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Annoramus. Komurer HoMeHKiIaTypel mo kierouHoit cmeptu (NCCD) chopmymnuposan
PYKOBOZSIIKE MPUHLHUIIEI ONpPENEICHUS U WHTEpIpeTaluu THOeIu KIETOK ¢ MOP(OIOrHUECKHX,
OMOXMMHUYECKUX M (YHKIIMOHANBHBIX CTOPOH (PepponTo3, JH30COM-3aBHCHMAs CMEPTh,
MUTOTHYECKasi CMEpPTh, HEKPOMTO3, 3aporpaMMupoBHas rudens kiaetok PCD, np.). B Hacrosimiee
BpeMsl pacKpbIBalOTCS HOBBIE MEXaHH3MBI, KOTOPbIE OOBSICHAIOT MHOXKECTBEHHBIC IYTH CMEPTH
KJIETOK, B CBSI3M C YeM, HaMH PAacCMOTPEHHA THOeNb KIETOK MO IMyTH amonTo3a M HEeKpo3a
pPacTUTENBHBIX KIETOK.
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B cocraBe nporpammupoBanHoii kinetounoi rubdenu (PCD) B cBoro ouepeib BELACTSIOT
HECKOJILKO THIIOB: aronTo3, ayTodarndeckyro rudeiib ¥ mporpaMMUpOBaHHBINA HEKpo3 [Ogier
Denis, Codagno, 2003; Edinger, Thompson, 2004]. B pacTreHusix, kKak ¥ y >XUBOTHBIX, HE
CYHIECTBYET JUIIb OonHOro thmna cmeptu. B pactenusx tepmun PCD, mnm IIKC mumpoxo
UCTIONB3YETCSl JUIS ONUCAaHUs OOJNBIIMHCTBA CIIy4aeB CMepTH. B KieTkax pacTeHuit
OoOHapy»eH TIeH, TOMOJOTHYHBIN >KUBOTHOMY TreHY dadl, KOTOpBIA 3aluINaeT KJIETKH OT
anonro3a [Kelleher, Gilmore, 1997]. AKTHBHOCTH 3TOrO T'eHa, KaK W MPOTUBOCTOSHUE
amonTo3y Pe3KO YMEHBIIAIOTCS MPU CTAPEHUU PACTEHUs; 3TO HAOII0AIOCh B CTaperOIIUX
JernecTkax ropoxa u mpu 00e3BOKMBaHMU ceMsH. Kak M y KUBOTHBIX, allONTO3 Y PacTeHUM
COTIPOBOXKIACTCS YEPEAON XapaKTEPHBIX CTPYKTYPHO MOP(OIOTUUECKUX U3MEHEHHUH KIIETKH:
MPOUCXOIUT BBIPAKEHHAs KOHJACHCALMS XpOMAaTHHA C TOCIEAYIOUUM pachaioM sapa,
KJICTOYHAs MeMOpaHa CTaHOBHTCS ITy3bIpYaTOW, BCS IMTOIUIA3Ma Kak Obl BCKHITAET, YTO
Ha3bIBAIOT «IUIICKOW cMmepTu» (dance macabre), u o0Opa3yroTcsi THTaHTCKHE Bakyoiu. B
OOJIBIITMHCTBE CIIy4YaeB Y PACTCHHU pa3pylleHHe TOHOIIACTAa M BaKyOJIU3alUs [IUTOILIa3MbI
NPEIIIeCTBYIOT pa3pylICHUIO0 SApa W MUTOXOHApWNA. B 1uTO305€ amonTO3HBIX KIETOK
PACTeHMI OTMEYEHO pe3Koe yBenmucHHe KoHueHTpauuu Ca’’. B oTimdme OT KHBOTHBIX,
OCTOBBI aroOMNTO3HBIX PACTUTENBHBIX KJIETOK, KaK MPaBUJIO, HE HCYE3al0T OEcClieTHO H3-3a
MPOYHBIX KJIETOYHBIX CTEHOK, OHH COCTaBIIIOT OOBIYHO OCHOBY [JIsi 0Opa3oBaHHS
COCYAMCTBIX TYYKOB M ad’pEeHXHMBl Yy pacTeHHWil. 3amycKk armomnro3a B PACTEHUAX
KOHTPOJIUPYETCS ~ pPa3UYHBIMH  (akTOpaMu W 3aBUCHT OT  (DYyHKIIMOHAJIBHOTO
(pU3MOTOTUYECKOT0) COCTOSHUS PACTEHUSI.

3anporpammupoBaHHas rudens kietok (PCD) B pacTeHusix sBiseTcs BaKHEUIINM
KOMIIOHEHTOM MEXaHH3MOB pa3BUTUS H 3aluThl. Hekpo3 OOBIYHO OMUCHIBAETCS Kak
XaOTHUECKUH W  HEeKOHTposnmpyembii  crmoco® cmepru [Theresa et al., 2008].
YabpTpacTpyKTypHble uccienoBanus Keppa M ero KoJuler W3HA4YalbHO OMHCHIBATU JBE
pasmuunbie opmbel THOenu kietok [Kerr et al., 1972]: amonro3 u Hekpos. [lepBoHawansHO
anomnTto3 ObLT OMHCAaH B OYEHb CHEIU(PUUIECKHX MOP(OIOrHUEeCKHX TEPMHUHAX U A0 CHUX TOp
XapaKTepU3yeTCsl YCBhIXaHWEM KIICTOK, SIICPHON KOHICHCAMEeW H (parMeHTalWed H, B
KOHEYHOM CUeTe, pacmaJoM KIETKHU B «amomroTuueckue Tena» [Adrain, Martin, 2001]. Bo
BpeMs HEKpO3a OMNPEACISAIONUM TPH3HAKOM MOP(HOIOTHUSCKAX W3MEHEHUH SBISCTCS
pa30yxaHue KIETKH, a He ycaaka. DTo HaOyXaHUE CBsI3aHO C TEM, YTO KJIETKa TepseT
CITOCOOHOCTh K OCMOPETYJISILIUU, B PE3yJIbTaTe YETO BOJA W MOHBI MaJaroT B KiIeTKy [Lennon
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et al, 1991]. B coBpemennoii kmaccudukanuu [IKC anonro3 momyunn HazBanue «IIKC I
tuna», a Hekpo3 — «IIKC III tuna»; «I1KC II tuna» npeacrasieH ayrodaruei.

Pacrennst ucnonp3ytor [IKC kak B mporiecce pa3BUTHS OpraHW3Ma (HAmpumep, Mpu
00pa3oBaHUM KCUJIEMBI, IPOPACTAHUU CEMSH, MPEIOTBPALICHIUH CAMOOTBUICHHSI, CTAPCHIH),
TaK ¥ B OTBET Ha CTPECCOBBIC BO3JCUCTBHUS (COJIEBOM, TEMIIEpaTypPHBIN, OKUCIHTEIbHBIN
cTpecchl) M mpH 3amure oT natoreHoB. Kak m B ciyuae xuBoTHbIX, [IKC Moxer nmerh
passbie ¢opmbl [DPomudeBa u ap., 2012,], HO, B 11eJI0M, MOKHO MPOCJICIUTh HAIMYNEC Pslia
obmux uepr mpu [IKC B oboux mapctBax. K Takum mnposBrenusm I[IKC otnocsrcs:
dbparmenTanus JIHK, Brixom muToxpoma ¢ W3 MUTOXOHIPHH, CXKaTHE KIIETKU, TCHEpaIus
aKTUBHBIX (OpPM KHCIOpOAa, IKCIMOHHMpoBaHHE (ochaTuamicepuHa U T.1. YCTaHOBJICHO
Hajmuuhe psiaa cxoaHbix mopdosormyeckux uepT B IIKC XKMBOTHBIX M pacTeHU#, HO Yy
pacTeHuil OTCYTCTBYIOT Kacmaszbl — ocHOBHbIe ucrnonHuTenu [IKC XuBOTHBIX. ABTOpBI
npennonoxuny, uro B ocymectBieHun [IKC y pacrenuit 3anelicTBOBaHBI IpPOTEaA3bl,
ABIsONIMEeCs (DYHKIMOHANBHBIMA aHAJOTaMU Kacla3 >KUBOTHBIX, HO CTPYKTYPHO CHIJIBHO
oTIuJaroIuecs ot kacmas. K mogooHsM (hepMeHTaM oTHOCUTCS PuTacmasza [Ynukosa, 2011].

Paznuyne Mexay amomnTo30M M HEKPO30M MPOSIBISETCS B 3aBHUCHMOCTH OT CPOKOB U
TsDKeCTH ToBpexacHuil. JlelictButenbHo, JlenHon u np.(1991) mokaszamm, 4To B KIIETKax
JKUBOTHBIX aroMNTO3 WJIM HEKPO3 MOTYT OBITh SKCIEPUMEHTAIbHO BBI3BAHBI W3MEHEHHEM
YpOBHEH cTpecca (smamu, yibTpaduoneToBeiM oOnyuenueM u T.1.). McCabe et al. (1997)
MOJBEPrajli MOPKOBHBIE KJIETKH pPAa3IMYHBIM YpPOBHSM TEIJIOBOIO CTpecca. ABTOPHI
OTMETUJIM, YTO THOENb KJIETOK MpH TemmepaTypax 1o 55 °C mpuBoauia K amnonTosy, a Mnpu
0oJiee BBICOKMX TEMIIEpaTypax K HEKPO3Y.

Ilenbto naHHOTO MCCIEAOBAHUS ObUIO: MCCIENOBAaTh pa3ivuvs B IMPOSBICHUU BUJIOB
CMEPTU MPOPOCTKOB ropoxa, MOABEPTAIOIINXCS BO3ACHCTBUIO OMOTUYECKUX U aOMOTHUYECKUX
CTPECCOPOB.

OO0bekT u Metonwl: Topox (Pisum sativum) — copT Hopa, xomeonTtunu sumeHs.
@®akTopbl BO3ACUCTBHUS HA SKCIEPUMEHTAIbHbIE pAacTEHUs: HHQUIUPOBAHUE TI'PUOKOM
Fusarium oxysporum, naumapoBanue rpubkom Ascochyta pisi, 0bpa6otka pactopom Cd>
B hopme CdSOy4 koHnenTparmeii 5-10° M, cormacuo [Ceperun, 2001], 06paboTka pacTBOPOM
6-6enszmnamunonypusa (6-bAIl), kornenTpanueit 27 MkM (30bITOK) U 4 MKM (Ou3Kas K in
vivo), cormacHo [Carimi, 2003], 00paboTka Topoxa BBITSKKOW KOJCONTUIICH MIITCHUIIBI.

Hns onpenenenns nuHamuku n3menenui JJHK koneonTwnu winy JucThst OTAETSAIN OT
MPOYNX OPraHOB PACTEHUs, pa3Mellalii B HE3aMKHYTOW CTEKJITHHOHN Tape W 3aMOPaKUBAIH B
TedeHue cyTok. Jlamee mpoObl OBICTPO M3METbYATN AITIOMHUHHMEBBIM MECTHUKOM B MpPOOUpKe
Snnennopoda.

3atem Boigenenue JJHK npousBoamiocs ¢ moMorpio Habopa peareHToB M METOIMKH,
pa3paboranHbIX mnpeanpuitueM Biokom. Meroauka Bwigenenus JHK ©Oasupyercs Ha
m3pneuennn JIHK copoertom NucleOS wu3 npoaykToB 00paOOTKH MpoOBI JIM3UCHBIM
pearentom, B ganpHeimem NucleOS mnpowmsiBaetcst coneBeiM  Oydepom u  JIHK
necopOupyercst u nepeBoauTcsi B pactBop peareHtoM ExtraGene. JIHK, pactBopenHas B
ExtraGene,  moaBepraercsi  SJEKTPOPOPETUYECKOMY  pa3leleHuto.  Dnekrpodopes
ocyulecTBIsAlOT Ha arapo3HoMm rene (1.5% pactBop arapos3sl B Boae) B TBE-Oydepe c
nobaBneHueM Opommucroro HItumaus. Dororpaduu TeNeBOW IUIACTHHBI MOMYydYalOT Ha
ynbTpaduoseToBoM TpaHcuutroMuHatope (Biokom), mcmons3ys crocoOHOCTh KOMILIEKCA
o6pomuctoro atuaus ¢ JIHK cBerutbes B ynbTpaduoneroBom csere [Lllesenyxa, 2003].

HccnenoBanue mposIBICHUN KJIETOYHOW THOEIM B MPOPOCTKAX TOpoXa IO JACHCTBUEM
abuoTtnyecknx (pakTopoB BKIOYATU 00paboTKy kagmuem u 6-BAIl. YcranoBineHo, 4TO B
HOPME B ITPOPOCTKAX TOpOXa COCTaB U 1esocTHOCTh Mosiekyd JIHK B Teuenue Bcero nepuoaa
U3y4YCHHUS W3MEHSIOTCS oueHb ciabo (Puc. la). OcHOBHOe pa3nuyue 3akiIodyacTcs B
YBEJIMYEHUN CBETHUMOCTH, CBHJIETEIbCTBYIOIIEM O HakoIuleHuu B pacrymiem jucte JJHK, ne
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MOJIBEPTAIOIICHCS] HU arnoNTO3HOW, HU HEKpO3HOW Aerpanaruu. [lox BiusHEEM 00pabOTKH
KaJMHEeM B MpopocTkax ropoxa mnpoucxoasT usmeHenuss JJHK B mnpouecce nHekposa,
WHIYIIMPOBAHHOTO KaamueMm. HaOmiomaercss BBICOKAsl CTETEHb OECCHUCTEMHOW IECTPYKITUH
(puc. 106).

Puc. 1. Daexrpodoperpamma JTHK, BbIIe/IeHHOH M3 KOHTPOJIbHBIX MPOPOCTKOB ropoxa.
Metka 0003Ha4YaeT BO3pacT NPOPOCTKA B CyTKAaX.

Puc. 2. U3menenust IHK B mpopocTkax ropoxa moa aeiicrBueM u30biTka 6-BAIl (A) u
0.1u3K0r0 K in vivo (B).

[Tox BiustHEEM M30BITKA KagMust (pucC. 2a) 1Mo 3IeKTpodoperpaMMe MOKHO HAOII0IaTh
TUMIUYHYIO JUISI afonTo3a KapTUHY — JIECTHHUIIEOOpasHbIe MSATHA Ha 3JeKTpodoperpamme,
CBSi3aHHBIE C amonroTWdeckod ¢opmor agerpamanmu  JHK wu xpomarmna. Ha
anekTpodoperpaMMe B TPOPOCTKax ropoxa mon aeiictBueM 6-BAIl B KoHIEHTpauuu,
Onmmskoit k in vivo (puc. 20), BuaHa craOwibHas, He moBepraromasics nerpaganwu JIHK.
XapakTepHble PU3HAKH alloNTO3a WK HEKPO3a OTCYTCTBYIOT.

Puc. 3. U3menenuss JTHK B mpopocrkax ropoxa moj AeiicTBHEeM BBITSZKKH KOJIEONTHJIeH
nieHnusl (A); b — nox nelictBuem unpexunu Ascochyta pisi.
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Pesynbrarel ananuza JIHK nuctbeB ropoxa, oOpaOOTaHHBIX BBITSDKKON KOJICONTHIICH
MIIEHUIBI, TTOJIHOCTHIO TOJITBEPAUIHN MPEANOI0KEHHUS O TOM, YTO arloNTO3 B JIUCThIX ropoxa
HEOOpaTUMO UHIYIUPYETCS IEHCTBUEM BBITSXKKU KOJIEONTUIICH MIIICHUIIBI.

Ha snextpodoperpammax JIHK nuctbeB ropoxa u nuHeiHbIX npoduisx (puc. 3a)
XOpOILO pa3iudyrMa, XapaKTepHas I aronTo3a “JECTHHIA”, MPOSBISIOMIAICT yX’e C 5-X
CyTOK JXKM3HH o0OpaboTaHHOrO IMcTa, TakuM oOpasom, ananu3 JIHK oxonuaTensHO
MOATBEP)KIAET BBIBOABI O 3aIyCKE amonro3a B JIMCTE TIOpoxa JACHCTBUEM BBITSKKHU
KOJICONITHJIEH ITIIECHUIIEL.

buotnueckue n abuotuueckre (GakTopbl MO-pa3HOMY BIUSIOT HA MPOSIBICHUE CMEPTH
KJIETOK ropoxa.
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VARIOUS FORMS OF DEATH OF PLANTS UNDER INFLUENCE
OF BIOTIC AND ABIOTIC FACTORS

N.E. Pavlovskaya, A.Yu. Gavrilova, K.N. Gulyaeva

Federal State Budgetary Educational Institution of Higher Education “Orel State
Agrarian University”, Orel, Russia, anechkag@bk.ru

Abstract. The Committee on Nomenclature for Cell Death (NCCD) formulated guidelines for
the determination and interpretation of cell death from morphological, biochemical and functional
aspects (ferroptosis, lysosome-dependent death, mitotic death, necroptosis, programmed cell death
PCD, etc.). At the present time, new mechanisms that explain the multiple pathways of cell death are
revealed, in connection with which we considered cell death along the path of apoptosis and necrosis
of plant cells.

Keywords: apoptosis, necrosis, cell death

603



