieHueM riatoko3bl [Cowan et al., 2005; Wingler et al., 1998], MmoxxHo ObL10
npeAnoaraTb, 4To IJIIOKO3a cTUMylnupyeTr HakorjeHue ABK B craperomux nuctesax. Pacrenus
caxapHOW CBEKJIbI SIBJISIFOTCS YAOOHOW MOJENbIO /U U3ydeHHUs B3auMojelicTBus caxapoB u ABK B
perynsuuu crapeHus. Hackonbko Ham wu3BecTHO, coaepkanue ABK y pacrenuil sTtoro Buaa
U3yyald JIMOIb B CBSI3M ¢ MHOpuuupoBanueM [Schmidt et al.,, 2008] u ¢opmupoBanuem cemsH
[Hermann et al., 2007], HO He B JMCTBAX PAa3HOIO Apyca B CBSA3M CO cTapeHueM. B 3amauy manHoOM
paboThl BXOAWUJTIO CpPaBHUTENBHOE H3y4YEHHE COJEp)KaHUS aOCIM30BOM KHUCIOTHI M CaxapoB B
JUCThAX Pa3HbIX SIPYCOB CaxapHOW CBEKJIbI, KOTOPbIE HAXOAWINCHh Ha CTaJMM aKTUBHOTO pOCTA,
3penocTd W Hadajga crapeHus. Hapsany c¢ obmwum coxepxkanneM ABK, ¢ momormibio
MMMYHOTHCTOXMMHUYECKUX TMOAXO0M0B Obulo u3ydeHo pacmpeneienne ABK mexny kinetkamu
JTUCTHEB PACTCHM, 4YTO paHbIlle HHUKOrAa HE ObUIO MPEeAMETOM H3y4YeHHUs. OTOT MOIXOJ
MIpeJICTaBIsAEeTCS BAXKHBIM B cBeTe 0030pa van Doorn [Van Doorn, 2008], B KOTOpOM TOBOPUTCS, UTO
OILICHKH YPOBHSI CHTHATBHBIX MOJIEKYI]I Ha YPOBHE IIE€JI0T0 OpraHa MOKET OBITh HEJOCTATOYHBIM JIJIS
BBISIBJICHHSI IX POJIM B PETYJISAIUU CTapeHusl, M TpeOyeTCs UX aHaIn3 Ha YPOBHE OTAEIbHBIX KIETOK.
Hapsiny ¢ conepxannem ABK Oblia Takke mpoBe/ieHa OIEHKA YPOBHS IIUTOKWHUHOB U ayKCUHOB B
JUCTHAX Pa3HOTO BO3pACTa PACTEHUM caxapHOU cBEKJIbl. OLIEHUTh BO3MOXKHBIN BKJIa/l IUTOKUHUHOB
OBLIIO BaXXHO B CBSI3H C JAHHBIMU O POJIM 3TOTO TOPMOHA B PETYINSIIIMHM POCTA JINCTHEB U CTAPEHUS
[Raines et al., 2016]. Bo3moxxHOe ydacThe ayKCUHOB TaKXKe MPEACTABISIO UHTEPEC B CBSI3U C UX
POJIBIO B PETyISIIMM pocTa JUCTheB [Becenos u ap., 2008]. Hapsaay ¢ conepkaHueM caxapoB Mbl
Tak)Ke OICHWIIM COAEpKaHHE XJIopoduia U OENKOB, MOCKOIbKY TOTyYeHHBbIC paHee IaHHbBIE
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CBHJIETEIICTBOBAIM 00 MH(POPMATHBHOCTU 3TUX XapaKTEPUCTHK Kak IOKa3aTeneill co3peBaHus M

CTapeHUs JIMCTHEB U YCUJICHUS UX JOHOPHBIX (pyHKIMIA [Romanova et al., 2011].
MATEPHAIJIBI 1 METO/IbI

CesHIIBI caxapHOW CBeKIbl Beta vulgaris L., momBun saccharifera (“white beet”)
BRIPAIMBAIA TIpH 16 4 poTomeproze, ocemennoctH 300 MkMonb M~ s ' PAP [Romanova et al.,
2016]. dedunur azora u 1eUIUT BOABI B IPUKOPHEBOM 30HE MBI UCKIIOYATIH MyTEM PETYJISPHBIX
YepeAyLUXCcs MOJIKOPMOK cMechto KHoma v mojamBoM BOJOM.

B onbiTe  Wcmonb30BaNM  pacTEeHHs  CEMUICCATHUAHEBHOTO  Bo3pacta.  Bospact
WH/IMBUYAIBHBIX JINCTHEB ONPEICNSUIA BU3YaJIbHO CO BPEMEHH MX TOSBJICHUS Ha PACTEHUH JI0
natel skcrepuMenTa. s obnapyxenuss ABK u30paHbl JIHMCTBS: HE TONHOCTBIO Pa3BEPHYTHIE
(Bo3pact 18 aneit (181)), moaHOCTBIO pa3BepHyTHIE (Bo3pacT 40 aneit (401)) u crapeiuii, HO He
ceHWIbHBIN (Bo3pacT 58 mueit (581)). CopepkaHue CyxOoro BEHIECTBA B JIMCTBSIX OIPEICISUINA
BeicymmBanueM npu 80 °C mocne ¢ukcamuu ux mnpu 105 °C. Ot6op mpob ans BceX aHAIM30B B
BBICEUKAX, JIMIICHHBIX KPYIHBIX COCY/OB, NMPOM3BOIMIM B OJHO M TO K€ BpeMs CYTOK — IO
MPOIIECTBUH TPEX YACOB C Hayasia OCBEIIEHUS ITOCIIE TIEPHOJia TEMHOTHI.

Copepkanue pacTBOPUMBIX yIieBOAOB (pYTi) B BOJAHO-CIIUPTOBOM JKCTPAKTE OMPEACIIIN
C peakTUBOM (hEeHOJI-CEpHasi KHCIIOTa U ¢ KanuOpoBKoii 1o caxapose [ DuBois et al., 1956]; rimoko3sl
— C TTFOKO300KCH1a301 ¢ KUCIOPOAHBIM AtekTpoaoMm Kimapka [Novichkova et al., 2008]; X (a+b) —
CIEKTPO(POTOMETPUIECKUM METOJIOM B OKcTpakre 96%-ro ostanonma [Wintermans and de
Mots,1965]; conepkanue pacTtBopuMbIXx OenkoB (pben) — ¢ peaktuBom ®ommua [Lowry et al.,
1951] nmocne ocaxnenust 4%-HOH TPUXIIOPYKCYCHON KUCIOTOM U3 OyPepHOTO IKCTPaKTA.

OKCTpaKTBhl ISl ONpeAelieHus  akTUBHOCTH  Pybucko  (puOyneso-1,5-6udocdar-
KapOOKCcUIIa3a/OKCUTeHa3a) MoJIydalid TOMOTeHHn3aIen TuctbeB B oxyaxaeHHom 0.05 M tpuc-HCl
oydepe, pH 8.0 B mpucyrcTBUM CcTaOMIM3UpYyIONUX 100aBOK. [loTeHIManbHYIO aKTUBHOCTH
(depMeHTa U3MEpPsUIN B YCJIOBUSAX MOJHOIO HACBHIIIEHUS KapOoKcuiaazHoU QyHKIIMN OMKapOOHATOM,
Kak omucaHo panee [Romanova et al.,, 1998; Romanova et al., 2016]. PagnmoakTuBHOCTH
KHCITOTOYCTORYMBOr0 ' 'C- MpOAYKTAa MOCHe BHICYIIMBAHWS H3MEPSIH B CHHHTHILIAIMOHHOM
cnektpomerpe LS 100C (pupmer “Beckman”, CIIIA). B pamkax nanHoro uccienoBaHusi Pyoucko
paccMaTpUBaIH Kak OEIOK-MHIIEHb CUTHAIBHOTO JIEHCTBUS BHEITHUX U BHYTPEHHHUX (PaKTOPOB.

@UTOrOPMOHBI HKCTparupoBaiu ¢ nomouibio 80 %-HOro 3TUIOBOrO CIHUPTA. DKCTPAKIUIO
NVYK n ABK npoBoawiu u3 BOJHOrO OcTaTKa Mocje ynapuBaHUs 3TaHOJA 110 MOJU(PHUIIMPOBAHHON
cxeme, kak omucanHo [Veselov et al. 1992]. U3 moakucnennoit 1o pH 2-3 anukBOTHI BOJAHOTO
ocratka ABK 1 MYK nBaxkapl sKcTparupoBaiu AMSTHIIOBBIM hupoMm (5:1 v/v), 3aTeM nepeBoIuiu
uxX B BOoIHYW (azy, nobasmsas 1 % pactBop ruapokapOoHaTa HaTpus, (COOTHOIIEHHE BOAHON U
OpraHu4eckoil ¢aspl — OOUH K TpeMm), cHoBa mnojkucisaan a0 pH 2-3 u mocne nBykpaTHOH
PEIKCTPAKIMK AUITHIOBBIM 3(UpoM MeTuiupoBanu. Ilocie MeTuiMpoBaHusl ynapeHHbIE J0cyXa
o0pa3ipl pacTBOPSIN B HEOONbIIOM KonuyecTBe 3TmioBoro cmupra (50-100 uL) u mpoBomumiu
MMMYHOaHanu3 ¢ nomoiisio cnenuduyeckux anturen k UYK u ABK, kak onucano [ Vysotskaya et
al., 2008; Sharipova et al., 2016].

LIUTOKMHUHBI U3 AJTMKBOTHI BOJHOTO OCTAaTKa KOHIIEHTpUpoBain Ha kapTpumke C18 [Bond-
Elut, RP-C18], crnupToBbIii 3m0aT ynmapuBald W HAHOCKJIM Ha TOHKOCIOWHYIO IUTACTHUHY ISt
xpomatorpadupoBanus, kak omnmcano [Kudoyarova et al, 2014]. 3eatun, ero pubo3un u
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HYKJICOTHU/, TTOJI0KEHUE KOTOPBIX ONpPEEIISUIN MO IMOTJIOMICHNI0 METYMKaMHU yibTpaduonera npu
muHe BosHBL 250 HM, amoupoBanu dochatasiM 6ydepom pH 7.2-7.4, mpoBoanIr UMMYHOAHATU3
C moMoInplo crenupudeckux aHtuten kK ZR. Jns moaTBepikIeHHs HalEKHOCTH Pe3yIbTaToB
MMMYHOAHJIM3a TPOBOJAMIIOCH CpPAaBHEHHME JaHHBIX HMMYHOAHalW3a C pe3yJbTaraMu (pu3mKo-
XUMHYECKHUX METOJIOB XpoMmaTo-Macc-criekrpomerpuu [Kudoyarova et al., 2014].

MMMYHOTHCTOXUMHUYECKAsl JIOKAIN3alUsi TOPMOHOB B KJIIETKax IPOBEACHA C ITOMOIIBIO
cneunpuyeckux antuten k ABK, kak yxe omumcano [Sharipova et al.,, 2016]. Coxepxkamuecs B
KJIETKax TOPMOHBI (pukcupoBanu ¢ nomoibio kapooauumuaa (KJW), ormeiBanu ot ¢ukcaropa B
docharaom Oydepe (pH 7.3), 00€3BOKMBATN B CEPUHU CIIUPTOB U 3aKIIOYATH B THAPO(YHILHYIO
Metakpwiatayro cmony JB-4 (Electron Microscopy Sciences 1, USA). T'opmonbl Ha cpesax
BBISIBISUIM C ToMolIplo cnenuduuecknx anturen nporuB ABK. CaszaBmimecs ¢ KJI€TOYHBIMU
CTPYKTypaMH aHTUTeNla K TOPMOHaM BBIBIISUIM HAa Cpe3¢ C IMOMOINBI0O BTOPUYHBIX AaHTHUTEI,
MEYCHHBIX KOJUIOMJIHBIM 30JI0TOM, U Tpernapara «cepedpsHoro ycumutens» (silver enhancer). 3a
pa3BUTHEM OKpacku HaOmogamu B cBertoBoi Mukpockom (Carl Zeiss, Jena, Germany).
CrenuuHOCTh CBSI3BIBAHUS AHTUTEN MOATBEPXKJEHA B JAHHBIX JKCHEPUMEHTAX C IOMOIIBIO
CpPaBHEHHMIO OKpAIIMBAaHUS CPE30B TMPH HCIOJB30BaHUHM CIEUU(PUIECKOM ¥ HEHMMMYHHOU
CHIBOPOTKH, a TaKX€ paHee — B OJKCIIEPHUMEHTaX, IJe OBUIO 3aperuCTPUPOBAHO ITOBBIIICHHE
WHTCHCUBHOCTH OKpAIIMBAaHUS TIPH TOTJOUIeHHH JKk3oreHHod ABK, a Takke NOHMKEHHOE
MMMYHHOE OKpallMBaHHUs cpe3oB KopHed naepuuutHoro no ABK Myranta (oTpuuaTenbHBIN
KoHTpoJb) [Sharipova et al.,, 2016]. HMmmynnoe okpamuBanue Ha ABK onenuBamm, mamepss
WHTCHCUBHOCThH OKpAIIMBAaHUS MUKCENICH BHYTPU HHTEpeCyIonel 001acTu 8-ONTHBIX N300paKeHHIA
¢ momomnipio nporpammsel Imagel (ver. 1.48, National Institute of Health) [Sharipova et al., 2016].
AnanusupoBanu uzobpaxenus: 10 cpe3oB st KaxI0ro Bapuanta. MIHTEHCHBHOCTh OKpaIlIMBAHUS
BBIpaXaJll B TMpoleHtax, npuHumas 3a 100% wmakcumanbHoe, u 3a 0% - MHUHHMaJIbHOE
OKpAaIllBaHUE B OTIBITE.

[Tomy4yennsie pe3ynpTaThl mojBepraiiu tectaM one-way ANOVA i moATBep>KIASHUS
JOCTOBEPHOCTH pa3Nu4uid. Pe3ynbTaThl NpencTaBieHbl B BUAE CPEIHUX BEIWYHH W OMIMOOK
CpeIHHX.

PE3VJIbTATHI

Ha cpe3ax muctbeB, 00pab0OTaHHBIX HIMMYHHOU CBHIBOPOTKOH, nocie ¢ukcanuu KM, 6butn
BHUJHBI €Tl ME30-CTPYKTYPBI JIMCTHEB PA3HOIO BO3pacTa BHUIHBI B CBETOBOM MHUKPOCKOIIE.
Knerkn xsnopeHxumsl 181 nuMcra — CpaBHMTEIBHO MEJIKHE, IUIOTHO MNPHXKATBIE APYr K JpYry,
MEXKJIETHUKOB MMouTH HeT. CTpykrypa TKaHu 40-7HEBHOTO JuCTa (majee — ‘““3penblil”) MeHee
IUTOTHAS; BaKyOJIHM YBEJIMYEHBI, IUTOIUIa3Ma TSHETCS TOHKUM CIIOEM BJIOJb KJIETOYHBIX 000JIOUEK.
Crapeilinii M3 HCCIEIOBAaHHBIX JUCTHEB, 58I XapaKTEpU30BAICS DPBIXJIOCTHIO XJIOPEHXHUMBI U
OOJIBIIMMH MEXKJIETHUKAMH.

Ha cpe3zax 187 nmcra nambosnbinas uMMmyHHas peakius Ha ABK BmepBble ams nmcTheB
caxapHOM cBekiJbl OblJa HamMM OOHapyXKeHa B KJIETOYHOH O000JOYKEe U  XJIOPOIIACTax
(MONyKOJIMYECTBEHHAs: OIIGHKa MHTEHCHMBHOCTH OKpallMBaHMs TpHBeleHa Ha puc. 1).
OxpammrBaHue 3aMETHO YMEHBIIAJIOCh C BO3PACTOM JIUCTHEB.

HccnenoBanue cpe3oB JHUCTHEB B OOJACTH MEJKUX COCYIUCTBIX IMYyYKOB MOKa3aJl0 OYEHb
cabylo peakinio IMMYHHOTO okpammBaHus B 1871, OHAaKO OTYETIMBOE OKpAIIMBAHUE OSIBUIIOCH
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B KIIETKaX, CONPOBOXKITAIONIMX COCYAMCThIE IIy4KH crapeimero 58 nucra (puc. 2). Ha
KOHTPOJIBHBIX Cpe3ax, 00pabOTaHHBIX HEMMMYHHOH CBIBOPOTKOM, KJIETOUHBIE CTPYKTYpPHI ObUIM
€/1Ba pa3aIu4ruMbl (JaHHbIE HE IPUBOASTCS).
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Puc. 1. Pe3yabTaThl OLEHKH MHTECUBHOCTH HMMYHOTHCTOXHMMHUYecKOro okpamusanus Ha ABK cpe3oB ancrbeB
PAa3HOro BO3pacTa ¢ NoMoubIo nporpammsel ImageJ.
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Puc. 2 Pe3ynbTaThl OlICHKH HHTECMBHOCTH HMMYHOTHCTOXMMHYeCKOro okpamupanus Ha ABK B kirerkax
(103MBI COCYAMCTOr0 My4YKa JUCTHEB CBEKJIbI PA3HOr0 BO3pacTa ¢ MoMouibio nporpammsl ImagelJ.
(crapemumii auct— 581; Mmostoa0ii uct — 181).

K wmomeHnty mnpoBeneHuss ombiTa M3 oO0miero uymciaa oOpa3oBaBHIMXCS 15 JHcThEB
CeMsI0JIbHBIE U TIepBasi Mapa HACTOSILIUX JIMCTHEB YK€ OTCYTCTBOBAJIM, @ TPH BEPXHUX JIUCTA OBLIH
pa3BepHYTHI JIMIIb YacTHUHO. M30panbl 1McThs Tpex Bo3pacToB: 18 aneii (1,), 40 1 u 58 n. U3 Hux
momasas 1 Bec 187 nmucra OblTM MUHUMABHEI (Tabi. 1). YBennuenus Beca ymcrta: B 3.3 paza st
40n u B 4.1 paza qis S8 MMCTHEB 3a CYET YBEIIMUEHUS TOJIIMHBI JIUCTA ObUTH 00JIee BBIPAKEHBI,
4yeM TuToaan JucTheB (B 2.7 paza y 401 u B 3.4 paza y 581 nmuctheB). Y ienpHas MOBEPXHOCTHAS
wioTHOCTh Jucta (YIIII) y 401 u 581 nmuctbes B 1.2 pa3a Ooinblie, yeM y 18 1 nucTa.
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Ta6anna 1. Ilmomans, ceipast M cyxas Macca, yaeJbHas NoOBepXHOCTHAs MI0THOCTH (YIIILJT)
JIMCTbEB PA3HOI'0 BO3PACTA CAXAPHOIi CBEKJIbI

okasarem BospacT nucThbeB, 1HU

18 40 58
TTowa e JucTa, CM 16+ 2° 43 +4.0° 61+5.9°
Crlpast Macca JIucTa, T 0.49 +0.05° 1.87+£0.19° 2.31+0.27°
VIIIUI, r/m” (1o chipoii Macce) 321 +35° 367 £51° 410 + 50°
Cyxas macca 1 nucra, T 0.107 +£0,01 0.263 £ 0,04 0.324 +£0,04

OI[I/IHaKOBLIC HaJACTPOYHBIC GYKBBI 03Ha4Yar0T OTCYTCTBHUEC JOCTOBCPHOI'O OTINYNA.

Camoe BbICOKOE coziepikanne cyxoi maccesl (18.5 %" ot cripoii Maccel) Habmoanock y 181
JINCTA U CHIDKAJIOCh 10 15.1 £ 1.8% g 40n mucte u o 14.2+1.7 % g 58 mucre.

B Tabnune 2 mokaszaHo, 4To cojaep:kaHue cymMmbl pYri (munyc ['mo) B 181 mucre ObL10
HUKE, YeM B TOJHOCTHIO Pa3BEPHYTHIX JUCThAX. Paznmume mexnay 40n u 581 mucThsiMu ObLIO
HEBEJIMKO U CTaTUCTHYeCKHU HenoctoBepHo. Conepikanue ['mo B 1811 nucte OblJI0 MUHUMAJIbHBIM,
3aMeTHO Bo3pacTasio B 401 nucre u eme Oonbmie — B 581 mucre. Takum oOpas3oM, Xapakrep
W3MEHEHHUH, CBSI3aHHBIX C BO3pPAacTOM JIMCTa Yy JIBYX POACTBEHHbIX BemiecTB ([0 oOpasyercs u3
caxapo3bl) pa3Iuyajcs, YTO TOBOPUT O MPUHUIUIHAIBHOM OTIMYUM (PyHKUUN 3TUX C-COETUHEHUH.
N B TO xe Bpems oOpamiaer Ha ceOs BHHUMAaHHME CXOJCTBO HM3MEHEHMH HCCIETOBaHHBIX N-
COEIMHEHMI B JHUCTHSIX pa3HOro Bo3pacta. Tak, comepxkanue pbein, oanHakoBo Bbicokoe B 181 u
401 TUCTBSAX, PE3KO CHIKANOCH (MpUMEpHO B 2 pasza) B 58a mucte. Copepxanue XJI0pohULIoB
(a+b) B 181 1 401 mUCTHSIX TOXKE OBUIO OAMHAKOBBIM, HO PE3KO CHIDKAIOCH (B 3 pa3a) B 581 ymcre.
AxtuBHOCTh PyOucko B 181 u B 4011 MMCTHSIX CYIIECTBEHHO HE OTINYANach, HO CHUXKAJIACh MOUYTH B
2.7 pa3a B 581 nucre.

Tabauna 2. buoxuMu4yecKue NoKa3aTeJ JUCTheB (JIUCTOBBIX MJIACTHHOK)
Pa3HOro BO3pacTa caxapHoii CBeKJbl.

Bo3spact nucteeB, 1HU

Coneprxanue, Mr 3 10 53
PacTBOpHMEBIE YIJIEBOABI MHUHYC TIJIHOKO34, 6.2+ 0.3° 19.8 +2.0° 25.1+1.3°
MT/JTUCT

T'moko3a, MI/r HCT 0.4 + 0.005" 1.3£0.05° 1.7+0.04°
PacTBOpHMBIit GEJIOK, MI/JIUCT 13.1+£0.4" 37.8£1.7° 242+2.5
Xtopohuss! a u b, MI/JuCT 0.95+0.07" 2.58 +0.3" 1.18 £ 0.02°
Py6HCKO, *MKMOJIb MHH | JIHCT 3.38+0.2° 6.58 +0.1° 2.84+0.1°

*3sMeHeHus HOTCHLIPIaJ'ILHOﬁ aKTUBHOCTH DKBHBAJICHTHLI U3MEHEHUSIM KOJIMYECTBA OCIIKa q)epMeHTa.
OJII/IHaKOBI)Ie HaJACTPOYHBIC 6YKBI)I O3Ha4YarOT OTCYTCTBUE NOCTOBECPHOI'O OTIINYUA.

Tadauua 3. Cogep:kanue rTOPMOHOB (HI/T CYX0il Macchl) B JJUCThSIX CAXapPHO#i CBEKJIbI PA3HOT0
Bo3pacrta: BepxHue (18 1), cpeanue (40 1) u nuxkuue (58 ).

I'opmon 18 1 40 58 1
K 22+1.6° 3243.3° 16+1.4°
UVK 178+16 14677 37+4°
ABK 34432 24:+4° 21+2°

O}_II/IHaKOBBIC HaACTPOYHBIC 6YKBBI 03Ha4YarOT OTCYTCTBUC NOCTOBCPHOI'O OTIINYUA.
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OBCYXKJIEHUE

Pasmep nmcra BepxHero sipyca ObUT MEHbILE, YEM CPEIHEro, YTO yKa3blBaeT Ha TO, YTO
BEPXHHUH JHCT MPOJO/DKAT AaKTUBHO pAacTH, MU B OCHOBHOM XapaKTEpU30BAJICS BBICOKUMU
OnoxuMHYeCKUMHU TMokazaremsiMu (Tabn. 1 u 2). Jluct cpeanero sipyca OTJIMYANICS BBICOKHUM
YPOBHEM XJIOPO(HILIA, PACTBOPUMBIX OEITKOB U PyOHCKO, YTO yKa3bIBajlo HA BHICOKYIO aKTHUBHOCTH
B HEM MeTa0OJMYECKHUX MPOIECCOB, a HIKHHHA JIMCT — TMOHM)KEHHBIM YPOBHEM XJIOpOQHILIa,
pacTBopuMBbIX OeiakoB u PyOucko, 4TO SBISIeTCS WHIMKATOPOM IPOLIECCOB CTapeHHsI, KOTOpHIE
HavyaJIKuch B 3TOM oprane [Romanova et al., 2011).

Tot ¢akr, 4yTo MakcuManbHO BbIcOKOe cojepxkanue ABK Obl10 3apeructpupoBaHo HaMu B
BEPXHEM MOJIOZIOM JIMCTE, COOTBETCTBYET HEKOTOPBHIM MyOJIMKALMAM, TJE TaKKe COOOIaIoch O
0ojiee BBICOKOM YpOBHE ATOrO0 TOPMOHa B MOJIOABIX JIHCThAX [Zeevaart, Boyer, 1984; Nejad, van
Meeteren, 2007]. OTu gaHHBIE MpoTUBOpeUaT npeacrabieHnio 00 ABK kak 00 mHruéuTope pocra
pacTeHuii, KOTOpoe JOMUHUPOBAJIO 10 HEIABHETO BpeMeHU. Mex Iy TeM, 3TO MpeCTaBleHue ObLIO0
OTIPOBEPTHYTO CBEACHUSMHU O TOM, uTO AeduuuTHbie Mo ABK MyTaHTBI UMEIN MEHBIINE pa3Mepbl
[0 CPaBHEHHUIO C PACTEHUSMU MCXOJHOTO TI€HOTHIIA JIaXX€ B YCIOBHUSX BBICOKON BIIAYKHOCTH,
KoTopas uckiovana Biusinue ABK Ha ypoBHe orpanndenus tpancnuparmu [ LeNoble et al., 2004].
bouto mokazano, uro ABK Moxer ycunuBaTh pOCT JHCTHEB, MOJABISAS MPOAYKIMIO STHUIICHA
[Hussain et al., 2000]. B 0630pe Schippers ¢ coaBropamu [Schippers et al, 2015] yrBepxxaaercs,
yro ABK wurpaer nBoiCTBEHHYIO pOJIb, MONABIAS DKCIPECCHIO TEHOB, KOIUPYIOIIUX OEIKU
XJIOPOIUTACTOB ¥ MHAYIHPYSI IerpagaIiio Xjiopodpunia B mporecce craperus [Liang et al., 2014] u,
HaIpOTUB, MPOSIBIISIS MOJIOKUTEILHOE BO3/CHCTBHE HA Pa3BUTHE XJIOPOIUIACTOB B 0oJjiee paHHEM
Bozpacte pacrenudt [Kim et al., 2009]. Takum o6pazoMm, Bbicokuii ypoBeHb ADBK,
3aperucTPUPOBAHHBI HAMU B MOJOJBIX JIUCThSIX CaXapHOW CBEKIbI, HE JOJDKEH ObLI OBITh
MPEMSTCTBUEM JJI MOCIEAYIOUIEr0 pocTa M pa3BUTHA JINCTA M HAKOIUIEHHS B HEM XJIOpo(uuia.
[Ipennonaraerca, uro ABK Moxer WHAYIMpOBaTh pa3auyHbIi HAaOOp TE€HOB B 3pEIbIX U
craperoniux Jucthax [Guo and Gan; 2006, 2012].

[Ipomeccy pocra JUCTa BEpXHEro spyca MoIJIa TakkKe CIOCcOOCTBOBATH BBICOKAs
koHueHTpanus MYK, 3aperucrpupoBanHas HaMH B MOJIOAOM JucTe. Panee ObLIO moOKa3aHO, 4TO
MOBBILLIEHHE YPOBHS 3TOT0 TOPMOHA CIIOCOOCTBYET aKTUBALIMM yJUIMHEHUs KJIETOK jucTa [Becenon
u gp., 2008]. B craperomeM JHCTE caxapHOW CBEKJIbl HaMH HE OBLJIO 3aperuCTPUPOBAHO
Hakoruienus ABK. He wuckmioueno, yto Ha Oojiee MO3AHUX CTaAMSIX CTapEHUsI TOBBIIICHHE
conepxkanuss ABK ypanoce Obl OOHapyXWUTh, IMOCKOJIBKY IO JaHHBIM JIUTEPATYphl PE3KOE
HaKOIJICHHE 3TOr0 TOPMOHA MMPOUCXOAMT Ha CTaanu, Onu3kon k rubenu nucra [Cowan et al., 2005].

[ToBbimenHslit ypoBeHb ABK Obl11 3aperucTpupoBaH HaMU B KJI€TKaX MapeHXUMBbI (JI03MBI
HIDKHETO CTaperolero JINCTa CaxapHOW CBEKJIBI. Y pAacTeHHWH MIIEHUIbI Oblla OOHapy>KeHa
Koppemsinus Mexay koHuentpanue ABK Bo ¢uaroBom nncre Ha ¢oHe ymMepeHHOUM 3acyXxu U
pemoOuIM3aIMel 3amaceHHoro B JIMCTE YIJIepoja, YTO COOTBETCTBOBAJIO JAHHBIM O CHMXKEHHHU
coJiepkaHus xJopodusuia B 3ToM Jrcte moa BiusiHueM sk3oreHHod ABK [Yang et al., 2003]. Xots
Mbl HE OOHapYKWUJIM yBeJIMUeHUsi cymMMapHoro cojep:kanuss ABK B crapom nucre (BeposiTHO, 3a
CYeT OTCYTCTBHS cTpecca), Obuto 0O0HapyxeHo HakoruieHne ABK B kieTkax mapeHXuMBbI (PII0IMBI,
BO3MOXKHO 32 CYET IepepacipeieieHus 3TOr0 TOpMOHa MEXKAY KJIEeTKaMU JIMCTa. DTU Pe3yibTaThl
CBUJCTEIBCTBYIOT O HEMOCPEICTBEHHOM Y4YacTUU JIaHHOTO TOpPMOHA B YCHWJIEHHOM 3arpyske
(b105MBI B CTaperoIIeM JINCTE, YTO COOTBETCTBYET CBeZieHUsAM o criocoOHocTH ABK akTuBHpOBaTh
paboTy NMepeHOCUNKOB, KaK Ha YPOBHE aKTHUBAIIMH IKCIIPEcCHu Koaupyoomux ux reHos [Hoth et al.,
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2010], Tak u 3a cyer MOBHIIIEHUs MOA ee BiuusHueM akTuBHOCTH AT®a3 [Zhang et al., 2006],
o0ecreYnBaOIUX YHEPTUeil BTOPUYHO-aKTUBHBII TPAHCIOPT.

Posib caxapoB B cTapeHHMHU JIMCTHEB aKTUBHO 00CyXknaeTca. TeM He MeHee, 10 MHEHHIO van
Doorn cTUMyYJIOM K CTapeHHUIO0 MOXET OBbITh KaK MOBBIIICHHAs KOHIICHTpAIUs caxapoB, TaK U UX
NeUIUT, a HaKOIUICHHE CaxapoB B CTApEIOIIEM JIUCTE MOXET ObITh He MPHUYMHOM, a ClIeICTBUEM
crapenusi [van Doorn, 2008]. Panee y caxapHOi CBEKJIBI HE OBUIO 3apEerUCTPUPOBAHO
3HAYUTEIBHOTO YBEJIMYEHHsI OOIIETO YPOBHS DPAaCTBOPHUMBIX CaXxapoB MO MeEpe CTApeHHs JHCTa
[Novichkova et al., 2008], 94T0 BOCIIPOM3BENIOCH B HACTOSIIMX JKCIIEPUMEHTaX. TeM HEe MeHee, B
HaIIMX OMNbITaX MBI 3aPETUCTPUPOBAIM HAKOIUICHHE B CTapOM JIUCTE TJIIOKO3bI, & paHee ObUIO
MOKa3aHO CHIDKEHHE cojepkKaHMs XJopoduiuia B 00paOOTaHHBIX TIIFOKO30W JIMCTHAX CaxapHOMN
ceeknbl [Novichkova et al., 2008]. IMeHHO Ti10KO3€ OTBOAMTCS CUTHAJIbHAsI POJIb B PETYISIHUU
MHOTHX TPOIIECCOB B PACTEHHH, KOTOPYIO CBSA3BIBAIOT C T€KCOKWHA30M, BHIMOJIHAIONICH HE TOJIBKO
dbepMeHTaTUBHYIO, HO U ceHcopHyl ¢yHKiuioo [Sheen, 2014]. JloGaBrneHue TIIIIOKO3bI B
MUTATENbHBIM PAacTBOP MOJOJBIX pacTeHHil akTtuBupoBano cuHTe3 ABK, a 4yBcTBUTEIBHOCTH K
TIII0KO03€ (€€ CIIOCOOHOCTh MOJABMIATH POCT M (POTOCHHTE3 MOJIOABIX PACTEHMIT) ObLIa MOHMKEHA Y
nepurutHBIX M0 ABK pacrenuii [Cheng et al., 2002]. Ograko B3auMOJICHCTBUE CUCTEMBI TIepeadn
curHaioB oT ABK u IIroK03bI HE MPOSIBIISIOCH Y 3pelibixX (cTaperonux) pacrenuit [Pourtau et al.,
2004]. OTu naHHbIE IUTEPATYPbl COOTBETCTBYIOT PE3y/IbTaTaM HaIIMX OMBITOB, B KOTOPBIX HE ObLIO
3aperucTpUpoOBaHO CBs3U Mexay ypoBHeM ABK 1 riroko3bl (KOHIIEHTpalus MepBOil MOBHIIIATIACH B
nporecce crapenus, a ABK — ocraBasiach HeM3MEHHOK ).

[IpencraBisier uWHTEpec OOCYXKIEHHE TOTrO, YTO TIOBBIIICHWE KOHIIEHTPAI[MH TIFOKO3HI,
3aperucTpUPOBAHHOE HaMU B JIMCTE CPEIHErO sipyca CaxapHOM CBEKJIbI [0 CPAaBHEHUIO C BEPXHUM
JIUCTOM, HE COMPOBOXK/IAJIOCH CHIDKEHUEM COJIepKaHus XJIopoduilia, ypoBeHb KOTOporo Obu1 Oosiee
BBICOKMM B 3penoMm Jnucte. Coaep)kaHue IUTOKMHHUHOB OCTAaBAJIOCh BBICOKUM B 3pEJIOM JIMCTE
caxapHOoil cBekibl. PaHee OBLIO TOKa3aHO, YTO LMTOKMHHMHBI MOTYT 3JIMMHMHUPOBAThH
UMHTHOUpYyolllee BIMSHUE TJIOKO3bl Ha pacteHus [Moore et al., 2003]. Kpome Toro, xoporuio
M3BECTHA CMOCOOHOCTh HMUTOKMHWHOB CTHUMYJIUPOBATh ()OTOCHHTE3 M TNPEIOTBpAllaTh CTapCHHE
[eM. ccpuikm 0630pa Becenos u ap., 2017]. Bee 3To mo3BoJIsieT HaM MPEIITONIOKUTh, YTO BBICOKHI
YPOBEHb IIUTOKMHMHOB B 3pEJIOM JIMCTE€ CAaxXapHOW CBEKJIbl MOI NPEAOTBPATUTh HHAYKIUIO
MIPOLIECCOB CTAPEHMsI TOJ| BJIMSHHUEM IOBBIIIEHHOW KOHIEHTpAllUU TJIIOKO3BI B 3TOM JIUCTE.
[Tpomomkasi 3Ty MBICIb, MOXXHO KOHCTaTHPOBATh, YTO TOJBKO Ha ()OHE CHIDKEHHS KOHIEHTPAIUU
LIUTOKUHUHOB, HAKOIJIEHUE TJIFOKO3bl CONPOBOXKAAIOCH CTAPEHUEM M, BEPOSATHO, CTUMYIMPOBAIO
3TOT MpoLecc. ITO MPEANOTI0KEHNE HYKIaeTcs B AajbHEHIe mpoBepke.

Takum 00pazoMm, OlLlEHKa B JHMCTBAX CaxXxapHOM CBEKJIBI Pa3HOTO BO3pPAcTa COJAEPIKAHUS
TOPMOHOB, CaxapoB U OEJIKOB IMO3BOJIMIO BBIIBUTH CBS3b MEXKY IMOBBIIIEHHBIM COJEpKaHUEM
ayKCHHOB B MOJIOJIOM JIUCTE U €r0 aKTHBHBIM POCTOM, a TAK)X€ YUaCTHE MUTOKHHUHOB B PETYJISIIHH
pa3BUTHS JIMCTa, KOTOPOE 3aKI0YalloCh B MPEAOTBPAILlEHUU CTAapeHHUs B 3pPEIOM AaKTHUBHO
¢byHkunoHMpytonieM Jucte. HakorsieHue TIoKo3bl B JIMCTE MOIJIO HMHUIMHPOBATH IPOLIECC
cTapeHus Ha (OHE MOHMKEHHOI'O Ccojep)kaHus LUTOKMHUHOB. OOmee coxepkanue ABK O6buio
BBICOKUM B MOJIOJIBIX JINCTHSIX, CHIYKAJIOCH Y 3PEJIOr0 JINCTa U HE MEHSUIOCH 110 Mepe €ro CTapeHusl.
Tem He MeHee, ¢ TTOMONIBI0 METOIa HMMYHOTHCTOXMMHYECKOHN JIOKAIM3AIMU HaM BIIEPBBIC yIAJIOCh
MOKa3aTh MoBbIIeHHOE cojepxkanue ABK B kieTkax (uiosMHON MapeHXUMBbI CTAPEIOLIETo JIMCTA,
YTO COOTBETCTBYET IPEACTABICHUIO O pOJM 3TOr0 TOPMOHAa B HKCHOPTE METaOOIUTOB U3
CTapEIOLIETO JINCTA.
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