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VIJIBIPACTPYKTYPHBIE U3MEHEHUSI B KIIETKAX JINCTA 1 INIOJA
MALUSDOMESTICA (ROSACEAE) B XOJIE CTAPEHUA

T.X. KYMAXOBA

(PTAY-MCXA umenu K.A. Tumupszea)

H3yuenvt ynompacmpykmypHule u3MeHeHUus 8 KIemKax JUcma u niooa sA010Hu 8 Xxooe cmape-
nus. Tlokasano, umo npu 3anycke npozpammvl CMapeHus KaxK 6 JUCMbsIX, MAK U 8 NI00ax npoucxoosm
mKanecneyu@uuHble OeCmpyKmueHvle UIMEHeHUsl, umMelowue pasnuyio OUHAMUKY 8 0ezpaoayuu op-
eamenn. B xknemkax nucma nepevle npusHaKu 0ezpacayuu Ommeyaiomces 650epHoOM KOMHapmmenme,
umo ewvipadicaemcs 8 KOHOeHcayuu xpomamuna. s nio006 XapakmepHo onepedicaioujee cmapeHue
HAACMUO, 8 HUX HAKANAUBAIOMCS NPOOYKMbL 0ecpadayuu MemMopan muiakouoo8 — OCMUODUIbHbIE
besmembpannble 00paz08anus (NIACMo2io0yivl), a 6 HeKOMOPbIX CAYYAAX U 2PAHYIbL (heppumuna.
Hapsoy ¢ smum 6 niooax npoyecc Cmapenus nposeIAemcs 6 UHMEHCUGHOU 6aKYONU3Ayuu Kiemok,
npoucxoosauell, 8eposAmHoO, 3d CYem JOKANbHO20 AGMONUIA YUMO30JA C OUKIMUOCOMAMU U IeMeH-
mamu 9HOONAAZMAMU4ecko2o pemuxyayma. Kpome moeo, ma 3axnouumenvHom smane cmapeHus
6 KIemKax nio0o8 GCmpeyaromces 08e NONYISAYUU MUMOXOHOPULL: 8 OOHUX U3 HUX NPOUCXOOUM NOJ-
Has pedyKyus cucmemuvl KpUcm u mMemopansl 000104KU mMepsiom yeiocmHocmy, a 6 Opy2ux, mak dice
KaK u 6 niacmuoax, Haxanauearomes epanynvl eppumuna. COenan 6bl600 0 mom, Ymo OOHAPYIHCeH-
Hble 6 YILbMPACPYKMYPHOM HAAHE NPOAGNEHU 3anpOSPAMMUPOBAHHON 2ubenu KIemoK 6 JNUCMbIX
U nrodax AO6NOHU 6 npoyecce CMAapenusi AGNAIOMCS Pe3yTbmamom peanu3ayuu PAasHblx eeHemuye-
CKUX NPOSPAMM.

Kniouegvie cnosa: anonmos, oezpadayus, Me30Quil, MUmoxoHOpUs, Nepukapnuil, niacmo-
2n00yna, Xxa10ponaacm.

[Ipobnema crapeHHs XHUBBIX OPTaHM3MOB JIaBHO HHTEPECYeT MHOTHX HCCICIOBATE-
Jei U B HACTOsIEEe BpeMs HCCIEIO0BAaHUE €r0 MEXaHU3Ma SIBISCTCS OJHUM U3 IIPUOPUTET-
HBIX HaNpaBJICHUN B COBPEMEHHOI OHOIOTUH.

B u3yueHuu crapeHMs KHMBOTHBIX JOCTUTHYT 3HAUMTENBHBIM Iporpecc, U MHOTHE
€ro MOJIOKEHHUsS Ba)KHBI JUIs MOHUMaHUs cTapeHus pacteHuil [21]. OTHOocHTeNnbHO pacte-
HUH yCIIeX! B ITOHW 00JACTH 3HAYUTENBHO CKpoMHee. VMmeromuecs: B IuTepaType CBEICHUS
B OCHOBHOM IIOCBSIICHBI (PH3HOJIOr0-OMOXMMUYECKUM acriektaM [8, 14, 15]. B cBs3u ¢
3TUM B TIOCICAHHUE TOJbl AKTUBU3UPOBAIMCH HCCIECTOBAHUS MEXaHH3Ma CTAPCHUSI PACTe-
HUH, U y’K€ yCTAaHOBIICHO, YTO 3TOT MPOIIECC, TAK K€ KaK Y KUBOTHBIX, CONPOBOXKAACTCS 3a-
mporpaMmupoBaHHoOil rubensio knetok (3I'K), kotopas sBisiercst 00sS3aTeIbHOM Ha pasHbIX
JTamax OHTOTeHe3a W 0e3 Hee HEBO3MOXKHO WX HopManbHoe pasButue [1,2,7, 16map.]. Tlo
MHEHUIO aBTOPOB, KJIIOYEBBIM COOBITUEM TI'EHETHUYECKHM JETEPMUHHPOBAHHOI NporpamMMsl
rulenyu KJIETOK pacTeHWH sBISETCA JAerpafanus sjpa (KOHICHCAIUS XpOMAaTHHA) M MEX-
HykJeocomHas ¢parmentamust saepuoit JIHK, xoropyio paccMaTpuBaroT Kak OCHOBHOM
Oouoxumudeckuii mapkep anonro3a u 3I'K B nemom. M3 Bcex opraHoB pacTeHuil Hauboiee
MoJIPOOHO M3Y4YeHO crapeHue nucta [3-5, 20, 22]. OmHako 10 CUX TOp Cpelu HCCcieaoBare-
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JIel HeT eMHOr0 MHEHHUS O IMOCJEeNOBATEeIbHOCTH U JJIUTENBHOCTH MPOLIECCOB Jerpaaaliu
siapa U uuTomiasMel [3, 7]. OgHM aBTOpBI CUMTAIOT, YTO CTApEHHE KIIETOK JIMCTa IeHe-
TUYECKU 3alporpaMMHpPOBAHO MW MNPOUCXOAUT IO aNOINTO3HOMY MNYTHU, APYTUC OTMEYANOT
JUTATEIIBHOE COXPAHCHHE SJep B MHTAKTHOM COCTOSHHH, BIUIOTH JI0 3aBEPILAIOIIUX JTAIoOB
cTapeHust (JJ0 MOJHOTO TMOXKENTECHUS JINCTa), 0COOCHHO B KieTkax me3oduimia. Kpome Toro,
HUMCIOTCSI CBEJICHUS, O TOM, YTO B CTAPCIOLIEM JIHCTE XJIOPOIUTACTHI — IIEPBBIC OPTaHEIUIbI,
B KOTOPLIX IOABJAIOTCA ACCTPYKTHBHBIC NPU3HAKH, CBA3AHHBIC C Z[eraZ[aHHCﬁ. HpI/I 5TOM
B XJIOPOIUIACTAX JIUCThEB O€3 BUIMMBIX BHEIIHUX IPHU3HAKOB CTapeHHs, IPEKIC BCETO,
pazpymaercss JIHK, 3amesuisieTcss CHHTE3 M yCWIMBAETCSA Jerpafalyisi MaKpOMOJIEKYJ, HO
TOYHBIA MEXaHU3M UX CTapCHUsI IOKa HEU3BCCTCH.

Crenyer OTMETHTH, YTO B JIMTEPAType TAKKE HEIOCTATOYHO CBEICHUHN IO YIbTpa-
CTPYKTYPHBIM HM3MCHCHUSM B KJIETKaX PEHpPONYKTUBHBIX OPTaHOB PACTCHHIA, B YaCTHOCTH,
IJI0J0B A0JIOHM Ha pa3HbIX dTanax crapenus [11, 13, 18, 19]. Mexay Tem 3Tu cBeaeHUs
MPEICTABILIIOT MHTEPEC HE TOJBKO Uil (hyHIAMEHTATbHOW HAyKH, HO M MMCIOT HEMAallo-
Ba)XHOC TPHUKIAIHOC 3HAUCHHE B KAYCCTBE OCHOBBI JUII MOHHTOPHHIA CPOKOB CO3PCBaHHUS
U perieHus MpoOIeMbl Pa3MArYCHHs IUIOIOB IPU JJTUTEIHHOM XPAHCHUH B MPOMBIIUICH-
HBIX YCJIOBHSX. YUHTBIBas, YTO JICKKOCTh, KOTOpas OIMpPEHCSIETCS CIIOCOOHOCTBIO BIa-
JlaTb B COCTOSIHUE IIOKOS, YTO TOPMO3UT CTapeHHE, IIPUCYILA TOJIBKO IUIOJAM KYJIBTYp-
HBIX COPTOB H6HOHI/I, OHU MOTYT CIYKUTb XOPOLIUM MOJCJIIbHBIM O6T)CKTOM U1 U3Yy4YCHUA
B TOM IUIaHE.

Lenp panHOW pabOThl — CpPaBHUTEIBHOE 3JIEKTPOHHO-MUKPOCKOIMYECKOE HCCle-
JIOBaHUE KIIETOK JIMCTa W IUoja s0MOoHM B Xoxae crapeHus. Ocoboe BHUMaHHE B padoTte
OBUIO Y/ENEHO M3YYCHHIO YIBTPACTPYKTYPHI sApa, IJIACTHIl, MUTOXOHIPHIA U BaKyOJSIPHOM
CUCTEMBI.

MatrepuaJjibl 1 METOIbI HCCIET0OBAHUSA

OOBeKTaMu HCCIIe0BAHUS OBLIM JIMCThS UM IUIOJBI Pa3HBIX HpeAcTaBUTENEH s010HU
nomamtHent (Mains domesticct Borkh.), mpouspacratomux B mpearopbsx CeepHoro Kas-
kaza. KieTku nucra m3ydanm Ha CTaguM 3pejOCTH U B XOJE OCEHHETO CTapeHHs, HaunHas
C TEeMHO-3€JIEHOTO 10 >KenToro 1eta. s ¢uxcaruy oOpaslbl BHIPE3ad U3 TPEX JIUCTHEB
MEX/ly KWIIKAaMH B CpeJHEH 4acTh IuIacTUHKH. KJIeTKH TUIONOB M3ydaiu, Ha4WHAas C CTa-
UM ChEMHOH 3penocTd U B xone xpaHeHus (+2 °C) ot 2 go 8 mec. Meronuka NOoArOTOBKH
MaTepuana IS HCCIEAOBAHUN C MOMOIIbIO TPAHCMHUCCHOHHOTO 3JIEKTPOHHOTO MHKPO-
ckona (TOM) nmoapoOHO omucansl Hamu panee [12]. PemaktupoBanue muxpodoTorpaduit
Y U3rOTOBJIeHHE Ta0IMIl pon3BoamiIn B iporpamme CorelDRAWHS.

Pe3yabTaTthl ucc/ieioBaHus U 00CyK/IeHHEe
1. Yasmpacmpykmypa K1emox 3penvix u cmaperowux 1ucmves A010HU

B ynbTpacTpyKTypHOM IUIaHE KIETKH JHCTA SIOJOHM, TOJBKO YTO 3aKOHUYHUBIICTO
POCT, UMEIOT TAKOE K€ CTPOCHUE, YTO U TAKOBBIC OOJBIIMHCTBA MOKPHITOCEMEHHBIX pac-
TeHu# [3-5].

Jlns smuaepManbHBIX KJIETOK XapaKTepeH HEeOONbIIONW MOCTEHHBIN CIION IUTOIIIa3-
MBI, KpyNHasl HEHTpaJbHasl BaKyolb, SPO, MHTOXOHAPHHM, IUIACTHIBI C HEOOJBIINM KO-
JTUYecTBOM Iutactornodyn (puc. 1 a, 6). Aupo, modtu OKpyriaod WM ciierka yAJTUHEHHOH
(GOopMBI, 3aHMMaeT NPHCTEHHOE IoJoKeHue. [lepuHyKieapHOe IPOCTPAHCTBO —SAEPHON
0007104KM HepacIIUpeHHOe. XPOMATUH pPaclpesiesieH MO Bceill IIOMmAu siapa MOUYTH PaB-
HOMepHO. Jupbimko 00buHO ofHO (pHc. 2 a). Ho B saepHOM KOMMapTMEHTE HEKOTOPBIX
KJIETOK HaXoJATcsa ciIa00 BBIPAXKEHHBIC KOHACHCHPOBAHHBIE YYAaCTKH XPOMAaTHHA, CBHJE-
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TENBCTBYIOIINE 00 MHHULMANMU amontos3a. llomymsius muacTua IiIaBHBIM 00pa3oM mpen-
CTaBJICHA XJIOPOILIACTAMHU, KOTOPbIE MMEIOT C1ab0 pa3BUTYI0 CUCTEMY THJIAKOHIOB. B 3a-
MBIKAIOIIMX KJIETKAaX YCTBHIl OOJBIIYI0 YacTh 3aHUMAIOT 3JIEKTPOHHO-IUIOTHBIE XJIOPOILIa-
CTHI C 2-5 JIOBOJIBHO KPYIHBIMH KpaxMalbHBIMU 3epHaMu (puc.l 0).

Knetkn meszodwmia cojepxar KpynHble LEHTpalbHblEe BAaKyOJH W €AMHUYHBIE JIH-
MUIHBIE TNO00YIBl. XJIOPOMIACTOB MHOTO, U OHM PACIHONOKEHBI JTOBOJBHO IUIOTHO B OAUH
CIIOH BIONB KIETOYHOH cTeHku (puc. 1 B, T). [Ipu 3TOM XJI0pOMIacTsl UMEIOT XapaKTEPHYIO
JUIT HUX (OPMY IUIOCKOBBIMYKJION JIMH3BI, COIEpxkaT 1-2 KPYHHBIX KPaxMalbHBIX 3EpHA
u ocMuouIbHbIE 0e3MeMOpaHHbIE 00pa3oBaHUs — IJIACTOTI00YBl. MUTOXOHAPUU HMe-
0T HOPMaJIbHOE CTPOCHME, HO B MAaTPUKCE HEKOTOPHIX M3 HHUX NPHUCYTCTBYIOT HEOOJBIIHE
MIPOCBETJICHHbIC YYACTKH, 0Opa30BaHHbIC B PE3yNbTaTe PeIyKLIUH YaCTH KPUCT. DHIOIUIA3-
MaTHuecKuil petukynym (OP) paszBut cnabo. BrIABISIOTCS TUIIb OTAENbHBIC TPOQHUIN Cpe-
30B LUCTEPH IpaHyssipHOro OP, HecymMX HEOOIBIIOE KOIUYECTBO PHOOCOM Ha Hapy>KHOMH
cropoHe memOpaH (puc. 1 ).

B kjeTkax MpoBOSIIETO MydKa HaXOAATCS MHOTOYHCIICHHBIC MUTOXOHJAPHUU C XOPO-
110 Pa3BUTOI CUCTEMOW KPHUCT, OHM MHOIJAa 00pasyloT CKOIUIeHHs. B mpuneraromux K HUM
KJIeTKaX ry04yaTtoro mMe3o¢uula XJIOpOIUIaCTOB Majlo, OHU MMEIOT cl1abo Pa3BUTYIO CHUCTE-
My TUIakouaoB. I'panymspHbsiii OP pa3BuT cmabo, ero MUCTEPHBI C PEAKUMU pUOOCOMAMHU
PAacIoI0KEHBI BAOJIb KJIETOYHOM CTeHKH (puc. 1 ).

IlepBble mMpH3HAKK JETpajallid OPTaHE/UT OTMEUAaroTCs Ha CTaJAUU TEMHO-3EIECHOTr0
mucra. Ilpu sToM HambGosiee BBIpa)KEHHBIC U3MEHEHHs MPOMCXOMAAT B KIETKAaX Me3odua.
B snepHOM KOMIApPTMEHTE 3TUX KIETOK 00pa3ylOTCs CKOIJICHUS! KOHAEGHCHUPOBAHHOTO XPO-
MaTHHA, YTO CUMUTAIOT OAHMM W3 OCHOBHBIX MPU3HAKOB amomnTo3a. UpBIIKK yxKe aerpa-
qupoBanu (puc. 2 0). OcoOEHHOCTBIO TUX KIETOK Takke sBIsieTcs paHHee (hopMmupoBa-
HHUE IIy3BIPEBUAHBIX 00pa30BaHUIl — aBTO(ATOBBIX BAKyOJICHl M MyJIBTHBE3UKYISPHBIX Te-
nen (puc. 3 a-B, a). XJ0opomaacTel HAOYXJIH, HO 0€3 BBIPAXKCHHBIX M3MEHEHUH MeMOpaH-
HO¥ cucteMmsl (puc. 3 0, ).

B kierkax IKenTo-3eNeHBIX JIMCThEB MPOJOJIKAIOTCS HW3MEHEHHS B CTPYKTYpe
sIpa, KOHJCHCHUPOBAHHBI XPOMAaTHH B HUX HAYMHACT IOCTCIIEHHO CMEMIAThCs K Kparo
sepHOit 00omouku. HekoTopslie siapa ¢ B3IYTHSIMU U JIOKAJIBHBIMU Pa3pbhIBAMH 0005I0Y-
ku (puc. 2 B, T). B mmactungax kpaxmasibHble 3epHA YTHIM3HPOBAIUCH, OHH MUMEIOT MOBBI-
HICHHYIO 3JIEKTPOHHO-IJIOTHYIO cTpoMy. [lpyrast uX 0cOOEHHOCTh — aKTHUBHOE HAKOILICHUE
MaTepuana MiaacTorao0ys, CONPsHDKEHHOE C MOCTENEHHbIM YMEHBIICHHEM 4ucila MeMOpaH
(puc. 3 B). HemHOrouucneHsele rpaHbl TUIAKOMIOB PaBHOMEPHO paclpeliesieHbl 0 Beei
IUIOIIAN IJIACTUJ, HO B MAaTPUKCE HEKOTOPBIX XJIOPOIJIACTOB BBIABISIOTCS XOPOIIO 3aMeT-
HBIE B DJIEKTPOHHOM MHKPOCKOIE PBIXJble y4acTKu (0T 2 10 6), BEpOSTHO, COAEpKallie
nt JIHK (myxneounsr). @opma u pasMepsl XJIOPOIUIACTOB 3aMETHO M3MEHWINCH, MHOTHE H3
HUX MPUOOpPENIH HENpPaBWIBHYIO (pOpMy, HO MPH 3TOM COXPAHSETCS LEJIOCTHOCTh BHEUIHEH
Y BHyTpeHHeW MeMOpaH (puc. 3 0-1).

Ha 3akirounTenbHOM 3Tane CTapeHust (GKeNThle JIUCTbS) OCHOBHOW 00BEM Kile-
TOK 3aHHMAIOT TUTAaHTCKHE BaKyoJlM, Ha MEMOpaHaX TOHOIUIACTa HAaXOJUTCS HEOOJNBIION
CIIOH 3JIEKTPOHHO-IUIOTHOTO MaTepHuaina. YMEHBLIMICS pa3sMep s1pa, €ro CheKUBAHUE CO-
MPOBOXK/JIAETCSl YBEJIMYEHHEM IUIOLAJU KOHAEHCHUPOBAHHOTO XpomaTuHa. Kpome Toro,
3HAQUMTENbHAS YacTh fA]pa JMIIEHAa OOOJOYKM, HO €ro COJCPKHUMOE B BHJEC CaMOCTOS-
TENBHONU CTPYKTYphl CKOHIIGHTPUPOBAHO B LEHTPE CHUIBHO BaKyOJU3HUPOBAHHOH KIeT-
ku (puc. 2 m). Ha Gomnee mpoaBHUHYTHIX CTaAHMsIX JEreHEPALUU spa KOHIECHCHUPOBAHHBIN
XpOMAaTUH YIUIOTHSETCS, CTAHOBUTCS TOMOTEHHBIM, a HYKJIEOIUIa3Ma B OCTAJIbHBIX €ro ya-
cTsix — Oonee cBemioi. Hapsay ¢ 9TUMH HM3MEHEHHSIMH B OOJIBIIMHCTBE KJIETOK HaXo-
JSITCSL OKPY?KEHHBIE JJIEKTPOHHO-IIOTHBIM MaTEPHAIOM JIMMUAHBIE TI100ybI (2-5 Ha cpe3)
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Puc. 1. O6wwmin BuA KMeTOK 3penbix NUCTbeB AOMOHW: a — anuaepmanbHas knetka; 6-3amblikatolive

KNeTKn ycTbuLa; 8 — KIEeTKM ManucagHoW NapeHXuMMbl; I — KMeTku rybyaTon napeHxumbl; 0 — KreT-
KM Myyka W npunerawwend K Hum rybuaTor napeHxumbl. OOO03HaueHusi: B-Bakyonb, 0 — [AMKTMOCO-
Ma, K3 — KpaxmarbHOe 3epHO, KC — KIeTo4YHasi CTeHKa, /M — NWUNuaHasi Kanns, M — MUTOXOHAOpWS,
n— nnactuga, 3p — 3HAoNasMaTMYeckun peTukynym, 1 — a4po. Ysenudenus:: a-6 — 4000x;

8-0 — 4000x
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Puc. 2. Apgpa knetok (a) 3penoro u crapewowero nuctbeB (6 — TEMHO-3eMEHOro; 8, 2 — XemnTo-
3eneHoro; @ — XemnToro) sibnoHu: a — £4p0 C pPaBHOMEPHO pacrnpefefieHHbiM XpomaTtuHoM; 6 —
SA0PO C BbIPAXEHHOW KOHAEHcauuewn XpomaTuHa; 8 — $ApO0 C KOHAeHcauven v mapruHauuen (cme-
LleHneM) XpoMaTuHa; I — a4po CO B3OQYTUSIMU WM NOKamnbHbIM paspbiBOM obornouku; 0 — a4po, 3Ha-
ynTenbHas YacTb KOTOPOro yTpaTuna LEenocTHOCTb OOOMOYKM; € — y4vacTok KrieTkn (0) € KpymHbIMK
nmnuaHbiMm - kannamu.  OBo3HayeHusl: KX — KOHOEHCUPOBAHHbIN XpOMATWH, re — nnacTornobynel,
PHM— pUBOHYKNeonpoTenaHbIe CTPYKTYpPbI, S0p — SAPLILLKO, OCTarnbHble 0603HaveHusi cM. puc.1
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Puc. 3. ®parmeHTbl kneTtok wmesodwnna mmcta (@ — TEeMHO-3eneHoro; 6-2 — KenTo-3eMeHoro;
0,6 — >entoro) siGNOHW B XOfde CTapeHus: a — XJIopOonnacT C PaBHOMEPHO PacroNOXEHHbIMU rpa-
Hamu, MWUTOXOHAPWM, Bpe3ka aBTOMAroBOW BaKyonu B yBeNMYeHHOM BUAE; 6 — KOHTaKT MUTOXOH-
Apun ¢ HabyxwwyM XMoponnacToM HemnpasBuibHOW OOPMbl; 8 — XJIOpPONnacT HenpaswibHOM  POPMbI
C npu3HaKamMu paspyLlleHUss TUNAKOWOHOW CUCTEeMbl W CKOMMAEHMSMU MefKux nnactornobyn B CTpo-
Me; 2 — KOHAEHCUPOBAaHHBIA XroponnacT, s4po C MNOYTU MPO3payvyHOM  Hykneonnasmon, Habyxwve
NEepoKCUCOMbI, MWUTOXOHAPUM C MPOCBETMEHHBbIM MaTpukcoM; O — OKpyrnon opMbl  xroponnact
C Habyxwen CTpOMOW; € — XIopomnacT C paspylieHHON O6O0MOoYKOM, MHOTOTUNAKOWAHbIE MHOrO-
CTyneH4yaTble rpaHbl KOTOPOro KOHTaKTMpYlT C uutonnasmon. O6o3HaveHus: as8 — aBTodarosble
BaKyonu, ep — TrpaHbl, MM — MynbTUBE3NKYNSPHOE Tenble, KX — KOHOEHCUPOBAHHbIA XpOMaTuH,
ne — nnactornobyna, e — MepoKCMCOMa, 3M — JNIeKTPOHHO-NMOTHBLIM MaTepuan, S0 — sAepHas
obonouyka; * — pbixble obnactu B CcTpome xnoponnactoB, copepxawwme ntOHK, ocrtanbHble o060-
3HayeHus cM. puc. 1, 2
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pasHbIX pasMepoB (puc. 2 €). MUTOXOHAPUU TOYTH OKPYIJoW (HOPMBI, ¢ MPOCBETICHHBIM
MaTPUKCOM, HO COXPaHSIOT IEJIOCTHOCTh MeMOpaH oOomouku (puc. 3 1). Ilepokcrcomsl
HaOyxnu. CUIBHO M3MEHMIACh (OpPMa XJIOPOIIACTOB-TEPOHTOIIACTOB, HEKOTOPBIE M3 HUX
npuoOpeN NmoyYTH OKpyriyro ¢opmy (puc. 3 1). YacTb XJIOPOIUIACTOB yTPATHIU IIEIOCT-
HOCTh MeMOpaH OOOJIOYKH, MPU ATOM PEryKIHs MEMOPaHHOW CHUCTEMbl HEMOJNHas, TpaHbl
Y THJIAKOMJIbI COXPAHMUIIUCh, OHU CBOOOIHO JIeXKaT B IIUTOIIa3Me (puc. 3 e).

2. VYaempacmpyxkmypa knemox nio00 A010HU npu CO3pe6aHuu
U 8 X00e cmapenust (nepespesaniis)

CrnenyeT OTMETHTh, YTO B OTHOIIEHHHM COYHBIX IIIOJ0OB BMECTO TEPMHHA «CTape-
HHE» OOBIYHO HCIONB3YIOT «CO3pEBaHUE» M «Iepe3peBaHue». XOTs B (PU3HOIOTHUECKOM
U OMOXMMUYECKOM IUIaHE CYIIHOCTh 3THX TEPMHUHOB OJMHAKOBA: CO3PEBAaHHE ILIOMOB,
TOYHEE IMEpPUKAPNUs, — 3TO «HAYAJI0 KOHIA», MepBbIi 3Tanm crtapeHus [15]. Kaprtuus
YIBTPAaCTPYKTYPHBIX HM3MEHEHHUH KJIETOK MJIOAOB B XOJE CO3PEBAHUS, KOTOPYIO paccMmar-
PHUBAIOT Kak 0coOyro ¢GopMy cTapeHusi, B paboTe He MPUBEAEHBI, TaK KaK MOAPOOHO ONuU-
canbl panee [10].

YIbTpacTpyKTypa KIETOK IJIOAOB, XPAHAIIUXCA B TEUECHHE IBYX MEC. B XOJIOIWIIb-
HOU Kamepe, MPaKkTUYECKH HE OTIMYAETCsl OT TAKOBOW HA CTaJuM cO3peBaHUs. B kimeTkax
SMUJECPMBI COXPAHSICTCS MOJHAs KOMMApTMEHTALUs, IUTOIMIa3Ma Oe3 BBIPAXKECHHBIX INPH-
3HaKOB JAecTpykuud. OHa COJAEPKUT BCE OCHOBHBIE KOMIIAPTMEHTBL: XOPOLIO Pa3BUTHII
SHJOIUIa3MaTHYeCKuil peTukyinyM (OP) arpanynspHoro tuna, anmapaT [onbmku, sapo c
SIPBILIKOM, TUIACTUABI, PHOOCOMBI, MUTOXOHAPUH M Jp. Bakyonam KpymHBIE 3JIEKTPOHHO-
IpO3pauHble, TOHOIIACT MMEET POBHBbIC ouepTaHus. IImacTuabl ¢ OTHOCUTENBHO Pa3BUTOMN
CUCTEMOM TUJIAKOHIOB.

B HekoTOphIX KJIETKaxX TUHOACPMBI M IIIy0xke Jexalied MapeHXUMbl OTMEYAIOTCs
HepBble MPHU3HAKM JAerpajanuu opra”enn (puc. 4 a, 6). B mimactunax HOCTENEHHO pas-
pylIaercss THJIAKOWHAs CHCTeMa, HAKaIIMBAIOTCS Iiactoriiooynsl (puc. 4 6). Hapsamy c
IUTACTOTI00yIaMH OHH COZIepKaT KpaxmanbHble 3epHa (1-2 Ha cpe3). Ha stom stame cta-
peHUsl TEepHKApPIMsS XPOMOIUIACTBI MO YIbTPACTPYKTYpPHBIM IPHU3HAKAM MOXKHO CUHTATh
JIETeHEepUPYIOMUMHI  (popMaMK  IUIACTUA, MHOABEPTHYTHIMH JHIIO(aHEpo3y — paspylile-
HUIO JIMMONPOTEUJHBIX MeMOpaH. Kpome Toro, miazmaneMma KJIETOK THIOJEPMBI UMEET
U3BUWIINCTBIM KOHTYpP, OHa MHOrAA 00pasyeT BISIUMBAHUS, BHEJIPAIOLIMECS B LUTOILIA3MY.
ITucrepus! arpanynsipHoro OP pacmupeHsl, OHH HEpPEeIKO, CIMBAsCH, 00pa3yloT IUTOIIIA3-
MaTHYECKUE BAKyOJIM HEOOJBIINX pa3MepoB. Hapsimy ¢ 3TUMM U3MEHEHHSIMHU XOpPOIIO 3a-
METHOM CTaHOBHUTCSI Pa3HOKAYECTBEHHOCTh KJIETOK T'MIOJCPMBI. B Bakyossix HEKOTOPBIX W3
HHUX COJCPXKUTCS 3NEKTPOHHO-IUIOTHBIN MaTepuall, BEpOATHO (hPEHONbHOU Mpupoxasl. Muro-
XOHJIPUU COXPAHSIOT HHTAKTHYIO CTPYKTYPY.

B mnactuaax KIETOK MApEeHXMMBI, MOJIOCTH KOTOPBIX M3HAYaIbHO ObUIM 3a0UTHI
KPYIHBIMU KPaxMaJbHbIMU 3€pPHAMH, IPOUCXOAUT MOCTENEHHAS UX YTHIM3ALUS.

HanbGosnee BbIpa’keHHBIE YIBTPACTPYKTYpHBIC M3MEHEHUs B KJIETKaX IUIOJOB IPO-
ucxomiaT uepe3 4 Mec. xpaHeHus (puc. 4 B, I'). B snuaepManbHBIX KJIETKax 3TUX IUIOJIOB
usMeHsercs: gopMa sapa. IlepuHykieapHoe MPOCTPAHCTBO SIEPHON OOOJIOYKM pacIIMpH-
JOCh, U €ro KOHTYpPbI CTalu HM3BWIUCTBIMU. [lmacTuiasl HaOyxJiu, TUJIAKOMJHAs CHCTEMa
B HHMX HOJHOCTBI PEIyLUpPOBATACh, OHU COJEPXKAT JOBOJBHO KPYIHBIC ILIACTOIIOO0YIIBL.
IlepoxcucomMsl Toke CHIBHO HaOyxsu. llenocTHocTsh MeMOpaHBI TOHOIUIACTAa HapyIICHA,
B HEKOTOPBIX MeCTaxX Ha HEl HaXOJUTCsl OONBIIOE KOIHMUECTBO 3JIECKTPOHHO-MIOTHOTO Ma-
Tepuana. BbIpakeHHbIe HM3MEHEHUSI INpETepIeNu KIETKH IMapeHXUMbl. B MHUTOXOHIpHUSX
9THX KJIETOK OCTaTKM KPHCT CHIbHO pacmupuinch. Llucrepusr ADP peaynupoBaince,
U B CWJIBHO OOBOJHEHHOM ITUTOMIa3Me HAXOAUTCSI HEMHOTO PUOOCOM.
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Puc. 4. ®parmeHTbl kneTok nnoga s6noHn nocne 2 (a, 6) n 4 (8, 2) Mec. xpaHeHusi: a — nnacTuga
C pedyuMpOBaHHOW TUAKOMAHOW CUCTEMOW, KPYMHbIMW KpaxmarbHbiMW 3epHamMu W nnactornobyna-
MW, SOPO U SAAPbLILWKO 6e3 BblpaXeHHbIX W3MEHEHWN, JNEeKTPOHHO-Npo3payHas BaKyomfb KIMEeTKW 3nu-
aepmbl; 6 — TpybyaTbii arpaHymnsipHbIl  PeTUKYNyM C  PacLUMPEHHbIMW  LMCTEPHAMK, MUTOXOHAPUM
WHTaKTHOW CTPYKTYpbl, BaKyomnb KNeTKU [MNnogepMbl C X/OMbEBUAHBIM MaTepuanoM; 8 — Bakyonb C
3MEKTPOHHO-NMOTHBIM ~ MaTepuanom, nnacTuga c  KpynHeiMy  nnactornobynamu w  Apyrue  opraHensbl
KNeTkn anuaepMmbl; I — BaKyoflb, MUTOXOHAPUM C pPedyLMpOBaHHBIMM W  PACLUMPEHHBIMU KpUCTamu,
a Tawkke paspbiBOM MeMbpaH 000MnoYkM, uMTOnnasmMa C ocTaTtkaMmu UumuctepH OP  knetkn napeHxu-
Mbl. OBo3HayeHus: m1 — nnasmaneMma, 9M — ONEeKTPOHHO-MMOTHbI MaTepuan, S0p — SAPbILLKO,
ocTanbHble 0603HavYeHus cM. puc. 1-3. YBenuuenus: a-8 — 36000x, r — 56000x
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UYepe3 6 mec. XpaHeHHs NPOJODKAIOTCS M3MEHEHHs B IUIACTHIAX U MUTOXOHAPHUSX
KJIETOK TumojaepMel. Hapsimy ¢ miractormoOynamMu B CTpoMe OOJNBIIMHCTBA IUIACTUM BBI-
saBisieTcst aMmopHoe BkItoueHue (puc. 5 a). HekoTopble M3 HUX C JIOKaJIbHBIMU pa3pbiBa-
MU MeMOpaH OOOJOYKHM U COJAEpXkKAT CKOIUIEHUs 3JIEKTPOHHO-IUIOTHBIX IpaHyl (eppUTHHA
(puc. 5 6). Ho npeoOnamarommM KOMIIOHEHTOM IUIACTH] SBJSIOTCA IUIacTorinooynsl. Ha
9TOM JTale CTapeHUsl MPAKTHYECKH BCE MUTOXOHAPUH MPETEPIIENN BbIPaXKEHHbIE JIECTPYK-
TUBHBIC HM3MCHCHMS: 3HAUUTEIBHO YMEHBIIMIACH IJIOMIAAb, 3aHHUMaeMas KpPUCTAMH, HX
MaTPHUKC MPOCBETICH, OHM MPHOOPEIH HENpaBHIbHYIO (OPMY U KOHTYPHI MeMOpaH 000-
JIOYKHM HepoBHBIC (puc. 5 a). KieTku mapeHXUMbI CHIBHO BaKyOJIN3HUPOBAHBI, U3 CTABIIETO
Y3KUM CJIOSI MTOCTCHHOM IMTOILIa3Mbl HCUYE3M PHOOCOMBI M 3JIEMEHTHI 3HIOMEMOpPAHHOM
cucrteMmbl (puc. 5 r). OcTaTku HUCTepH OP CHWIBHO pacIIMpUINCH, 3aMETHO HM3MEHHJIAch
CTpYKTYpa ¥ MOpQOJOrusl JUKTHOCOM ammapara [oibpku. B MUTOXOHAPHUSAX MOTHOCTBIO
penyuupoBainch KpucThl. Ha MeMOpane TOHOIUIACTa HAaXOISTCS KPYIHBIC CKOTUICHHS
9JIEKTPOHHO-TUIOTHOTO MaTepuana (puc. 5 r).

Ha 3akmrounTenbHOM 3Tame cTapeHus (depe3 8 Mec. XpaHEHHs1) OONBLIMHCTBO Kile-
TOK 3MUAEPMBI M TUIIOIEPMbI HAXOAATCSA HA IPOJIBUHYTOM CTaluU CTapeHUs], B HUX MPAKTH-
YecKH pa3pyllieHbl BHYTPUKIETOUHbIE MEMOpaHbl (pUc. 5 B, 1-K). YacTh miuacTuj morepsia
LEJIOCTHOCTh OOOJIOYKM M IIMTO30JIb MPOHUKAET B UX cTpoMmy (puc. 5 B). OGHapyKMBaIOT-
Csl TUTACTHIBI, Y KOTOPBIX OOOJOYKH MOABEPIIIACH MOJHON AECTPYKIHHU, U IUIACTOTIOO0YIIBI
CBOOOJIHO JIEKaT B CHJIBHO BaKyOJU3UPOBAHHOHM IMTOMIIa3Me (puc. 5 €). B HEKOTOphIX MU-
TOXOHJPHAX TaKXKe PEAYLMPOBAINCH KPHCTHI, OCTAINUCH TOJBKO OTACNbHBIC MX MPOQUIH
U B MIPOCBETIEHHOM MaTpPUKCE HaXOIATCA CKOIUICHHs rpanyn depputuna (puc. 5 x). Pas-
Mep U (opma gapa TOKE M3MEHWINCh, XPOMAaTUH B HUX paclpejielieH HEPaBHOMEPHO, HO
SIPBIIKA TIPUCYTCTBYIOT (puc. 5 ). [logsepriuce Be3UKyISALUU dMeMeHTsl DP, octamuch
TOJIBKO OTJeNbHble Mpodmin cpe3oB uuctepH I'DOP, Ha memOpaHax KOTOpBIX HaXOIATCS
CIIUMIINECS MEXTy coOoit pubocoMsl (puc. 5 3). Cyast Mo yabTpacTpyKTYPHBIM KapTHHAM,
OOJIBIINHCTBO KJICTOK TUIOAEPMBI U MAPEHXUMBI HAXOASTCS HA CTAAUU BAKYyOJSIPHOTO KOJ-
nanca (puc. 5 1, e, U, K). B mapeHXuMHBIX KJIE€TKax LUTOIUIa3Ma CHJIBHO KOHJIEHCHPOBAHA,
W3 BCEX OpraHeyl B HUX MPUCYTCTBYIOT TOJBKO MHUTOXOHJAPHH, Ha MOBEPXHOCTH KOTOPBIX
HapsiAy C IOPYTUMH BBIIICOITUCAHHBIME JICCTPYKTUBHBIMH HM3MCHCHHUSMH MOSBUIIUCH HE-
OouibIINe IPO3payHbIe B3AYTHS (pUC. 5 U, K).

ITpoBeneHHBIE HAMH 3JIEKTPOHHO-MUKPOCKOMUUECKHE HCCIICAOBAHUS BBISBUIN Kap-
THHBI TKaHECTICUU(UYHBIX JCCTPYKTUBHBIX W3MEHEHHH, HO TPU TOM MEXaHU3M 3alycka
MPOrpaMMBbl CTApPEHUs] U JUHAMHKA JIETPaJalliil OpraHeNI B KJIETKax JINCTA U IIoAa g0I0-
HU pa3/InyaroTcs.

Cyns 1Mo TOJYyYEHHBIM YJIBTPACTPYKTYPHBIM MaTepHayaM, CTapeHUE JIUCTa MPOUC-
XOAUT TJIaBHBIM 00Pa3oM MO amnonTo3HoMy myTH. OO0 3TOM CBUAETENLCTBYET MOSBICHUE B
Spe paHbllle, YeM B APYIHX OpraHesliaX, IPU3HAKOB allONTO3HON Aerpajaliu: KOHICHCca-
Usl XpoMaTHHa, a Ha Oojiee MO3AHUX 3Talax CTAPEHUSI €ro CMELICHHE K Kpar OO0OJOYKH.
Kpome TOro, Ha HpPOJBUHYTBIX CTaJUsIX ACTCHEPAMM sA]pa 4Yepe3 JIOKAJIbHBIE Pa3phIBBI
000JI0OYKH YacTh KOHJACHCHPOBAHHOI'O XPOMATHHA BBIXOJIUT B MOJIOCTh KJIETKU. PaHo nerpa-
JUPYIOT U SIPBILKH, YTO BEPOSITHO, CBSI3aHO C IOJABJIIEHUEM aKTUBHOCTH M MOCTENEHHBIM
MPEKPAIICHUEM CHHTETHUCCKUX TmporueccoB. IlomoOHBIC KapTHHBI YIbTPACTPYKTYPHBIX
W3MEHEHUH B Aape OOHapy)XeHbl B 3aMbIKAIONIMX KJIETKAaX YCTBHIL JHCTa Topoxa, B KO-
JICONTWIEC M TEPBOM JIMCTEC MPOPOCTKOB MIICHHUIBI B SKCHECPHUMEHTAIBHBIX YCIOBHUSX IpU
BO3JIeiicTBUM WMHAYKTOpoM amontosa [l, 2]. I[lo apyrum nurepaTypHbBIM JaHHBIM, XJIOPO-
IJIaCThl — TEPBbIE OPTaHeNibl, B KOTOPBIX MPOUCXOJAT JECTPYKTHBHBIE W3MEHEHHS, CBS-
3aHHBIE C Jerpajanueil, a MUTOXOHAPUN — EIWHCTBEHHBIC OPraHeJUIbl, OCTAIOLIUECsS HH-
TaKTHBIMH J1a)Ke Ha 3aKJIIOUUTEIIBHBIX Tarax CTapeHusl.
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B u3y4eHHBIX HAMHU CTApEIOLIUX JHUCThSIX IUIACTHABI IO CPAaBHEHUIO C sIIPOM 0o-
nee ycroiuuBbl. Korpma siipo HpakTHUYECKH pa3pyILICHO, XJIOPOIUIACTHI HAXOMAATCS elle
B HOPMAJIbHOM COCTOSIHUU. Ha ynpTpacTpyKTYypHOM YpOBHE M3MCHEHUs B IUIACTUAAX BBI-
pakaroTcsi B KOHAEHCALUH CTPOMBI, MOCTENEHHON PEeIyKIUMN TUIAKOMIHON CUCTEMbl U Ha-
KOIUICHHH MaTepuana miacTorao0yn. OJHaKo peayKIus MeMOpAaHHOH CHCTEMbI B ITACTH-
JaxX HEIMOJHAas, B HEKOTOPBIX M3 HUX MPOMCXOAUT YKPYNHEHHE TPaH M yBEIMUYCHUC CPEIH
HUX JIOJY MHOTOTHJIAKOUJHBIX, YTO CUMUTAETCS XapaKTEPHbIM IPU3HAKOM CTapeHHs XJO-
porutactoB [8]. HanGonee cuibHBIM H3MEHEHHMSM MOABEPraroTca UX (opMa U pasMepsl,
OHHM CHJIBHO Ha0yXaloT, MpUOOpeTaroT HEeNpaBWIBHYIO, a WHOTAA IOYTH OKPYIIyI0 (GopMmy.
Kpome Toro, B MaTpukce OOJIBIIMHCTBA XJIOPOIUIACTOB MMEIOTCSI XOPOIIO 3aMETHhIC Ooiee
pBIXJble yyacTKu (0T 2 10 6), B KOTOPBIX, BEPOSITHO, MPOUCXOJUT MOCTEIIEHHOE pa3pyliie-
Hue nTtIHK, uto cBUaeTEeabCTBYET O 3aMEJIEHUH CHHTETHMUYECKHUX IPOIECCOB U YCHIICHUU
ux aerpaganuu. OOHapy>KeHHbIE HAMU AECTPYKTUBHBIC M3MEHEHHS B XJIOpOIUIacTax Kie-
TOK CTapelolIMX JINCTbEB HE MPOTUBOpEUAT JUTEPaTYpHBIM JaHHBIM. Ha Gojee mpoaBuHy-
TBIX CTaAUSIX CTAPEHUS, KaK U SAPO, XJIOPOIUIACTHI-TEPOHTOILIACTBI BCE K€ YTPAuUBAIOT
HENPEPBIBHOCTh MEMOpaH 00O0JIOUKH, MPHU 3TOM COXPaHss CTPOMY M LIETOCTHOCTh CHCTEMBI
TUIAKOUA0B. Hapsimy ¢ 3THMH M3MEHEHHMSMH B KIIETKaX Me30(H/UIa JAOBOJILHO paHO (op-
MHUPYIOTCSl Ty3bIPEBUIHbIC O0pa30BaHUs — aBTO(ArOBBIE BAKyOJIU M MYJIbTUBE3UKYJIISIP-
HBIE TeJa, CBUACTEILCTBYIONIME O YAaCTHYHOM YTHIM3ALUM BHYTPHKJICTOUHBIX MEMOpaH.
Kak u3BecTHO, aBTO(AroBble BaKyOIM COJCPXKAT THAPOJIUTHUYECKUE (EPMEHTHI, KOTOpPbIE
IpU ONpPEJENICHHBIX YCIOBUSIX MEPEMEIAIOTCS B IIUTOIUIA3My U BBI3BIBAIOT €€ pas3pylie-
Hue [16 u ap.]. Ilo MHEHHMIO aBTOPOB, JU3UC MPOTOIUIACTa MrpaeT riaBHyr poib B 3['K
y pacteHuit. IIpu3HaKoM CTapeHus JUcTa Takxke siBigeTcs (OPMHUPOBAHME B KIIETKaX Me-
30¢muIa KPyMHBIX JUNUAHBIX T100yn (2-5 Ha cpes3), 00pa30BaHHBIX 3a CUCT PA3PYIICHUS
BHYTPUKJICTOUHBIX MEMOpaH U SBISIOUIMXCS BIOCIEACTBHM PE3EPBHBIMHU BEIIECTBAMU JIH-
nuHON Tpupo/sl. IIpu Beex 3TUX yIbTPacTPyKTYPHBIX M3MEHEHHUSX, M0 HAIIMM HaOofe-
HUSIM, OCHOBHBIM JMAarHOCTUYECKUM MPU3HAKOM CTapeHMs JINCTA MOXKHO CUUTATh, IPEXIE
BCET0, KOHJICHCAIIUIO XPOMATHHA.

B ornnume OT MHUCTHEB B KJIETKAX CTapCIOIIUX IJIOAOB NMPH3HAKOB ANONTO3HOU Jie-
rpajamuu sapa U GOpMUpPOBAHUS aBTO(AroBBIX Bakyosell Hamu He oOHapyskeHbl. Jlo 3a-
KIIIOUUTEIBHBIX 3TAlloB CTAPEHHs AP0 MMEET MOYTH HOPMAIbHOE CTPOCHHUE, B HHUX INPH-
CYTCTBYIOT BCE KOMMApTMEHTHI, B T. 4. U SIAPHINIKKA. Bo BCsIKOM ciyuae, merpaganus sapa
B KJETKAaX CTaperoIluX IUIOA0B MPOUCXOJUT 3HAUUTEIBHO TO3XKE, 4eM JAPYrHX cyOkie-
TOYHBIX KOMIAPTMEHTOB. J{MUTENBHOE COXpaHEHHUE siipa B (DYHKIHMOHAIBHOM COCTOSIHMU,
BEPOSITHO, MMEET CMBICI, TaK KaK pa3pylIeHHE IPYTuX KIETOYHBIX CTPYKTYp HaXOAUTCS
BO MHOT'OM IIOJ] €ro KOHTpojeM. [lo HammM IaHHBIM, HanOolee WHTEHCHUBHBIC JECTPYK-
TUBHBIC M3MEHCHUS PaHBIIE BCEX OPraHENI MPOHCXOAAT B IJIACTHIAX. Y HHUX MOJTHOCTBIO
JIerpaupyeT TUIAKOUIHAs CUCTEMa U IOJOCTH 3alOIHSITCA IIacToraodynamu. OgHAKo
HAKOIUIEHHUE ILIACTOII00YNI HE BCEr/la MOXKET CIYXKHTh MHIUKATOPOM CTapEHUs, MOCKOJIbKY
OHHU HAKAIUIMBAIOTCA U B IUIACTHJAX MOJNOABIX MI0/0B [10]. 3anonHeHue NonoOCTU MIACTUA
rIo0yIaMu, CKopee BCero, 0OyCIOBICHO YBEIHUCHHEM UX Pa3MepoB, KOTOPOE MPOHCXOAUT
o Mepe pa3pylIeHUs] MeMOpaH TIIaKOMTHOH cucteMbl. [Ipn 3ToM MaTepuman miacTorao0y
SBJISIETCS] 3allaCHBIM ITyJIoM JunuaoB. Hapsay ¢ miactornmoOymnamu B CTpoMe Kak IMIACTHI,
TaK MU MUTOXOHJpUI OOHAPYXKEHBI CKOIUICHUS T'paHyl (eppUTHHA — XKEJIE30COACPIKAIIEro
Oenxa. Kaxk m3BecTHO, (peppUTHH YaCTO AKKYMYJIHMPYETCsS B CTPOME IUIACTUA CTapEIOIIUX
TKaHel ¥ (HOTOCMHTETHYECKH HEaKTHBHBIX XJoporiactoB [11, 17]. IIpuunHbel HakomjaeHUs
(beppuUTHHA B MUTOXOHPUSIX TIOKA OCTAIOTCSI IO KOHI[A HE N3yUCHHBIMU.

Jns TOHMMaHMs BBIIBICHHBIX HAMH NPU3HAKOB YIBTPACTPYKTYPHBIX HM3MEHEHUI
B KJIETKaX CTAPEIOIINX IIO0B HHTEPEC MPEICTABISIIOT UMEIOIINECS B IUTEpaType CBe-
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Puc. 5. ®parmeHTbl KkneTok nnoda sibrnoHu, nocrne 6 (a, 6, 2) n 8 (8, 0-k) MeC. XpaHEHUsi: @ — XPOMO-
nnactel C OrpaHNYeHHbIM MeMOpaHoW BKIOYEHUEeM, MUTOXOHAPUM C  pedyLMpOBaHHbIMU - KpUCTamu,
BaKyonb C 9MEKTPOHHO-NIIOTHBIM MaTepuarnom KneTku runogepmbl; 6 — nnactyaa € peayumpoBaH-
HOW TWNaKoMOHOW CUCTEMOW, NnacTornobynamn u CKOMMEHWEM [paHyn deppuTMHa KNeTku anuaep-
Mbl; 8 — pacnajamowmecs nnacTuibl, NPOCBETNEHHbIN LUMTO30Mb C (DparMeHTUPOBaHHbIM 3HAOMNas-
MaTu4eckuM peTukynyMmom, annapaTt [onbAku C paclUMpeHHbIMW  LMCTEPHaMW  KNeTKU  MnoaepMbl;
3, 0, U — nNapeHXMMHble KMEeTKM B CTaguWu BaKyomnsipHOro Konmnarnca; € - MPOCBETNEHHbIA LMTO30Mb C
pacnafaloLlmyMucs  XxpomonnactaMmu, KOHTakTupylowwme Mexay Ccobol  MUTOXOHApUM C  pedyLupoBaH-
HbIMU KPUCTaMW KNEeTKU TUMNOAEPMbl; X- MWUTOXOHAPWMM CO CKOMSIeHMEeM rpaHyn deppuTMHa u apyrue
opraHensbl KIMeTku TUnoaepmMbl; 3 — MPOCBETNEHHbIM LMUTO30Mb C OTAENbHbIMU NPOUNsSMUA  rpaHy-
napHoro OP u gpyrve opraHensbl KNeTku 3anuaepMbl; K — CXaBLUAsICH KreTka rMnofgepmbl C KOHAEH-
CUPOBAHHON  LMTOMNa3Moi, MWTOXOHAPWEA C pedyuMpOBaHHbIMM KpUCTamu W pa3pbiBOM  MembpaH
obonoykn. OBGO3HaueHUsi: 8K — BKIHOYEHNE, p — EpPpPUTUH, OcTanbHble 0003HaAYEHUss CM. puc.
1-4. YBenuyerus: a — 1300x, 6 — 36000x, g-2 — 40000x, o — 17200x, e — 3000x, — 32000x,
3-k — 40000x
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Puc. 5. (MpogomxkeHune)

JIeHUs] TI0 (PU3MOJIOTO-OMOXMMHUYECKUM acleKTaM uX co3peBanusi U crapenus [7, 15]. Co-
[JIACHO 3TUM JaHHBIM, Y SI0JIOK BCE MPOIECCHl (POPMHUPOBAHUS M CO3PEBAHHS HIYT 32 CUET
SHEpPruM JbIXaHusA. [Ipu 3TOM co3peBaHHE COMPOBOXKIACTCS M3MEHECHHEM CKOPOCTHU JIbIXa-
HUs. Pe3kuil morbeM JbIXaHus, Ha3bIBACMBIN KIIMMAKTEPUICCKUM Y S0JIOK, COBIAIACT C Iie-
PHOJIOM CO3pEBaHUs, KOTOPBIH HACTYIAET JI0 MX OTACICHHS OT MATEPUHCKOTO PacTCHUS U
MPOJI0JKAETCsT B TIOCIEyOOpOUHbIid niepuo/i. B cBOIO odepellb, KIMMAKTEPUYECKUNA MOIbEM
JIBIXaHUs CBSI3aH C TOBBINICHHBIMU TOTPEOHOCTSIMH B DHEPTUU M €r0 OOBIYHO paccMaTpu-
BalOT KaK KYJIbMHUHAIMIO TMPOIlEcca CO3PEBaHUsl M Havajo CTapeHws. B 3TOT mepwox yBe-
JMYMBAETCS MPOHULAEMOCTh TOHOIUIACTA, M OPraHMYECKUE KUCJIOTHI BBIXOIAT M3 BaKyOJIH
B [IMTO30JIb, YTO MPUBOJNUT K PA3BUTHIO aHAPOOHBIX mporeccoB. IIpuunHoil aHa’spoOHOTrO
CABHTa JBIXaHUS SIBJSIETCS YMEHBIICHHE MOCTYIUICHUS BO3/AyXa H3-3a YBEJIWYHMBAIOIIETOCS
CHUHTE3a KyTHHA U BOCKOBBIX OTJIOXKEHHMH Ha MOBEPXHOCTH IUI0A0B. OOpazoBaHMe MOIIHBIX
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BOCKOBBIX OTJIO)KEHUH M TOJICTOM KyTHKYJbI Ha TOBEPXHOCTH IUIOAOB sI0JIOHM HaMU BbISB-
neHsl U onucanbl panee [12]. [lo HameMy MHEHUIO, BBILIEONMCAHHbBIE MPOLECCHI MPUBOJISAT
K CTPYKTYPHO-(YHKIIHOHAJIBHBIM HM3MEHECHUSIM, MPEXJE BCETO MUTOXOHJPHUI Kak 3HEpre-
TUYECKUX CTPYKTYDP. Tak xak MUTOXOHAPHH, SABIAACH NOCTABIIMKAMH PsAa allOOTOICHHBIX
(dakxTopoB (UUTOXpOMa ¢, mpokacmas, OenkoB-peryisitopoB 3['K, akTuBHBIX (PoOpM KHUCIO-
polia U Jp.), UTPAIOT BAXXHYIO POJIb B 3aIPOrPaMMUPOBAHHON THOENH KIETOK Y YKHBOTHBIX,
TO MOKHO TIPEATNOJIOKUTh, YTO OOHAPYKEHHBIE HAMU MEPECTPOHKU B UX CTPYKTYpE Mpe-
CTaBISIFOT cOOOM ONMH M3 MEXAHM3MOB, 3aMlyCKAIOIIMX THOENb KIETOK B INEpe3peBarOIINX
wionax sioionu. BeposiTHO, (haKkTOPHI, HHUIMHUPYIOIIUE THOCTHh KICTOK MEPUKAPIIUS, MOTYT
HCXOITUThH KaK M3 IDIACTHI, TaK ¥ U3 MHTOXOHAPHHA, €CIIH OCHOBBIBATHCS Ha MPHHIIHAIIE «YTO
nuTacT, TO U Fy61/IT». Ot OpraHejuibl HC TOJIBKO MNPUHUMAIOT U KOOPJAUHUPYIOT CUTHAJIBI,
3aIyCKarolIue MEXaHW3M THOeH KJIETOK IUIOAO0B, HO M caMu X BeIpabateiBatot [15]. On-
HaKo Juid Oojiee TOYHOrO yCTAHOBJIEHHS, Ha KaKUX CTaJMAX CO3PEBaHUS IJIOJOB 3TOT (e-
HOMEH TPOWCXONIUT, IO HAIlEeMy MHEHHIO, HEOOXOIMMBI JOIIONHHUTENbHBIEC HCCICIOBAHUS
C YYeTOM OHMOPHEPreTHYeCKOTo CTaTyca MUTOXOHJIPUH B KIIETKE, TTOCKOJIBKY OJHOBPEMECH-
HO C JIeTpajiaiyeil IPOUCXOIAT U CHHTETHUECKUE TPOLIECCHI.

AHaJ’II/I?)I/Ipyﬂ JIMTCPATYPHBIC NAHHBIC W MOJIYUCHHBIC HAMU MaTEpUalbl, MOKHO MPEa-
MOJIOKUTh, YTO B CTAPEIOIIMX IUIOJAX pealu3yercs WHas MmporpamMma KIETOYHOH CMEpTH,
B MHHUITMAIIMA KOTOPOW OCHOBHYIO POJIb UIPAET, MPEK/Ee BCETO, IEHTpalbHas Bakyolsb. Kak
N3BCCTHO, UHTCHCHUBHAA BAaKyOJMU3allUA KIJICTOK MNEPpUKAPIIUA MPOUCXOAUT 3a CUCT JIOKAJIb-
HOT'0 aBTOJIM3a LUTO30JI ¢ JUKTHOCOMaMHU U 3fieMeHTaMu DP. A paspbiB TOHOIUIacTa 00Y-
CJIOBJIEH aKKyMyJsilMel Ha ero memOpaHe OOJbLIOr0 KOJIMYECTBA AJIEKTPOHHO-TUIOTHOIO
MaTepuasia B BUJC CIUIOIIHOTO cJios. [ 'MOenb KIeTOK MpU YYacTUH IICHTPaTbHOW BaKyOJIH
4acTO BCTPEYAeTCSd B CTAPCHOIIMX KIETKaX T'eHEepaTUBHBIX OPraHOB BBICHIMX pacTeHuit [1].
CornacHo CyILECTBYIOLIEH THIIOTEe3€, BaKyOJSPHBIM Kojianc OOyCIIOBIIEH H3MEHEHHUEM
MIPOHUIIAEMOCTH TOHOIUIACTA JJIi OPraHWYEeCKUX HOHOB. BBICBOOOXIEHHBIE W3 BaKyOJIH
TUApOoJIa3bl HAYMHAKOT aTAKOBATHb KJICTOYHBIC OPTaHCIIIIbI. BHOCJ’IC[{CTBI/II/I LHCHTpAJIbHasA
BaKyoOIlb CMOPIIMBAETCS M MOJBEpraeTcs (parMeHTalMu, MOCiEe TOTO KaK HX COJACPKH-
MO€ CMEIIMBAETCs ¢ LUTOIUIa3MOM, OCTaHABIMBAETCS TOK LUTOIUIA3MbI, U BCE OpraHel-
Tl TIOCTETIEHHO MOJABEpraioTcs nerpaganui. CHavaima pa3pymarorcs OXHOMEMOpaHHEIC
OpraHesibl, HECKOJBKO MO3JHEE ACTpaaupyroT AByMeMmOpaHHble. [Ipu 3TOoM 0OBOmHSETCA
MaTpHUKC, HApyIIAeTcs IEJIOCTHOCTh BHEIIHMX U BHYTPEHHHX MeMOpaH opranemt. [le-
CTPYKTUBHbIC W3MEHEHHs, aHAJOTHYHBIE WM, OOHapyXeHbl HaMH B OpraHeijax KJIeTOK
CTaperoIero Mmioja.

Takum 00pazoM, yIbTPacCTPyKTYpPHbIC HM3MEHEHHUS, IPOUCXOJSAIINEC B CTAPCIOLINX
KIIETKaX JIUCTa M IUIOAA sS0JIOHH, YKa3blBalOT Ha B3aMMO3aBUCUMOCTh, & HE aBTOHOMHOCTh
CUTHAJIbHBIX MyTEH cTapeHus. JTO MO3BOJSET UCKIIOUUTH TOT (PaKT, YTO OHO MPOMCXOIUT
Onaronapsi OMHOMY THITy OpraHeiul. MOXKHO TIPEOIONIOKUTh, YTO B KIETKAaX JIHCTa CTape-
HUEC TPOTCKACT B OCHOBHOM IIO alOINTO3HOMY IIYTH. B I10Jax OHO TOXE€ HaXOIUTCA IIOL
KOHTpPOJIEM sJipa, HO TIJIaBHbBIMU HWHUIHUUPYIONIUMU KOMIIAPTMCHTAMU SABJISIFOTCSA IJIACTH-
bl M1 MUTOXOHJpPUHU, B OOJbILEH CTENeHH BaKyoJH. BbIsBIEHHBIE B YJIbTPacCTPYKTYpHOM
IUTAaHE TIPOSIBIICHUS 3alpOTrPaMMHUPOBAHHON THOENH KIETOK B JIMCTBAX U IUIOJAAX s0JIOHH
B XO0A€ CTapC€HHUsA, BCPOATHO, SABJIAIOTCA PE3YJIbTATOM pCAJIM3alU PA3HBIX TEHCTUYCCKUX
nmporpamMm. Ha nam B3I, NOJYYCHHBIC HAMU MaTCpUajibl JONOJHAKT UMCIOMINUECA B JIU-
Tepatype MOJEKYJspHble U OMOXMMHUYECKHE JAaHHBIC M0 MEXaHW3MaM CTapeHUs pacTeHUU
U MOTYT OBITh MCIIOJIb30BaHbl B KaYeCTBE IIMTOJOTHYECKUX MApPKEPOB NS UACHTU(PHUKAINH
arornTo3a, a TakKe MOUCKA Y HUX HOBBIX Pa3HOBHIHOCTEH 3amporpaMMHUpPOBaHHON rubenn
KJIETOK.
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ULTRASTRUCTURAL CHANGES IN BOTH LEAF AND FRUIT CELLS
OF MALUS DOMESTICA (ROSACEAE) IN THE PROCESS OF AGING

T.KH. KUMAKHOVA

(RTSAU named in honour of K A. Timiryazev)

Ultrastructural changes occurring in the course of aging in both fruit and leaf cells of apple
trees were studied. It was shown that the start of the ageing programme was followed by tissue-
specific destructive changes with varying dynamics in regards to organells degradation. In leaf

cells, the first sings of degradation — chromatine condensation — were obsen’ed in the nuclear
compartment. Fruits are characterized by anticipatory plastid aging: they accumulate products of
thylakoids membrane degradation — osmiophvlic non-membranousformations (plastoglobules), or

sometimes ferritin granules. Along with this the ageing process in fruits is expressed in extensive cell
vacuolation due to local autolysis of cytosol with dvctiosomes and endoplasmic reticulum. More-
over, in fruit cells, two populations of mitochondria can be found at the final stages of aging: one
with the total reduction of cristae system and coating membranes lose integrity, the others, as well
as plastids, accumulate ferritin granules. We conclude that revealed ultra-structural manifestations
of programmed cell death in both apple fruits and leaves in the course of ageing are the result of
implementation of various genetic programmes.

Key words: apoptosis, degradation, mesophvll, mitochondria, pericarp, plastoglobules,

chloroplast.
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