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T.A. CEPOBA, B.E. IIBITAHOB

CrapeHde — eCTEeCTBEHHbIi 3Tam B PAa3BUTHH CUMOMOTHYECKOTO KiyOeHbKa. B pesyibrate
npouecca CTapeHus MPOMCXOAUT PEYTHIM3AUMA PA3JINYHbIX MUTATE/IbHBIX BEMIECTB U3 KIyOeHbKa B Ipy-
rde opraHbl pacTenus. B 0oJbIIMHCTBE CiyyaeB cTapeHHe 3amycKaeTcs Mocjie OKOHYAHUS LBeTeHus1 00-
0OBBIX PACTEHWIi, XOTS MepBble MPH3HAKHA CTAPEHUS] MOTYT HAQMIONATHCS OYEHb PAHO B PA3BUTHH KIy-
OeHbKa. 3alepiKKa 3amycKa MPOrpamMMbl CTAPEHHS MO3BOJIIA Obl MPOJJIMTD MEPUON AKTUBHON a30T(HK-
canu, a, clieA0BaTebHO, YBEIHYHTh COIEpPKAHNE CMMOHOTPOGHOro a30Ta B PACTEHHAX, W, B KOHEY-
HOM CueTe, NMOBBICHTh YPOXKAiHOCTb 0000BbIX pacrenuii. I103TOMy HeyIMBHTEIbHO, YTO B MOCJIETHHE
roipl cTapeHusi a30TGUKCHPYOMUX KIy0eHbKOB AKTHBHO M3yyaercs. B 003ope paccmartpmBaioTcs oc-
HOBHBIE 3Tambl Pa3sBUTHSA A30T(PUKCHPYIOLIEr0 CMMOMOTHYECKOrO KJIy0eHbKa 0000BBIX pacTeHHil, 0CO-
OEHHOCTH PA3BUTHS CUMOMOTHYECKUX KIY0EHbKOB AE€TEPMHHMPOBAHHOTO H HeJEPMUHHPOBAHHOIO THIIOB.
Y 6000BbIX pacTeHuii ¢ HeAEPMUHUPOBAHHBIMHA KJIy0eHbKAMH BpeMsl JKH3HH CHMOMOCOM HEBEJIHMKO, MO-
TOMY YTO LeHTpPaJbHble HHGUIMPOBAHHbIE TKAHU MOCTOSIHHO OOHOBJIAIOTCA 32 CYeT ANUKAJILHOH MepH-
cTemMbl. Bpiensiior ABe mocienoBaTesbHble CTAJMM B Npolecce CTapeHHs HeJAePMUHUDPOBAHHOIO Ky-
OeHbKa: CHAYaJa MPOMCXOOMT Aerpajanusi 0AKTEPOMAOB W IMOeb HECKOIBKHX PACTHTEJbHBIX KJIETOK,
3aTeM MOJHOCTBIO Pa3pylIalOTCsi W CHMOMOCOMBI, U WH(HMIMPOBAHHbIE KIeTKH. B 1eTepMHUHUPOBAHHBIX
KJIy0eHbKaX CTapeHHe WHHIMHPYETCS B NEHTPAJbHON 30He KIy0eHbKa M PACHpPOCTpaHseTcs K mepude-
pun. AHAJIM3UPYIOTCS MOP(OIOTMYECKHEe MPU3HAKH CTAPEHUS CHMOMOTHYECKOrO KiIyOeHbKa Ha YJabTpa-
CTPYKTYpHOM ypoBHe. OOcCyXkaaeTcs pPojib B CTAPEHUM CHMOMOTHYECKOr0 KJIyOeHbKA HUCTEMHOBBIX M
TPeOHMHOBbIX nMpoTea3. Jlerpanauus Oenka, KOoTopasi MO3BOJISIET MOBTOPHO YTHJIM3UPOBATbL a30T W Jpy-
rde BelecTBa, — BEePOATHO Haubosiee BaXKHbI U3 MPOLECCOB, MPOMCXOIAIIMX HA MPOTSDKEHHH CTape-
Hus. CymecTBYIOT 10Ka3aTeJbCTBA, YTO B KOPHEBBIX KIy0eHbKaX 0O00OBbIX PACTEHWii NUCTEHHOBbIE
npoTeasbl BOBJIEKATCS B (YHKIMOHHPOBAHME KIy0eHbKA, B aJaNTALMIO KJIETOK X03MHA K (pu3noIora-
YeCKHM CTpeccaM M B KOHTPOJIb cTapeHHsi KiayOenbka. Ilpn mmpokomMacmraOHOM aHAa/M3e TPAHCKDHII-
TOMa KiyOeHbkoB Jionepubl (Medicago truncatula Gaertn.) BbISIBJ€HbI HECKOJILKO IPYNN F€HOB, aKTHB-
HOCTb KOTOPBIX XapakTepHa LIS MOCJeJOBATEbHbIX CTAAMil CTAPEHHS HeAEPMHUHUPOBAHHOTO KIyOeHb-
Ka. PaccmaTpuBaercst poab B crapeHHH TakKuX (UTOTOPMOHOB KaK ITHIIEH, A0CHM30Basi U JKACMOHOBAsI
KHCJIOTBI, rH00epe/IHHbI U MOHOOKCH], a30Ta. ClielyeT OTMETHTDb, YTO A0 HACTOSILIEr0 BpeMEeHH Npe-
CTaBJIEHHA O TOPMOHAJBHON PEryJsIMU MpoLecca CTAPEHHS OCTAIOTCS JOCTATOYHO (hparMeHTAPHBIMH.
AHanu3upyeTcsl OKHCJIMTENbHDbI CTPecC, CONMPOBOKAAIOMMII Mpouecc crapeHusi Kiyboenbka. Ilokasawo,
4TO ¢ BO3PACTOM KiIy0eHbKa cofiep:KaHHe MepOKCHAOB, KAPOOHHIOB 0eJKOB, MOAU(MUIMPOBAHHBIX OCHO-
Banuii THK u Karaquruyeckoro xkeje3a ysennuuBaercs. 2Kene3o, comepkauieecss B nepuOaKTepoms-
HOM NPOCTPAHCTBE, YCHJIMBAET MEePEKUCHOE OKUCJIEHHEe JIMMUIO0B, YTO MOKET CNOCOOCTBOBATDH JAerpajaa-
UU MepUOAKTEePOUIHOI MeMOpaHbl B cTapelomux KiyoeHbkax. KoimyecTBo oKuclIeHHBIX GOpM IiIy-
TATHOHA M TOMOIIYTATHOHA 3HAYMTEJIbHO MOBBIIIAETCS MO Mepe Pa3BUTHS KIyOeHbKAa, BOCCTAHOBJIEH-
HBIX — CHHJKAETCS MPH CTAPEHNH, YTO CBHAETENLCTBYET O PA3BUTHH OKHCJIHTEIBHOTO CTpecca B CTa-
pelomux Kiy0eHokax. B 003ope Takke paccMaTpuBaeTcsl poJib '€HOB, KOAMPYIOIIMX O€JNKH, BOBJIEYEH-
Hble B TPAHCHOPT INMPOKOTO KPYra MOJIEKYJ, W T€HOB, MPOAYKTbI KOTOPBIX BHINOJIHSIOT PETYJISATOPHbIE H
CHTHAJIbHBIE (DYHKIMHM B KJIETKe; OTJIMYME CTPecC-MHIYIHPOBAHHOTO CTAPEHWS OT €CTECTBEHHOTO MPO-
mecca. C ucnosib3oBaHUeM MoOJeJbHbIX 0000Bbix Lotus japonicas (Regel) K. Larsen m M. truncatula
ObLIH KJIOHHPOBAHBI HEKOTOPbIE T€Hbl, MyTAllMH MO KOTOPbIM NMPHBOIAT K MHAIMALWH DAHHEIO CTape-
HUsl. BakHO OTMETHTB, 4TO 3TH TeHbI KOAMPYIOT caMble pa3Hble 0eJIKH, yJyacTByouue B (hyHKIHOHHPO-
BaHUM CUMOHMOTHYECKOro KiyOeHbka. K Hacrosimemy Bpemenn y M. fruncatula BbISIBIEHBI JBa TpPaHC-
KPUNIMOHHBIX (haKTOpa, 3aleiiCTBOBAHHBIX B MpolLecce CTAPEHWii CHMOMOTHYECKOro KiyOeHbka. IIpu
3TOM OTMEYEHO, YTO MHAYLMPOBAHHOE CTAPEHHEe NMPOMCXOAUT OBICTPee eCTECTBEHHOTO M MMeeT NpU3HA-
KH OKHCJMTEJIHHOTO CTPecca M 3amporpaMMHUPOBAHHON KJIETOYHOIl rudeu.

KioueBbie cjioBa: 6000B0-pH300HAJIBHBIN CUMOMO3, PA3BUTHE KIy0€HbKA, T€HETHYECKHIl KOH-
TPOJIb, OKMCJIMTEJbHBIN CTpPECcC, MPoTeasbl, ITHIEH, A0CHH30Bas KHCJIOTA, JKACMOHOBAsI KHCJIOTa, THO-
OepeJUIHHbI, MOHOOKCH/I 230Ta, PU300HH.

" Pabora ¢duHaHCOBO moaaepxkaHa MUHMCTEPCTBOM oOpa3oBaHusi U Hayku ([ocygapcTBeHHBIN KOHTPAKT
Neo 16.552.11.7085, cornaiuenue 8109), rpantom IMpesunenra PO (HII-337.2012.4), PODU (14-04-00383).
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CrapeHrne — €CTECTBEHHBIN 3Tall B Pa3BUTUM CUMOMOTMYECKOTO KITy-
OeHbka. B pesyibTaTte mpouecca cTapeHUs MPOUCXOAUT PeyTUIM3alus pa3ivud-
HBIX MUTATEJbHBIX BEILIECTB U3 KIIyOEHbKa B JpYyrve OpraHbl pacteHus. B 0o0b-
LIMHCTBE CAy4YaeB 3TOT MEXaHM3M 3allycKaeTcs MOCjie OKOHYaHUS LIBETEHUS 00-
OOBBIX, XOTSI MEPBble MPU3HAKU CTApPEHUS] MOTYT HaAOJI0JATbCS Ha OYEeHb paH-
HUX CTaIMsIX Pa3BUTHUsI KIyOeHbKa.

PasBuTue CcuMOMOTHMUYECKOTO KJIyOEeHBKA. DTO pa3BUTHE
HauyMHaeTCsl B pe3yjbTaTe CUTHAJIBHOTO B3aUMOJEWMCTBUSI MEXIy OOOOBBIM pac-
TeHWEM M KIIyOeHBKOBBIMU OaKTEpHUSIMM, OOOOIIEHHO Ha3bIBAEMBIMM PHU300MSI-
MU. PaziumyHble acrekThl mpoliecca pa3BUTUS CUMOMOTUYECKOTO KIyOeHbKa He-
OIHOKPATHO pacCMOTPEHbl B MHOTOUMCIEHHBIX 0030pax (1-5). KpaTko ero Mox-
HO onucarh cleayilnuM odpa3oM. boboBbIe pacTeHUs BBIAEISIOT (PJIaBOHOUIBI,
KOTOpbIE MHAYLUUPYIOT ¥ pU300MiA CUHTE3 JIMTIOXUTOOJUTOCaXapuIaoB, Ha3bIBae-
Mbix Nod-dakTopamu. Nod-¢hakTopbl BOCIIPUHMMAIOTCS CHEeUU(UYHBIMU pe-
LIeNTOpaMu pacTeHU, U aKTUBUPYIOTCS MeXaHU3Mbl CUTHAJIbLHOM TpaHCAYKIIUH,
B pe3yJbTaTe Yyero, ¢ OAHON CTOPOHBI, MPOMCXOAUT MHOULIMPOBAHUE XO3SIMHA
pU300MSIMU, a C IPYroil — MHAYLUpYeTcs (GOpMUPOBAHUE TTPUMOPAUST CUMOMO-
Thyeckoro kiryoennka (1, 5). MHGMeKIMOHHBIN mpoliecc HauMHaeTcsl ¢ nedop-
MallMM UM CKPYYMBAHUI KOPHEBBIX BOJOCKOB C 00pa3zoBaHUMEM MMU WHGEKIIM-
OHHOIo KapMmaHa, B KOTOPOM OKa3bIBalOTCSl 3aKJIOUEHHBIMU puzobduu (2, 5).
OTcioga OHM TIPOABHUTAIOTCSI BIIIyOb KOPHEBOTO BOJIOCKA, a BIIOCICICTBUU M
KJIETOK KOpPHsI Ojarofapsi crieliaJbHOMY KaHaly, (popMuUpyeMOMYy pacTeHMEM U
HasbIBaeMOMY MHMEKIMOHHONW HUTHIO (3-5). OOMHOBpEMEHHO B KOpe KOPHS U
MepULMKIIE UHAYUUPYIOTCS KJIETOUHBIC ACJEHUSI, MPUBOASIIME K 00pa3oBaHUIO
KJIyOeHbKOBOTO TNpuMopaus. MHbeKIIMOHHas: HUTh JOCTUIaeT MPUMOpPAMS, TIe
MOSIBISIIOTCSL  CIIELIMAIbHBIE BBIPOCTHI, OKPYKEHHbBIE JMIIb IUIa3MaTUYeCKOn
MeMOpaHO#l U JIMIIEHHbIE CTEHKHU, OrpaHUYMBAIOLIEH B HOpME MH(MEKIIMOHHYIO
HUTH (3, 4). I3 3TUX BBIPOCTOB, HAa3bIBAEMbIX MH(MEKIIMOHHBIMU KaIlIsSIMU, TMO-
CPENCTBOM IIpoliecca, HAIIOMUHAIOIIETO SHIOIIMTO3, MPOVCXOAMT BBICBOOOXIE-
HUEe PU300UI B LIMTOIIA3MYy pacTuTeabHON KieTku (4). I1pu aTom GakTepuu oc-
TAIOTCSI OKPYKEHHBIMU CMMOMOCOMHOMU (ITIepnOaKTepOUIHOM) MeMOpaHoOil pac-
TUTEJLHOTO TMPOMCXOXIEHUSI, HO C BKJIIOYEHUSIMU OakTepUalbHBIX OenkoB (1,
4). B pganpHeililieM mpoucxoauT auddepeHIMpoBKa OakTepuil B creLuaaIn3u-
poBaHHyI0 opMy — B OakTepouabl. bakTtepoun, orpaHUYEeHHBIH CUMOMOCOM-
HO#l MeMOpaHOIi, Ha3bIBaeTCsI CUMOMOCOMOI, KOTOpasl MpeAcTaBisieT co0oil oc-
HOBHYIO asoT¢ukcupyolnyo equHuiy (1, 4, 5). ¥ 6000BbIX pacTeHUI U3 yMe-
peHHbIX WKUpoT (Tropox Pisum sativum L., mouepHa Medicago sativa L.) ¢popmu-
pyeTcsi MepucTeMma, KoTopasi COXpaHsieT aKkTMBHOCTb Ha TPOTSKEHUU BCEM XXKU3-
HU KiIyOeHbKa (Takue KJIyOeHbKU Ha3bIBalOTCS HeAeTepMUHUPOBAHHbBIMHU). B
pe3ysabTare MOCTOSIHHONW aKTMBHOCTM MEPUCTEMbI B KIyOEHbKE MOXKHO BbIAC-
JMTh ciienytomme 30Hb: I — coocTtBenHo Mepuctemy; 11, III u IV — coorBercT-
BEHHO 30HBI MH(peKIUM, a3oThuKcamu u crapeHus (puc. 1, A, B). g Heme-
TEPMUHUPOBAHHBIX KJIYOEHBKOB XapaKTepHa BBITSHYTasl ymaauHeHHas ¢opma. B
KJTyOeHbKax 0000BbIX M3 10XKHOW 30HBI (cost Glycine max L., daconb Phaseolus
vulgaris 1..) MepuctemMa (PYHKUMOHUPYET HEMPOJOKUTEILHOE BpPEMS, MOATOMY
30HAJIBHOCTh KJIYO€HbKa OTCYTCTBYET, U OHU MMeEIOT cepuueckyro dhopmy (Ta-
KMe KIIyOeHbKM Ha3bIBalOTCS AeTepMUHUpPOBaHHbIMU) (1, 4, 5).

MHbupoBaHHbIE PaCTUTENbHbIE KJIETKW, HAXOMSICh B 30HE a30T(UK-
cauu, (PYHKIIMOHMPYIOT Ha MPOTSDKEHWM OTPAaHMYEHHOTO IepHoja BPEeMEHH,
rocjie KOTOPOro HacTyIaeT CTapeHue, MpeAcTaBisiollee co0oil opraHu3oBaH-
HBIi TIPOLIECC KJIETOUYHON TMheu.

Y 6000BBIX pacTeHUll ¢ HEAETEPMUHUPOBAHHBIMU KJIyOEHbKAMU Bpe-
M1 KU3HU CUMOMOCOM HEBEJIMKO, MOTOMY YTO LIEHTpaJlbHble MHGUIIMPOBAHHbIE
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Puc. 1. CumoOuMoTHYecKHe a30THUKCHPYIOIIHE KIyOeHbKH y ropoxa Pisum sativum L. poaMreabcKoii -
nun SGE (A, B, Bo3pact cOOTBETCTBEHHO 4 M 6 Hel) M MOJYYEHHOr0 HA ee OCHOBE CHMOMOTHYECKOTrO
myranta SGEFix -8 (sym25), xapakrepusywomerocsi Npu3HAKaMM PAHHEr0 CTAPEHHS CUMOMOTHYECKHMX
Kiayoennkos (B, I', Bo3pact coorBeTrcTBeHHO 4 u 6 Hem): | — 30Ha Mepucrembl, 11 — 30Ha uHpekLMH,
111 — 30Ha a3zordukcanuu, IV — 30Ha crapeHus (MaciutabHast tuHeiika — 200 MKM).

TKAHU ITOCTOSIHHO OOHOBJISIIOTCS 334 CUET alMKaJbHON MepucTeMbl. Tak, MepBbie
MMPU3HAKNA CTapeHUS CMMOMOCOM y TOpOXa U JIIOLIepHBI HaOMIOHAIoTCs yKe Ha
14-e cyT mociie MHOKYISAIUA (6), XOTS aKTUBHEIN ITPOIleCcC CTapeHUs 3aITycKa-
eTCS 3HAYUTEIBbHO MO3Ke — IOC/Ie OKOHYAHUS IIBETEHMsSI. Y BHIOB OOOOBBIX
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pacTeHuli ¢ AeTepMUHUPOBAHHBIMU KITyOEHbKAMU HAYajl0 CTapEeHMUS TaKXKe COB-
MmamaeT ¢ KOHIIOM IIBETCHMS—HAYaJoM IIOMOHOIIEHNS, YTO OBIJIO TTOKa3aHOo Ha
G. max (7) n Vigna mungo (L.) Hepper (8). HacTo crapeHue KiryoeHbKa yCKOPSI-
€TCsl, eCIu CUMOMO3 Hea((hEKTUBEH U3-3a TCHETUYECKUX MYTAlMid B pacTeHUSIX
(9, 10) wimu B Gakrepusix (11). CrapeHue MOXET TakxXe MHAYLMPOBATHCS pa3-
JINYHBIMU aOMOTUUYEeCKUMHU cTpeccamu (12).

Mopdonorunueckue Impu3HaKu cTapeHHUI BusyairbHo cra-
peHue B KIyOeHbKax MpOSBIISEeTCS yepe3 M3MEHEeHME I1BeTa a30T(MUKCUPYIOLIEH
30HBI OT PO30BOTO, CBSI3aHHOTO C (PYHKIIMOHWPOBAHWEM JIETTeMOTIOOWHA, IO
3€JICHOTO, YTO OOYCJIOBJIEHO pa3pylIeHHEM T'€MOBOM I'PYIIIIEI 3TOTO Oejika U 00-
pasoBaHueM OunuBepauHa (13).

ITpu cTrapeHuM KJIETKUM 000MX CUMMOMOTHMYECKMX MapTHEPOB pa3pyllaloT-
cs (cM. puc. 1, b-T', 2, A, B). OnHako B cilyyae HeAeTePMUHUPOBAHHBIX KITy-
OCHBbKOB 30Ha a30T(UKCAIMKU MOCTOSIHHO OOHOBJISIETCSI 3a CYET KJIETOK, mepe-
XOJSIIMX B HEE U3 MEPUCTEMbI, XOTSI C BO3pACTOM KJIyOeHbKa 30Ha CTapeHUs
yBenmuuBaeTcsd. Ha yabTpacTpyKTypHOM ypOBHE OOHApyKMBalOTCSI U3MEHEHUS
B CUMOMOCOMaxX M KJIETOYHBIX OpraHeslax: y IUTOIUIa3Mbl YMEHbIIIAeTCsl 3JIeK-
TPOHHAs TUIOTHOCTb, HAOIONAIOTCS BE3UKYJIbI U OCTaTKU MeMOpaH Kak pe3ysib-
TaT pa3pylleHus KJIeTKM X03siMHa U cumbuocom (14, 15).

¥,

Puc. 2. 3oHa cTapeHHsi CHMOMOTHYECKOrO a30T(UKCHUPYIOUIEr0 KiIydeHbka y ropoxa Pisum sativum L.
pomutensckoii s SGE (A) ¥ mojiyyeHHoro Ha ee ocHoBe cumomoruueckoro myraHta SGEFix -8
(sym25), xapakTepu3ylouierocsi Npu3HakKaMi PaHHEro CTapeHus CUMOMOTHYECKHX KIyoeHbkoB (b):
MK — uHbuumpoBaHHas KJeTKa; Majlasl CTpejKa — paHHss JIerpagalusi 0aKTEpOMIOB M KIIETOK
xo3auHa (kiaetku II Tuma), Oosblas crpeika — TayOOKasl Jerpamaius KJIETOK XO3siMHA U OakTe-
pounos (kietrku III Tuma) (MacimrabHast muHeitka — 100 MKwm).

B netepMuHUpPOBaHHBIX KIYyOEHbKAX CTapeHWE WHUIMUPYETCS B LICH-
TpaJbHOU 30HE KIIyOeHbKa M pacIpocTpaHsieTcs K mepudepun (16).

Ha mononpix KiiyoeHbKax y MoaeabHOro 6060oBoro pacteHust Medicago
truncatula Gaertn. OblIo TokKazaHo (15), 4To B LieHTpe 30HBI a30T(UKCALUU
MMEEeTCSl HECKOJbKO CTaperolnX MHGULIMPOBAHHBIX KJIETOK TaK Ha3bIBa@MOIO
I Tuma. ¥ HuxX oTMevaloTcsl MPM3HAKW Aerpagaldi CUMOMOCOM, KOTOpasl Cco-
MPOBOXIAETCS YBEJIMUYCHUEM BE3UKY/ISIPHOM aKTUBHOCTM M BO3pacTaHUEM KO-
JIMYECTBa IIIEPOXOBATOTO 3HIOIUIA3MATHMYECKOIO peTUKyayMa. PacturenbHbIe
KJIETKM TIPY 3TOM OCTAlOTCS MHTAKTHBIMU (0€3 BUAMMBIX ITPU3HAKOB CTAPEHMST).
B Toit Xe 30He HaOIOIAOTCSl KJIETKU C 0osiee BbIPaXKEHHBIMU CUMITOMaMU
crapeHus (kiaetku II Tuma), xapakrepusyrolvecs HapyluleHHEeM LeJO0CTHOCTH
KJIETOYHOU cTeHKU. B Oosiee crapbix KIyOeHbKax Hapsily CO CTaperolluMu
kierkamu I m II Tuma y ocHoBaHUS KIIyO€HbKA IIPUCYTCTBYIOT MHOTOYMCIICH-
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Hble kiaeTku II1 Thuna ¢ MoJHOCThIO pa3pyllieHHbIMKA CUMOMOCOMaMU W MpPU3HA-
KamMy rubenud KJIEeTKM XO3siMHa (OTcllauBaHUE TJIa3MaTUYeCKOW MeMOpaHbl OT
KJIETOYHOM CTeHKH).

OCHOBBIBasICh Ha YJbTPACTPYKTYPHBIX UCCIEAOBAHMSIX, BBIACJSIOT JBE
rnocJjieioBaTe/bHbIe CTaAMU B MPOLECCE CTApEHMST HeNETEPMUHUPOBAHHOIO KITy-
OcHbKa: mepBasi, Oojiee paHHssI, KOraa MPOVCXOIUT Aerpanaius 6akTepounaoB 1
rubesib HECKOJIbKUX PACTUTENIbHBIX KJIETOK, M 0oJjiee MO3MHsSA, HAa MPOTSIKEHUN
KOTOPOH TMOJHOCTHIO pa3pylIaloTcs U CUMOMOCOMBI, 1 WH(PUIIMPOBAaHHBIE KJIET-
ku (12, 15).

Y ropoxa B KiryoeHBbKax Hed(POEKTUBHBIX MyTAHTOB C PAHHUM CTapeHU-
€M B CTaperllMX KJeTKax HaOJIoJaIMCh JIM30COMOIOA00HbIE KOMMIAPTMEHTHI,
coiepxallye aerpagupyoline 6akrepounsl (9).

®opma 30HBI CTapeHUST B 3PEJIbIX HEMETCPMMHUPOBAHHBIX KIIyOeHBKAX
M. truncatula xapakTepusyeTcsl KOHMUYECKMM (DPOHTOM, KOTOPBIM HarpaBjieH B
CTOPOHY pocTa KiybeHbKa. MHGUIIMpOBaHHbBIE KJIETKU Pa3pylIAlOTCS paHbIIe
HEeMH(MUIIMPOBAHHBIX, KOTOPbIE BaXXKHBI UISI TPAHCIIOPTAa BEIIECTB K ITPOBOIS-
M TKaHsaM. KoHmdeckas opraHuzamus (poOHTa CTApeHMSI, BEPOSITHO, CIIO-
COOCTBYET ONTUMMAJILHOU peMOOMIM3alIMM TIPOAYKTOB pacliaja, MOTOMY 4YTO B
3TOM Cllydyae TOCAeIHUMM MOTrMOaloT KJIETKU, JIOKAJIM30BaHHbIE Ha Tepudepun
OKOJIO MPOBOISIIMX MyYKOB. TakuM 00pa3oM, LIEHTPAJbHOE PACMOJIOXEHUE MeC-
Ta WHULIMALIMK CTapeHMsl OOYCJIOBJIEHO HaubOoJblIel AuMcTaHUMe oT mepude-
pUUYeCcKOll MPOBOISIICH CUCTEeMbl M OKpYXKalolllell KIyOeHeK cpelbl, YTO, BO3-
MOXHO, CBSI3aHO C POJIbIO TpalMeHTa KOHLIEHTpalUUW KHCA0poda WM MOJIEKYJ,
MOCTYIAIOLIMX OT MPOBOASIINUX MYyYKoB (12).

B xiyGeHbKax JrolLepHbl, HAUMHAs C 7-i1 Hen, momuMo IV 30HBI, ObLIa
BblIeSeHa V 30Ha, pacrojioXeHHasi TPOKCUMAJIbHO IO OTHOILLEHUIO K 30HEe CTa-
peHus (14). B npenenax V 30HbI HaOAOAaeTCsSl HOBBIM 3Tan BbIXoAa pu3oOuii U3
OCTaBIIMXCSl UH(MEKIMOHHBIX HUTEH, MPUBOISIINNA K BOZOOHOBICHUIO MHBA3UU
B OTHOLLIEGHUU CTapbIX PACTUTEJbHBIX KJIETOK. DTa 30HA IPEACTaBISIET COOOM
9KOJIOTMYECKYIO HUIIY, IJe BHYTPUKIETOUYHbIE PU300MU HCHOJb3YIOT B3aMMO-
JIENCTBYE UCKITIOUMTENIBHO MIJIs1 CBOEH IMOJIb3bl Kak carnpodUTHbIe apTHephl (14).

ITporea3sbl. OyHKIMOHAIBHO CTapeHHUE TIPEACTABISIET COOOM Mpoliecc
peMOOUIM3allMM BEIIeCTB, HAKOIUICHHBIX B CTapbIX TKAHIX M TPAHCIIOPTUPYE-
MBIX B IPYyTHE YaCTH PAcCTeHUS, TIe OHU MOTYT OBITh MCIIOJB30BaHBI TSI 00pa-
30BaHUS HOBBIX OpraHoB. [lerpamaivsi Oejika, KOTOpasi IMO3BOJISIET MOBTOPHO
YTWIM3UPOBATh a30T W JAPYIUe BEIIECTBA, — BEPOSITHO, Haubosiee BaxKHbI W3
MPOLIECCOB, MPOUCXOMSIIMX HA MPOTSDKEHUU cTapeHus. [loaToMy HeyauBUTENb-
HO, YTO MHOTHE T'eHbl, JUIs KOTOPBIX OMMCaHa MO3UTUBHAS PEryJasuMs MpU CTa-
peHuun, — 3To TeHwl npoteas (17).

B mpoliecce crapeHus y pacTeHUiA 3aleliCTBOBaHBI HECKOJIBKO IpoTeas3. B
MpPOBEIEHHBIX paHee ucciaenoBaHusax (12, 15, 18) ObUIO yCcTaHOBIEHO, YTO B CTape-
HUM KITyOeHbKA YJaCTBYIOT B OCHOBHOM ITMCTEMHOBBIC W TPEOHMHOBBIC ITPOTEa3HI.

CyllecTBYIOT J0Ka3aTeJlbCTBa, UYTO B KOPHEBBIX KJIyOeHbKax OOOOBBIX
pacTeHUI ILIMCTEMHOBBIC IPOTEa3bl BOBJEKAIOTCSI B (DYHKUHMOHUPOBAHUE KIy-
OcHbKa, B aJalTaluio KJIeTOK XO3siMHa K (pM3MOJOTMYeCKUM CTpeccaM U B KOH-
TPOJb CTapeHUs KiayoeHbKa. IIpoTeasbl U MX MHTMOUTOPHI ObUIM UAEHTU(DUIIN-
pOBaHBI B LIMTOITIa3Me MH(UIIMPOBAHHKIX KJIETOK KiyoeHbKka (7, 19). Llucren-
HOBBIE TIPOTEa3bl ¢ KUCIBIM ONTUMYMOM pH OBUTM omMCaHBI B KIIyOeHBbKax ¢a-
conu (P. vulgaris) (19); MX aKTUBHOCTb yBeJIWUMBAJIach K Hayajay CTapeHWUs.
ITogoOHBIe McclemoBaHUS TpoBoauiauch Ha coe (G. max) (7), 4epHOM HYyTe
(V. mungo) (8) u mouepHe (M. sativa) (10).

Ha pacreHusix ropoxa (P. sativum) u3ydaau XapakTep 3KCIPeCCUU TeHOB
mucternHoBbIX npotea3 1 (PsCypl) u 15a (PsCyplSa) (18). KpoMe 3¢ heKTUBHO-
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ro mramMa pu3oouit (Rhizobium leguminosarum bv. viciae, 3841), B pabote uc-
MOJIb30BaNICH Ae(PEKTHBIM MO CUHTE3y JIMIIONONMCAXapuaoB wtamMmM B661, mpu
WHOKYJISIINN KOTOPHIM (DOPMHUPOBAINCHL PAHO CTapeolne KIyOeHBKU. DKC-
npeccusi reHoB obeux npoteas (PsCypl u PsCypl5a) noBbllliaiachk ¢ BO3PacTOM
kiyoeHbka (18).

ITozxxe mpu 1mIMpoKoMacIITaOHOM aHaIM3e TPaHCKPUITOMA KIyOeHbKOB
JmouepHbl (M. truncatula) BbISIBUIM HECKOJBKO TPYIIN T'€HOB, aKTUBHOCTb KOTO-
pBIX XapaKTepHa IS TTOC/IEAOBATENbHBIX CTAAUi CTapeHMSI HeIeTepMUHUPOBAH-
HOTO KiIyOeHbKa. YCHIIEHHE BKCIIPECCHUU TE€HOB, OTHOCSIIMXCSI K CEeMEHCTBY
MpoTeas, HaOMIOMaIOCh HAa TO3MHMX 3TallaX CTapeHMS MPHW 3HAYMTENTBHOM CTe-
MeHu Jerpaaaluuu oboux mapTHepoB cumbuosza (15).

Cpenu BBISIBICHHBIX MOJIEKYISIPHBIX MAapKepoB IMO3IHUX CTaluil cTape-
HUS ObLT OTMEUEH T'eH BaKyoJsipHOTO Tpoueccupytoiero sH3uma (VPE, cemeri-
ctBo C13), ToxXe BXOISIIET0 B IPYIITY LIMCTEMHOBBIX MPOTEa3 U OTBETCTBEHHOTO
3a CO3peBaHME BaKYyOJISIPHBIX OEJKOB, a TakKe I'€Hbl, KOAUPYIOLIUE TPEOHMHO-
BBIE€ TIPOTea3bl, KOTOPhIE YYACTBYIOT B ITOCJEIOBATEIbHBIX IPOIIECCaX, OIMMCAH-
HbIX KaK F-box-cnenuduunbiii yoUKBUTUH/26S MpOTEOCOMHBIA nyTh (15).

Topmonbi. PazButrie 6000B0O-pr300MaIbHOTO CUMOMO3a TaKXKe MOoABepra-
€TCS TOPMOHAJIBLHOM PETYJISIIIUKA CO CTOPOHBI pacTeHMSI-X03simHa. M3 ¢utorop-
MOHOB B CTap€HUM CUMOMOTHUYECKOTO a30THUKCUPYIOILIEro KIyOeHbKa y4yacT-
BYIOT 3TWJIEH, aOCLIM30Basi M XKACMOHOBasl KUCJIOTbI, TMOOEpEeSIMHbBI U OKCUI
azotra NO. TeM He MeHee, ciledyeT OTMETHUTb, UYTO IO HACTOSIIETO BpeMEHU
MPEeICTaBICHUSI O TOPMOHAJIBHOM PEryyisiiMu 3TOro Ipoliecca OCTaloTCs T0CTa-
TOYHO (pparMeHTapHBIMU.

DTWIeH UTpaeT pojb OMHOTO M3 aKTUBAaTOPOB CTApEHMSI CUMOMOTHYE-
CKOro KiyOeHbKa 0000BBIX pacTeHUI, YTO WJITIOCTPUPYETCS] TTO3UTUBHOM pery-
JIIIAEH B cTaperolnX KIyOeHbKaX COOTBETCTBYIOMNX (PAKTOPOB TPAHCKPHUITIIUN
(ERF) u reHoB OMOCHHTe3a 3TUJIEHA, TAKUX KaK S-ameHOo3uIMeTUOHUH (SAM)-
CHUHTeTa3a U 1-aMUHOLMKIOoNponaH-1-kapbokcunar-okcuaasa (15).

MHaykuus JUMOKCUTeHa3HbIX T'€HOB CBUIAETEILCTBYET O BOBJICYCHUM
>KaCMOHOBOM KHUCJIOTBHI B Pa3jMYHbIE CTaIUU CTapeHUs CUMOMOTUYECKOro KIy-
O6eHpka. OKHCIIEHHE TTOJIMHEHACHIIICHHBIX XKUPHBIX KUCJIOT MPU YYaCTUH JIM-
MOKCUT'eHA3HbIX (PEPMEHTOB MpPEACTaBISIET COOOM IEPBLIN 3Tall OMOCHUHTE3a OK-
CWIMIIMHOB, TaKMX KakK XacMmoHaThl (15, 20).

Ha mnporsskeHnn ecTeCTBEHHOTO CTapeHUsI KiIyOeHbKa HaOJogaeTcs
yYMEHbIIIEHUE acKopOaT-IIyTaTMOH aHTUOKCUAAHTHOTO IyJla B COYETAHUU CO
CHUXXEHUEM YIJIePOA-a30THOTO COOTHOIIEHUSI B TKaHSX KJIyOeHbKa. DTU U3Me-
HEHMST MOTYT BOCIIPMHMMATBCS M TMepenaBaTbCsl MPU IMOCPEICTBE CUTHAIbHBIX
MEXaHMU3MOB, acCCOLIMUPOBAHHBIX C abcuu3oBoil kuciaoToil (ABK), mobumu-
3YIOILEH MPOTEOJUTUYECKYIO aKTUBHOCTb B CTApEIOIEM CUMOMOTHYECKOM KITy-
oenbke (15, 21). ABK moxker yyacTBOBaTh B MHAYKLIMM (DepMEHTA, ITOBHIIIAIO-
IIETo aKIENTOPHYIO CITOCOOHOCTh, M TaKMM 00Opa3oM CONEHCTBOBATH paHHEMY
Pa3BUTHIO OTAEJbHBIX KIyOeHbKOB (22). OgHaKO TMOBBIIIEHUE CKOPOCTU CUHTE-
3a ABK mipu crapeHMn MOXeT cTaTh NpUYMHOM TMOenu KiyoeHbka. Comepxa-
Hue ABK B kiybeHbkax ropoxa (P. sativum) JOBOJBbHO BBICOKOE Ha IPOTSIKE-
HUU TIEPBBIX 2 Hell, HO 3aTeM 3TOT MoKas3aTejb BBIXOAMT Ha I1aTO, CHOBA yBe-
JINYMBASICh HA TIO3MHUX CTaAMSIX pa3Butus (23).

T'ub6epenoBasi KUcCa0Ta MOXET MOIABISATbH CTapeHME KIyOeHbKa, UTO
WLTIOCTPUPYETCS aKTUBallMel T€HOB, KOIMPYIOLIUX TMOOEepesIMH-2-0KCuaasy,
MpeBpallallyi0 aKTUBHYIO (popMy (DUTOropMoHa B HeakTUBHY1O (15, 24).

HenaBHo ¢ ucnonb3oBaHMEM MOJEIbLHOTO 6000BOro pacteHust M. tru-
ncatula BBISIBWIM PETYJISIIAIO CTApEHUSI CUMOMOTUYECKOTO KIyOeHbKa MOHOOK-
cugoMm asora (25). bwllo 1MokasaHo, YTO B KOHTpose 3a KoiauuectBoM NO B
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KiyOeHbKe OOJIbIIYI0 pOJib MUIrpaeT OakTepuaabHbIl (JIaBOreMOTJI00MH, TO-
CKOJIbKY MYTaHTHBIN IITaMM Amp, HECTIOCOOHBIN K €T0 OMOCHHTE3Y, TPOSIBIISIIT
MpU3HAKN 0oJiee paHHEro CTApeHUs, a TAKKe XapaKTepU30BaJICs ITOBBIIICHHBIM
conepxaHreM NO B TKaHSIX KJIyOCHbKOB, B TO BpeMsl KaK IIITAMM CO CBEPXdKC-
npeccueit reHa hmp*t, HaNPOTUB, HEMOHCTPUPOBAJ TMPHU3HAKU 3aMEIJIEHHOIO
CcTapeHUsI U MOHMKeHHoe coaepxkaHue NO B KIyOeHbKaX. DHIOTeHHOE 100aB-
JIeHMe MOHOOKCHJA a30Ta TakXke MPUBOAWIO K IPEXIEBPEMEHHOMY CTapeHUIO
KiyoeHbka (25).

OKUCIUTENbHB CTpecCc NpU CTapeHHUU. YCIOBUSI (PyHK-
LIMOHUPOBaHUSI 0000BO-PU300MATBHOIO CUMOMO3a M3HAYaJIbHO CITOCOOCTBYIOT
opmmpoBanmio akTUBHEIX (opM Kuciopomga (ADPK). INokazaHo, YTO OKCHITET-
reMOrJ00MH MOJABEPXKEH MEIJICHHOMY aBTOOKMCJEHMIO C COMYTCTBYIOLIMM 00-
pazoBaHMeM cynepokcua-aHuoHa O, , KOTOPBIA AUCIIPONOPLUHUOHUPYET C 00Opa-
30BaHUEM Itepekucu Bomopoma H,O, (26). Kpome Toro, peakiusi JerreMorsio-
o6uHa ¢ H,O, npuBomut K o0pa3oBaHUIO OKUCIEHHBLIX (opM (Hampumep, Oel-
KOB C (peppuIbHBIM KeJie30M U OeJIKOBBIX paaukanoB) (27). Ilepekuch Bogopo-
Jla TaKXKe MOXET BBI3BIBAThH pa3pyllicHNe OETKOB C BEICBOOOXICHMEM KaTaINTH-
YecKoro xeje3a, TO €CTb Xejie3a B MOJEKYIIpHOU (opMe, KOTOPOe CITOCOOHO
AKTUBMPOBATh MEPEKUCHOE OKHWCIEHUE JUMUAOB U 00pa3oBaHUE THUAPOKCHUIIb-
HBIX pagukajioB (28). ADK BEIIEISIOTCS W MPU BOCCTAHOBUTEIBHBIX ITPOIECCax
B YCJIOBMSIX, HEOOXOOMMBIX IS a30TOUKCALMU, U MPU OEWCTBUM HEKOTOPBIX
0eJIKOB, BKJItoUas peppeloKCUH, YpUKa3y 1 ruaporeHasy (29).

OnHako B KJIyOEHbKaX CONEPXUTCS TakxKe OOJbLIOE KOJIMYECTBO aHTU-
OKCUIAHTOB: ackopbaTa, TJIyTaTMOHA, CYNEPOKCUIIMCMYTa3, KaTamad u dep-
MEHTOB acKopOaT-TJIyTaTUOHOBOTO LMKIIA, epokcupenokcuHa (30). AHTUOKCU-
IaHTBl TTommepXnBafoT ADPK B MTOCTOSTHHBIX HU3KMX KOHIICHTPAIMSAX: CBOOOMI-
HbIe paguKajbl ObUIM AETEKTUPOBaHbI B KiydoeHbKax (31, 32), U UX KOHLIEHTpa-
1IMs1 TOBBILIANACH C BO3PACTOM KIIyOeHbKa. BaxkHylo pojib UrparoT pasivyHble
AHTMOKCHUIAHTHbIE CHUCTeMbl pu300uii. bojee TOro, sKcTpakThl U3 CTapeIOIIUX
KJTyOeHbKOB BBI3bIBAIM TEPEKMCHOE OKMCJICHWE JIUMUIAOB U3 MeMOpaH pacTu-
TEJIBHBIX KJIETOK M JIMIIMIOB MepuOaKTepOUIHbIX MeMOpaH (26). Llutoxumuue-
CKUIl aHaJIM3 ¢ UCTOJIb30BaHUEM XJIOPUIA IEPUS BBISIBWI MPUCYTCTBUE DJIEK-
TPOHHO-TIOTHEIX MPEIUIINTATOB TTEPTHUAPOKCHAA LIEpUsT B CTEHKAX CTapeIONINX
WHPUIIMPOBAHHBIX KIETOK W BOKPYr TepUOAKTEPOMIHBIX M OaKTepOMTHBIX
MeMOpaH, 4TO JOKa3bIBaeT yyacThe MEePeKUCH BOAOPOIA B IMPOLECCEe CTapEHMSI
cUMOUOTHYECKOTO KiyoeHbKa (33, 34).

HccnenoBanue, npoBeneHHoe Ha 2- M 10-HedelbHBIX KIyOeHbKax pacTe-
Huit con (G. max), IPOIEMOHCTPIUPOBAJIO, YTO OKHMCIUTEILHBIN CTPEeCC COIMPOBOXK-
JaeT IMpolecc CTapeHUs CUMOMOTUYECKOTO KiIyoeHbKa 0000BbIX pacTeHuil. C BO3-
pacToM KJIyOeHBKa COAep:KaHWE NEPOKCHIOB, KapOOHMIOB OEJIKOB M MOIM(MUIIN-
poBaHHbIX ocHoBaHuit JIHK yBeaumuuBamoch, KaTalMTUYECKOIO kKejie3a — TOXKe
3HAYMTEJIbHO Bo3pacTtano. zKeje3o, coaepxalleecss B MepuOAKTEpPOMIHOM IpO-
CTPaHCTBE, YCUJIMBAJIO TIEPEKMCHOE OKMCJCHUE JIMIIMAOB, YTO MOTJIO CITOCOOCTBO-
BaTh Jerpajalyy MNepruoakTeponIHOM MeMOpaHBbI B cTapelolnx KiyoeHbpKax. Ko-
JIMYECTBO OKUCJICHHBIX (POPM IIIyTATHOHA M TOMOINTYyTAaTHMOHA 3HAYMTEIBHO IOBBI-
1IAJIOCh TI0 Mepe Pa3BUTUSI KITyOEHbKa, BOCCTAHOBJIEHHBIX — CHIDKAJIOCh MIPU CTa-
pEHUHU, YTO CBHICTEIBCTBYET O Pa3BUTUU OKMCIMTEIBHOIO CTpecca B CTApEIOIIMX
K1yoeHbpKax. B mepBble cyTKM pa3BUTHSI KIyOeHBKa y:Ke HaOMIomaiCh 3HAYMTE/Ib-
Hele paspymreare JJHK u 6enkoB, IeMOHCTpUPYS TEM CaMBIM, YTO OKCHCITATEITb-
HBII CTpPEeCC MOXKET MPOUCXOAUTH B MEPUOMA CTAHOBJIEHUsI cumMoOuo3a (35).

Huddy3noHHbIN 0apbep, KOTOPbIM B (DYHKLIMOHUPYIOIINUX KIyOeHbKaX
CO3JaeT TPAAMEHT KUCIOPOAa, B CTAPEIOLIMX, BEPOSITHO, HUXKE, YTO MOXKET CIO-
COOCTBOBAaTh YBEJIMYEHHUIO TOTOKA KUCIOPOAA K LIECHTPAJIbHBIM TKaHSIM U YCKO-
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penuto nipoaykuuu AD@K (35).

lFeaeTuyeckMii KOHTpPOJAL. B 3KcmepuMmeHTax IO MyTareHe3y,
MMPOBOAMBIIMXCS B T€UEHNE MHOTHUX JIET C WMCITOIb30BaHMUEM pa3IMIHBIX 0000-
BbIX PAaCTeHUIi, ObLIM BBISIBJEHBI MYTaHTBI, XapaKTepU3ylolIMecs: HeCIIOCOOHO-
cThi0 K (ukcanuu atMmochepHoro azota (Fix™ ¢peHorum). M3yuyeHre rucToyioru-
YECKON M yJIbTpacTpyKTypHOU OpraHu3aluM MojydyeHHBIX Fix~ MyTaHTOB moka-
3aJ10, YTO MX 3HauyuTeJibHas yacTb umeeT ¢eHotun Nop~ (oT aHri1. nodule per-
sistence), TO €CTh OHM HECITOCOOHBI TOMICPKUBATL CTPYKTYPHO-(YHKIIMOHATb-
HYIO CTaOMJIBHOCTh KITyOeHBKOB. Kak pesynbraT, B KIIyOeHbKaX y TAKUX MYyTaH-
TOB 3aIlyCKaeTcsl Mpollecc MPEeXIeBPEeMEHHOro (paHHero) crapeHust (cMm. puc. 1,
B, I'; 2, B). Hanpumep, y ropoxa ObLJIO TTOKa3aHO, YTO paHHEe CTapeHUE CBOI-
CTBEHHO JIJIT MyTaHTOB IO TeHaM sym 13, sym25, sym26, sym27 n sym42 (36). Ilo
BCell BUAMMOCTH, TIPOSIBIIEHUWE PaHHEro CTapeHUs MOXHO paccMaTpuBaTh Kak
TUMUYHYIO PeakIUio CO CTOPOHBI PacTEHMSI-XO3ssMHA Ha (popMupoBaHME Hed(D-
¢exTuBHOrO CUMOMO3Aa.

C wucnosnab30BaHUEM MOJENbHbIX 06000BbIX Lofus japonicus (Regel) K.
Larsen u M. truncatula 611 KJIOHUPOBAHBI HEKOTOPHIE T€HbI, MyTallUX 1O KO-
TOPBIM MPUBOIAT K MHUILIMALIMM PAHHEro cTapeHus. BaxXHO OTMETUTh, UTO BTHU
TeHbl KOOMPYIOT caMble pa3Hble O€JIKM, y4yacTByIollve B (DYHKUMOHWPOBAHUU
CUMOHMOTUYECKOTO KIIyOeHbKA.

IlepBbIM ObLT KIOHUPOBAH TeH LjSSTI, Komupyoluili paciooKeHHbII
Ha CUMOMOCOMHOU MeMmOpaHe KiyOeHeK-crelM(pUUHbIA MNEPEHOCUUK CyJbdha-
TOB W3 LMTOIUIa3Mbl PACTUTEJIbHOW KJIETKUM K Oakrepougam (37). Y MyTaHTOB
10 3TOMY TeHy (POpMUPYIOTCS paHO CTapeollne KIyOeHBKHW, a B MH(PUIIMPO-
BaHHBIX KJIETKAX MOSBIISIIOTCSA JIMTU4eckue Bakyonu (37).

I'en LjIGNI xogupyer 0el0K ¢ aHKMPUHOBBIMU IMOBTOpaMU U TpaHC-
MEeMOpaHHBIMU Yy4acTKaMH, KOTOPbI HeoOxoauM uis auddepeHuranud U noa-
JaepxXaHusl (PYHKIIMOHMPOBAHUSI OAaKTepOMIOB, XOTS €ro TOYHAas POJib OCTaeTCs
HeusBecTHOM (38). MyTaHT Mo yKazaHHOMY T'€HY XapaKTepM3yeTcsl arperaiuei
0akTepouI0B BHYTPY MH(PUIMPOBAHHBIX KJIETOK C IE3MHTETPHMPOBAHHBIMU BHYT-
PUKJIETOYHBIMU CTPYKTYpaMU, TIpUYEM MPEXISBPEMEHHOE CTapeHHMe y HEro Ha-
CTyHaeT 3HAaUMTEJbHO paHblile, yeM y apyrux Fix™ myraHToB L. japonicus (38).

I'en LjSENI xoaupyeT WHTErpalibHbIi MeMOpaHHBbIN O€JI0K, TOMOJIO-
ruyHbil nodulin-21 y G. max, Fe/Mn nepeHocuuky CCCI1 y Saccharomyces cer-
evisiae 1 nepeHocuuky xene3a VIT1 y Arabidopsis thaliana L. LjSENI sxcnpec-
CUpyeTCsl TOJIbKO B MHGMIMPOBAHHBIX KJeTKax KiyoeHbKa (39). MyTaHTHl 1O
3TOMY I'e€HY AEMOHCTPUPYIOT (peHOTUuI paHHero crapeHus (40).

YV M. truncatula 6p11 xioHupoBaH reH M¢{DNF2, KOTopblil B pe3ybTaTe
aTbTepHATUBHOTO CITIAiCMHTa MOXET TPaHCKPUOMPOBAThCSI C 0Opa3oBaHHEM
0Ty TpaHcKpunToB. IIpemoMuHaHTHBINA TpaHcKpunT KoaupyeT PI-PLC-like
protein (6e0K, MomoOHBIN (hocharunuanHozuTo-pochonumaze C). Ilpeamo-
JlaraeTcsl, 4YTO OH MOXET CBSI3bIBAThCS ¢ (PochaTuaAUAMHO3UTONOM Uian dhocho-
PWIMPOBAHHBIM (hOChHATUAWIMHO3UTONIOM, IPenoTBpalllas UX pacllieruieHue Ha
docdar MHO3UTONA U AUALMITIMLEPUH, KOTOPBIE CIIYy:KAaT BTOPUYHBIMU MeC-
CEeHIXKepaMy WM TIPedIleCTBEeHHMKAMU BTOPMYHBIX MECCEHIKEpPOB, 3aITyCKalo-
IIMX 3alllTHBIe peakuuu. MyTaHTHI 110 ONMCAaHHOMY IeHy 00pa3yloT KIyOeHbKU
C TIpU3HAKaMU paHHero crapeHus (41).

HenaBHo y M. truncatula onvcaH MyTaHT esnl C TIpu3HaKaMu paHHETO
CTapeHus, MpU BTOM Yy Hero Haomwomanach auddepeHIanus 0aKTepouaoB U
aKcnpeccust reHa nifH, Koaupylolero oivuH M3 KOMIIOHEHTOB HUTPOreHasbl, U
LHG, xooupylollero JierreMorjioouH (42).

CrenyeT OTMETUTh, YTO K HACTOSILIEMY BPEMEHU He TOJyYeHbl MHIYL-
pOBaHHBIE MYTaHTHI ¢ (PEHOTUIIOM 3aMeIJICHHOTO cTapeHus. B To ke BpeMs co3-
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JaHbl TpaHCTEHHBIE pacTeHUs JouepHbl M. truncatula ¢ 3a0J10KMPOBAHHOM 3KC-
npeccueil reHa LUCTeMHOBOW mpoteasbl 15a (Cypl5a), KOTOpbIE MNPOSIBISIOT
(beHOTUIT OTCPOUEHHOTO CTapeHUs] CUMOUMOTUUYECKUX KIIyOeHBKOB (43).

AHaIU3 TPAaHCKPUITOMA CTaJl €lle OMHUM IMOAXOIOM JJIsl BBISIBJECHUS Te-
HOB, YYaCTBYIOIIMX B peaiM3aldyi MPOrpaMMbl CTapEHUS] CUMOMOTUYECKOTO KIIy-
6enbka. Tak, B 2006 rony y miouepHbl (M. truncatula) pasHOro Bo3pacTa Ipo-
AHAIU3UPOBAIN TPAHCKPUIITOM KIYOEHBKOB C LIEIbIO BBISIBICHUS acCOLIMUPO-
BaHHBIX C UX cTapeHueM reHoB (15). C moMollblo KJIACTEPHOTO aHaJM3a OOHa-
PYXWJIA TPU TPYIIBI TEHOB, COOTBETCTBYIOIIME ITOCIEIOBATEIbHBIM CTAIUSIM
crapeHus: KiiyoeHbka. K mepBomy KiacTepy ObLIM OTHECEHBI PeryasTOpHbIE re-
HbI, aKTUBHbIC IIpU WHULMALUM CTAPEHMS: TEHbI, KOAMpYyloliue (aKTopbl
tpaHckpunuuu cemeiictBa APETALA/Ethylene Response Factor (AP2/ERF),
KOTOpbIE 3aIeiCTBOBAHbl TaKXe B 00ECIIEYEHUU YCTOMYMBOCTU K OOJIE3HSIM U B
CTPECCOBBIX OTBETaX; rOMOJIOI T'€Ha, KOAMPYIOLIEro TPaHCKPMUIILIMOHHBIN dak-
TOp, HEUYYBCTBUTEJbHBIM K abcum3oBoil kuciore u obnanatommit JIHK-cBs-
spiBatonmMu gomeHamu g AP2/ERF u B3; renbl mporemHkuHasz u MAP-
KWHAa3, MPOAYKTHl KOTOPHIX YYaCTBYIOT B TPAHCAYKIIMUA CUTHAJIOB, aCCOLIMUPO-
BaHHBIX CO CTPECCOM M peakiMell Ha ycJIoBMSI OKpyxaromieit cpenbl; DEAD-box
reHoB PHK-xenukasbl, MpoayKThl KOTOpbIX ydacTByOT B 3kcnopte MPHK mpu
ctpecce U pasButum pacteHust (15). I'eHbl, oObeIUHEHHbIE BO BTOPOM UM TpeTUit
KJ1acTepbl, BOBJIEYEHBI B MPOLIECCHl COOTBETCTBEHHO Ha | cTaguu cTapeHus, Conpo-
BOXKIAIOIIIEIic pa3pylleHueM 0aKTepoMIoB, M Ha Oojee mo3aHeit 11 craguu, Korma
KJIETKM XO3sIMHa ToABepraiorcs nerpagaimu. Ob6a 0003HaYeHHBIX KilacTepa BKIIIO-
YalOT TeHBI, BBIMOJHSIONINE TTOTCHIIMATBLHO PETy/ISTOPHbIE M CUTHAJIbHBIC (DYHK-
. Kpome Toro, MexaHuW3M Jerpagaliii OelKOB, PaCIUEIUIEHMS HYKJIEMHOBBIX
KUCJOT, MEMOpaHHBIX JIMIMAOB M CaxapoB PEryJUpyeTcsl Ha YPOBHE TpPaHCKPUII-
MU, YCWIeHue BKCIIPECCMM TeHOB KaTaboiu3Ma TpOSIBISIETCSl B pa3pylleHuun
CMMOMOCOM Ha paHHEH CTaIuM CTapeHUsl U KIJIETOK XO3siMHa — Ha 0Oojiee Mo3aHein
cTaguu. B To e BpeMsl MHAYKIIMSI TEHOB, KOTOPbIE KOAMPYIOT O€JIKU, BOBJICYECH-
Hble B TPAHCHOPT LIMPOKOro Kpyra Moyiekysl (ATd-cBsa3biBaolMe OSJIKU U CIie-
LMbUYecKre nepeHocuuku (ocdaroB, aMMHOKUCIOT, MOHOB METALJIOB), TOKa3bI-
BaeT, UTO JAerpamaiys MaKpOMOJIEKYJ M DYHKIIMU MOOWIM3AIIMN TECHO CBSI3aHBI U
MNpU CTapeHUM KIyOeHbKa MPOMCXOAUT PELMKIM3ALMS METa0OJUTOB. DTU KaTabo-
JINYECKUE COOBITUSI, CBSI3aHHbBIE C TPAHCIIOPTHBIMU IpoLiECCaMU, ITpeBpallialoT
KJIyOeHeK U3 peLMIMeHTa yriaepoaa B JOHOpa MUTaTebHbIX BellecTB (15).

K Hacrosiiiemy BpemeHu y M. tfruncatula BbISIBICHBI IBa TPaHCKPUIILI-
OHHBIX (pakTOpa, 3aIeiiCTBOBAHHBIX B IIPOIIECCE CTApEHMS CUMOMOTUYECKOTO
Kiyoenbka. Tak, HaOogajgoch ycwieHMe 3Kcnpeccunm reHa MtATB2, xoou-
pytowero ¢dakrop TpaHckpunuuu bZIP-tuma. TpaHcKpuUnOThl 0OHAPYKUBaJIUCh
B alMKaJIbHON YaCTW W MPOBOISIIMX TKAHSIX KIIyOeHbKa. TpPaHCKPUIILMS 3TOTO
TeHa perpeccupyeTcs caxapo3oii, a caM 0e1ok MtATB2 yyacTByeT B perynsiumn
AKTUBHOCTU T'€HOB aMMHOKHCJIOTHOro Merabdonusma (44). dpyroit TpaHcKpuIi-
LIMOHHBIA (akTop — MtNAC969 yyacTByeT B perpeccMy I'€HOB, KOTOPbIE aK-
TUBUPYIOTCS B KOPHSIX IIPU COJIEBOM CTpecce, MpuyeM okasaioch, uto PHK-
vHTepdepeHLIMs TPaHCKPUNTOB 3TOr0 IreHa MPUBOAUT K MPOSIBICHUIO MPU3HA-
KOB TIPeXIEeBPEMEHHOTO CTapeHMsT Y CUMOMOTUYECKOTO KITyOeHbKa (45).

B nomonHeHue K TPaHCKPUMLMOHHOMY KOHTPOJIO B cCiyyae oIpene-
JIEHHBIX OTBETOB KJIyOeHbKA, aCCOLMMPOBAHHBIX CO CTAPEHMEM, OCYIIECTBIISIET-
Cs peryJsiuMsl Ha ypoBHE TPaHCJSILIMM, TaK KaK HEKOTOPbIe U3 U3YYEHHBIX Ie-
HOB (Hampumep, reH, kogupytoiuii 40S ribosomal protein S8) KomupyooT pubdo-
coMaJjibHble OeJIKU, (haKTOphl BJOHTALMU U APYrUe MPOTEUHbI, BOBJICUEHHbIE B
peryasiuuio TpaHcasuuu (15).

CTpecc-MHAYUMPOBAaHHOE MU €CTECTBEHHOE CTapeHHE.
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B pesynbTaTe CTpeccoBOro BO3AEWCTBMS MOXET WHULIMUPOBATLCS MpPEXaeBpe-
MEHHOE CTapeHMe KiyOeHbKa. [Ipu 3TOM MHAYLUUPOBAHHOE CTapeHUE MPOUCXO-
JIUT ObICTpEe €CTECTBEHHOTO U MMeeT MPU3HAKU OKHUCIUTEILHOIO CTpecca U 3a-
MporpaMMHUPOBAHHON KJIETOUHOM rubeaun (15).

IIpy cpaBHUTENBLHOM aHaNNU3€ €CTECTBEHHOIO U CTPECC-UHIYLIMPOBAaH-
HOTO CTapeHus KIyOeHBbKOB y M. truncatula Ha yabTpacTPyKTYPHOM YPOBHE BBI-
SIBUJIA OCOOCHHOCTM, XapaKTEepHbIE IJISI CTPECC-MHAYLMPOBAHHOTO IIpOliecca:
colepXrMMoe 0aKTEPOUIOB YIUIOTHEHHOE, TepruOakKTepOUIHOE MPOCTPAHCTBO YBe-
JIMYEHO, YacTo HabJogaeTcsl CIUsIHUE Pa3IUuHbIX cuMOuocoMm. OQHAKO Tepu-
OakTepouaHasi MeMOpaHa OCTaeTCsl MHTaKTHOM Jlake TOTAa, KOraa COAepKUMOe
OOJILIIMHCTBA OAKTEPOUIOB MCUYE3AET, UTO MPEACTaB/IsIET COOON SIBHOE OTIUYUE
OT €CTECTBEHHOTO CTapeHMsl, KOrJa CHMOMOCOMBbI pa3pyllaloTCSd MOJHOCTHIO.
TpaHcnopT BE3UKyJ MpU 3TOM TOXe MeHee BblpaxeH. Ilocie BakyosisipHOro pas-
JIOXEHUS LIMTOIUIa3Ma MOJHOCThIO JAeTpaaupyeT, MUTOXOHAPUM HUCUE3a0T U BU-
JIUMBIMM OCTAlOTCSI JIMIIb OCTAaTKU ITepUOAKTePOUIHBIX MEeMOpaH U OaKTepOU-
noB. CanpoduTHble OakTepuu M3 WHMEKUMOHHBIX HUTEH 3acessioT cTapble
KJIETKU yXXe Ha paHHel crtaguu nerpagauuu (12).

CrapeHue, MHIYLMPOBAHHOE TEMHOTOM, TPOUCXOAMUT ObICTPEE U COMpPO-
BOXJIAETCS Pa3pyLICHUEM COACPXKUMOTO CUMOMOCOM B OTCYTCTBUE KJIETOUYHBIX
CUTHAJIOB JIJIsI peMOOWIM3allii BEIUECTB U OBICTPOM KOJIOHM3aLMel carpodur-
HbIMU OakTepusiMu (12).

IIpu cpaBHEHMU €CTECTBEHHOI'O M MHIAYLMPOBAHHOIO TEMHOTOH cTape-
HUSl KIyOeHbKa ObLIM OTMEUEHBl pa3jiMuyusl He TOJbKO B MOP(OJOTUU, HO U B
W3MEHEHMU BKcIpeccuu reHoB. Ha ypoBHE TpaHCKPUIIUMU U3 T€HOB, aKTUBHU-
PYEMBIX IIPY €CTECTBEHHOM CTapeHUM KiIyoeHbKa, 50 % He ydacTBYIOT B CTpecC-
WHIYLIMPOBAaHHOM cTapeHuu. K HUM OTHOCSTCS T€Hbl, OTBETCTBEHHBIE 32 PETy-
JISILMIO U TPAHCIIOPT, AErpajaluio MeMOpaH U OEJKOB U CTPEeCCOYCTOMYMBOCTD
(xomupylole CMHTaKCUH U JBe (pochoTuann-4-docdar-5-KuHas3nl, obecrnedn-
BaollKe creurupUuIecKrii TpPaHCIOPT Be3uKyi1) (46). B oTHOIIEHMHM HEKOTOPHIX
JPYyTMX T€HOB OTMeYasach JIMIIb BPEMEHHas IMOJOXWTEIbHAS PETYJsUUs Npu
WHIYLIMPOBAaHHOM TEMHOTOM CTapeHUU KiIyOeHbKOB. I'€HbI, KOTOpble, CKOpee
BCEro, He BOBJIEUEHBI B TaKOE€ MHAYLMPOBAHHOE CTapeHME, KOAMPYIOT MHOIUE
(byHKUMU, CBA3aHHBIE C Jerpaaalueidl OEJIKOB MpPU IMOCPEACTBE IMPOTEOCOM, U
HEKOTOPBIE LIUCTEMHOBBIE MPOTEA3bl, YTO, BUIMMO, CBSI3aHO C YIIPOUIEHHOW Op-
raHU3alMeN Tpoliecca Jerpaialliv Mpu CTPECC-UHIYLIUPOBAHHOM CTAPEHUHU IO
CPaBHEHUIO C €CTECTBEHHBIM CTapeHUEM. B HeJaBHEM MCCIENOBaHUM MTOKA3aHo,
YTO MHAYLUMUPOBAHUE CTAPEHUS MEPEHOCOM PACTEHUI B TEMHOTY COIPOBOXIA-
eTcs pe3kuM yBennueHneM pH mepubakrepounHoro npocrpaHcTsa (47).

Htak, B Hacrosliee BpeMs MOJIEKYJISIPHO-TEHETUYECKUE W KJIETOYHBIE
MEXaHU3MBbI, JIEXAIIME B OCHOBE peajiM3allMy MporpaMMbl CTapeHUs] CUMOUOTH-
YecKOro KiayOeHbKa, aKTUBHO u3yyarorcs. [loHMMaHWe 3TMX MEXaHM3MOB IIO-
3BOJIUT MPUCTYMUTh K MPAKTUUYECKOMY CO3/IaHUI0 COPTOB OOOOBBIX PACTEHMIA C
MNPOJOIKUTEIbHON (hUKcalMeil a3oTa, 4YTo MOXKET MOJOXUTEIbHO CKa3aTbCs Ha
HACBIILIEHUM TTOYBbI OMOJOTMYECKMM a30TOM U YPOXKAWHOCTU BO3IEIbIBAEMBIX
KYyJbTYp Ha (hOHE CHUXKEHMUS 103 XMMUYECKUX YAOOPEHUH.
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Abstract

Senescence is the natural stage in development of symbiotic nodule. As a result of senes-
cence, reutilization of different nutrients from nodule to the other plant organs occurs. Generally se-
nescence in legumes is triggered after flowering finishing, although the first traits of senescence
can be observed very early during nodule development. A delay of the triggering of senescence
program will allow to prolong the active nitrogen-fixation period and therefore to increase the
amount of symbiotrophic nitrogen in plants and, finally, to elevate legume productivity. That is
why no wonder that in the recent years the senescence of nitrogen-fixing nodules is actively
studied. In this review the main developmental stages of nitrogen-fixing symbiotic nodule of
legumes, particularities of sym-biotic nodule development of determinate and indeterminate types
are considered. In legumes with indeterminate nodules, the symbiosomes are not long leaving as
the infected tissues are permanently renewing due to apical meristem. There are two subsequent
stages identified in an indeterminate nodule senescent. First a bacteroid degradation and the death
of some infected cells occur, and then both symbiosomes and all infected cells are destroyed. In
determinate nodules, the senescence initi-ated in the central part of a nodule, then extends to the
peripheral zone. In this review morphologi-cal characters of nodule senescence at ulatrstructural
level are analysed. The role of cysteine and threonine proteases is discussed. Reutilization of
nitrogen and other products of protein degradation are probably the most important during
senescence. There are the evidences that in the root nodules of legumes the cysteine proteases are
involved into nodular functions, adaptation of the host plant cells to physiological stresses, and
the nodule senescence control. By a large-scale analysis of nod-ule transcriptome of Medicago
truncatula Gaertn. several gene groups expressed at successive stages of the senescence of
indeterminate nodule are revealed. In this review the role of phytohormones, such as ethylene,
abscisic acid, jasmonic acid, gibberellins and nitrogen monooxide in senescence of symbiotic
nodule is considered. Nevertheless, until recent days our knowledge about hormonal control of a
nodule senescence is still incomplete. The oxidative stress, accompanying the process of nodule
senescence is discussed. On the nodules aging, the concentrations of peroxides, protein
carbonils, modified DNA nucleotides and catalytic Fe increase. Iron activates lipids
peroxidation in a peribacteroid space, resulting in degradation of the peribacteroid membrane
in senescent nodules. The concentrations of oxidized glutathione and homoglutathion rise
significantly during the nodule development, and the reduced forms decrease under senescence,
indicating an oxida-tive stress in the senescing nodules. In this review the role of genes, encoding
proteins involved in transport of wide-range of molecules, and genes, whose products are
involved in regulatory and signal functions in cell; differences between stress-induced senescence
and natural senescence are considered. Using model legumes, Lotus japonicus (Regel) K.
Larsen and M. truncatula, several genes were cloned the mutations of which caused early
senescence. It is emphasized that these genes encode different proteins involved into functions
of a symbiotic nodule. Until now, two transcription factors in M. fruncatula are described,
which are involved into nodule senescence. An induced senescence is more rapid, comparing to
natural senescence, and manifests the signs of an oxidative stress and programmed cell death.

Keywords: legume- Rhizobium symbiosis, nodule development, genetic control, oxidative
stress, proteases, ethylene, abcisic acid, jasmonic acid, gibbrellins, nitrogen monoxide, rhizobia.
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