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I. BBEAEHHUE

Cy1iecTBOBaHNE MHOTOKJIETOYHBIX OPTaHU3MOB TpeOyeT yaaleHus
M30BITOYHBIX M TIOBPEKICHHBIX KIIETOK, KOTOPBIE 00pa3yrOTCsl KaK B XOJIe
HOPMAJILHOTO Pa3BUTHS, TaK U B IPOIIECCE B3aMMOJICHCTBHUS OPraHu3Ma
C BHENTHEH Cpeoil: MpHU CTPECCOBBIX BO3JIEHCTBUAX, BHI3BIBAIOIINX
HeoOpaTUMBbIe TIOBPEKEHUS KIETOK, U MPU WH(EKIUU MMaTOTEHAMHU.
Krerounslii mporiecc, HammpaBiIeHHBIH Ha IMTOCIEI0BATEILHOE YHHUYTO-
JKeHHe (CaMOyOHIICTBO) HeXKeJIaTeIbHBIX KIIETOK, U3BECTEH KaK MPoTrpam-
mupoBanHas kierogHas cmepth (IIKC). Hambonee mzydeHHo (XOTS
u He emuHcTBeHHOH) popmoii [IKC y KHUBOTHBIX SBISICTCS arloITO3,
XapaKTepHU3YIOMHUKCA ONpeaeIeHHBIM Ha0opoM MOP(]OIOTHIECKUX U
OmoxuMmIdeCcKuX TIpu3HAKoB [ 1]. KiroueByro poitk B MporpaMMHPOBAHHOM

Ipunsmule coxpawenua: BTM — Bupyc Tabaunoit mo3zauku; I'O — runepuyBcT-
ButenbHbIN 0TBeT; [IKC — mporpammupoBannas kierodnast cmeptsb; AFC — 7-amu-
HO-4-Tpudropmermi-kymaput; AMC — 7-amuno-4-metunkymaput; AtMC — meTakac-
na3za apabunoncuca; CHO — anpaerunnas rpynmna; CMK — xnopmerunkeron; FMK —
¢ropmernnkeroH; VPE — BakyossipHbIi porieccupyromuil epMeHT.
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caMOyOUICTBE KJIETOK JKUBOTHBIX UTPAIOT KaCIa3bl — CEMEMCTBO BBICO-
KoCTeM(UYHBIX [TUCTCHHOBBIX MPOTEa3, aKTUBUPYIOIIUXCS TIPU ariol-
TO3€¢ M BHOCSIINX CIUHUYHBIC PA3PLIBBI B MOJICKYJBl OFPAHUUYECHHOTO
HaOopa KiIeTouHbIX OenkoB [2]. Kacmaspl 001aatoT UCKITFOUNTEIBHON
CHEIM(PUYHOCTHIO THIIPOJIM3a, BHOCS Pa3phIB MOCIE OCTaTKa acraparu-
HOBOH KuCOTHI (D), HaxomsIerocs B onpeaeieHHOM aMHHOKHUCIIOTHOM
koHTekcTe. HanpaBnenHnas (parmeHTanus OeIKOB-MUIICHEH Kacma3zaMu
MIPUBOJIUT B KOHEUHOM CYUETE K yIIOPSI0YCHHOM rudenu kietku. 1 Harmpo-
THB, THTHOMPOBAaHUE Kaca3 MPENsITCTBYET OCYIIECTBICHHIO alloNTo3a.

B momHOM COOTBETCTBUY C HA3BAaHHUEM «aTlONTO3» (OT IPed. «OTaJaHne
mmcTheBy), [IKC (hyHKIMOHMpYeT 1 B OpraHi3Max pacTeHHi U UCIIONb3yeTCs
JUTS TEX K€ LIeJIed, YTO U Yy )KUBOTHBIX. Pactenus ucnons3yrot IIKC kak B
MIpOIIECCe Pa3BUTH OpraHu3Ma (HampuMmep, Mpu 00pa30BaHUU KCHUIIEMBI,
MpOpacTaHUU CEMSH, MPEJOTBPAIICHINN CaMOOIBUICHHS, CTAPCHUH),
TaK U B OTBET Ha CTPECCOBBIC BO3ICHCTBHS (COJICBOM, TEMIIEPATyPHBIH,
OKHUCIIUTENBHBIN CTPECCH) U MPH 3aIllUTe OT MaToreHoB. Kak u B cioyuae
*KUBOTHBIX, [IKC MOkeT mMeTh pa3Hbie Popmel [3, 4], HO B 11ETIOM MOKHO
npocieauTs Hanmaue psipa oomux uepT npu [IKC B 06omx mapersax. K
takuM nposiBieHusiM [TKC otnocsrest pparmentanus JJHK, Berxos nuto-
XpOMa ¢ U3 MUTOXOHPHUH, CKATHE KICTKH, FCHEepalysl akTUBHBIX (OpPM
KHCJIOPOJIa, SKCIOHUpoBaHue (pochaTuauiceputa u T.i. [5].

Crnenyet OTMETUTB, YTO MojeKyisipHble Mexanu3mbl [IKC pacrenmii
M3y4YCHBI CYIIECTBEHHO XYK€, YeM B CJIydae amomnTo3a >KUBOTHBIX
kieTok. OJHaKo HaJIM4Ke psijia CXOAHBIX Mopdonornueckux uept B [IKC
’KUBOTHBIX M PACTEHUH MO3BOJISET MPEAOIaraTh, 4To MPU OCYIIECTBIIE-
Huu [IKC opranusmbl IByX HapCTB MCHOIB3YIOT CXOMHBIC MPUHITUIIHL.
B 9710i1 cBsI3U CyIIECTBEHHO U YAMBUTEIBHO, YTO Y PACTCHHI, CyIs MO
pe3ynbraraM CEKBEHHPOBAHUSI PACTUTEIBHBIX T€HOMOB, OTCYTCTBYIOT
kacnasel — ocHOBHBIC ucnonHutenu [IKC xuBotHbix. B To ke Bpems,
MMEIOTCSI MHOTOYMCIICHHBIC JIAaHHBIE O TOM, YTO MHTHOWUTOPHI Kacras
JKUBOTHBIX CITOCOOHBI moaasnsath pa3sutue [IKC pacrenuit. B coor-
BercTBUM ¢ 3TUM, 1pu [IKC pacreHuit yacto HaOMrOHaeTCs aKTUBAIIMS
HEUJCHTH(PUIIMPOBAHHBIX «KACTa30-TI0I00HBIXY» MIPOTea3, CIIOCOOHBIX
THJIPOIM30BaTh Pa3HOOOpAa3HbIE MENTHAHBIE CyOCTpaThl Kacmas [6]. OTu
Pe3yabTaThl O3BOJSUIM AyMaTh, 4TO B ocyiectsieHuu [IKC y pacrenunii
3aJIeliCTBOBaHBI IPOTEA3bl, ABIAIONINECS (YHKIIMOHATFHBIMU aHAIOTAMHU
Kacra3s )KHBOTHBIX, HO CTPYKTYPHO CHIIBHO OTJIMYAIOIINECs OT KacIias.

B nacrosmem 0630pe OyayT paccMOTpEHBI CXOICTBA M Pa3IHdus B
nposiBnieHUAX [IKC y )KUBOTHBIX M paCTEHU U MPUBEACHBI COBPEMCHHBIC
MIPEJCTABIEHUS O TPOTea3ax PacTeHUH, KOTOPBIE MOTIIN OBl BBHITTOTHSTH
poxs kacma3 mpu [IKC B pacTUTETBHBIX OpraHU3Max.
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II. KACITA3bI - AITIOIITOTUYECKHUE ITPOTEA3bI
KNBOTHBIX

CTPYKTYPA U CBOMCTBA KACIIA3

Psi1 ocobeHHOCTEH OTITMYAeT KacTasbl JKHBOTHBIX OT JIPYTUX mpoTeas. Kak
CJIeyeT U3 Ha3BaHUsl, 3TO UCTENH-3aBUCUMBIE acTiapTaT-crenupuIHble
mpoteassl (caspases, cysteine-dependent aspartate-specific proteases). Y
MIIEKONIUTAIOMNX HAeHTH(OUIIPOBaHO mprMepHo 10 kacmas, 00magaronmx
CTPOTOi acTapTaTHON CHEU(PUIHOCTHIO THAPOIN3a U PA3THYAIOIIIXCS
MIPENOYNTaeMBIM MOTHBOM caiiTa y3HaBaHus [ 7]. [y Toro, 9To0sI n30e-
KaTh MPEKACBPEMEHHOTO cpadaThIBaHMsI MEXaHH3Ma KJICTOYHOM ribeny,
Kaclasbl CAHTE3UPYIOTCS U XPAHSATCS B [IUTOIIA3ME KJICTKH B BUJIC HEaK-
THUBHBIX TPEAIICCTBEHHUKOB — IIPOKAcIa3. AKTHBAIMsI IPOKACIIa3 3aKIT0-
YaeTcsl B UX MPOIECCHUHTE, TIPH 3TOM yAaJsieTCsl IPOJJOMEH, & OCHOBHAS
JacTh Oelka pacuierisiercst Ha ABe cyobequHUIb — p20 U p10. AKTUBHBIH
(bepMeHT npeicTaBIIsieT COO0H TOMOANMED, TIE KayKIbIii MOHOMED COCTOHT
n3 ogHoit uenu p20 u oxHoii — p10. Kommieke popmupyer aBa CUMMET-
pUYHBIX aKTUBHBIX IeHTpa [8]. KaranmuTuueckas nuama mpencraBiieHa
aMUHOKHUCJIOTHBIMH OCTaTKaMu 1ieru p20 ¥ COCTOUT U3 OCTaTKa UCTeUHA
AKTUBHOTO IIEHTPA, KOTOPBIH SABJSICTCS YaCThEO KOHCEPBAaTHBHOM TOCIIE-
noBarenbHoCcTH QACXG, M ocTaTKa TUCTU/IMHA.

AOcommoTHas CIeIM(PUIHOCTD Kacla3 XUBOTHBIX K THAPOIU3Y IIeTI-
TUHOH CBsA3M MMocie octaTka D cTana yxe nputueii Bo s3biiex. Kacmassl
O4YEeHb M30UPATEIBHBI K OOBIYHO IIPOU3BOIAT OJIUH, PEIIKO /[BA pa3phbiBa HA
0elIoK, T.€. SBJISAIOTCS He IeTPaIUPYIOIINMHU, a TPOIECCUPYIOITIMHE TTPO-
TeazaMu. JTO CBSA3aHO C TEM, YTO B CyOCTpare Kacma3bl OOBIYHO Y3HAIOT
TeTPanenTHJIHYI0 TOCIeA0BaTEIbHOCTh, colepkaiyr Ha C-koHIE
OCTaTOK acTaparmHOBOW KUCIIOTHI, TIOCIIE KOTOPOW M IIPOUCXOTUT THIPO-
U3 nentuaHoi cBa3u (mosumus P1 cybcerpara). [lpenqnoutuTenbHbie
MOCJIeI0BAaTEIFHOCTH THAPOJIA3a JUISl Pa3HBIX Kaclas3 ONpeaeisioTcs
aMHUHOKHCIIOTHBIM MOTHBOM caiita y3HaBauus [9, 10].

K mactosmemy BpemeHu omucano npumepHo 400 cybcTparos,
pacIieTuIIeMbIX Kacma3zaMu (3TH OCNKU-MHIIEHN TIPEICTaBICHBI B 0a3e
nmaaabeix ‘CASBAH’, http://www.casbah.ie). Cpean HUX CTPyKTypHBIE
OciikH, OCIKH-PEryJISITOPB TPAHCKPHUIIIMKA U TPAHCIISAIUHA, KUHA3BI,
KOMITOHEHTBI CUTHAJIbHBIX ITyTeH, O€JIKK 1aroreHoB u ap. Llens orpanu-
YEHHOTO MPOTEO0JIN3a KIETOUYHBIX OCJIKOB Kacla3zaMHu 3aKII0YacTcs B
MOCJICIOBATEIILHOM MEPEKITFOUCHUN KJICTOUHBIX ITyTeH OT XKHU3HH K YIIOPSI-
JovueHHOH cMmeptH. [Ipencrapnenne o ToMm, 4To pparMeHTanusi OeIKoB-
MUIIICHEH Kacra3aMy MPUBOJAUT K WHAKTHBAIIUN )KU3HCHHO BYKHBIX TSI
KJICTKU OCJIKOB M TIO3TOMY MPHUBOIUT K CMEPTH — BEPHO JIAIIH OTYACTH.
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pyras 3a1ada Kacria3HOTO THAPOIN3a — AKTUBAIHS PO-AONTOTHIECKIX
MEXaHHU3MOB B yMuparolneii kierke. Tak, pparmenranus 6enka Bid, npu-
HaJyIeKaIero kK cemeiictry Bel-2, coobmiaer obpazytoriemycst pparMeHTty
Bid (nassiBaemomy tBid, truncated Bid) criocoOHOCTh HampaBisThCS B
MUTOXOHJPUU U TPOMOTHUPOBATH BBIXOJ] ITUTOXPOMA C U3 MUTOXOHPHIA,
YTO MPUBOJUT K PE3KOMY YCHJIEHHIO Kaclla3HOM aKTMBHOCTH B KIIETKe
(cMm. mHmke) [11, 12].

Jpyroil KaHOHUYECKUI NMPUMEP AKTUBALUU IIyTEM KaCIa3HOIO
ruaponunsa — 3T1o Hykieasa CAD. B 310poBbIX KIeTKaxX aKTHBHOCTB 3TON
HYKJIea3bl [IO/IABJICHA 32 CUET €€ B3aUMOICHCTBHSA C OSITKOM-MHTHOUTOPOM,
HazbiBaeMbIM ICAD. AkTuUBHpYyIOLIascs NPy MHIYKLWHU arorTo3a Kac-
naza-3 BHOCHT JiBa pa3psiBa B MoJieKyiry ICAD, 4To NpuBOIUT K CHATHIO
MHTUOMPOBAHUS, AKTUBALIMU HYKJIea3bl yTeM ee AMMEpPHU3aluu U, B
KOHEYHOM CYeTe, K MeXXHYKICOCOMHOH (pparmenTariu kiuerounoi JJHK
¢ 00pa3oBaHMEM CTOJb XapaKTEPHOTO AJIS aloNTOTHYECKUX KIETOK
JHK-«ennepa» [13—15].

CrnenyeT 3aMeTUTb, OJHAKO, YTO OOIIEe YMCIO OENIKOB-MHILEHEH
KacIa3 OTHOCUTEIBLHO HEBEITMKO — IPUMEPHO 2% OT BceX OEJIKOB KIIETOK
MJIEKONIUTAIOIMX. [ MIposn3 BCex 11 MUILIEHeH Kaca3aMH HeOOXO0IMM AJIs
OCYILECTBIICHHS aIlONITO3a, WIIX HEKOTOPbIE U3 OEJIKOB IPOCTO MONAa0T
TTOJT TOPSTIYIO PYKY [16] — Bompoc B OONBITHHCTBE CIIyYacB OTKPHITHINA U
TpeOyIOMUH TaTbHEUIIETO U3y UCHU.

1o cBouM (pyHKLMSIM B aIIONTOTHYECKOM KaCKa/le Kacasbl AEJIATCS Ha
2 rpymibl. MaUmaropyele kacnassl (kacnassi-1, -2, -4, -5, -8, -9, -10, -11,
-12) akTuBUpYIOTCS B OTBET HA MTPO-AMIONTOTUYECKHE WITH IPYTHE CTUMYJIBI
Y y4acTBYIOT B TIPOIIECCHHTE (T.€. B aKTUBAIINN ) OETIKOB-TIPEIIIIECTBEHHH-
KOB JIPYTHX Kacras, 00pa3ys, TakuM 00pa3oM, KackaJ[ IPOTEOTUTHYECKUX
¢depmenToB. D deKTopHbIe, HITH HCIIOTHUTENbHBIE, Kacnassl (-3, -6, -7)
AKTUBUPYIOTCS BBILIECTOSIIMMH B KaCKa/le MHUIIMATOPHBIMHU Kacra3zaMu
Y THAPOJHM3YIOT pa3HO00pa3HbIe KIETOUHbBIE OSJIKH (0 KOTOPBIX IIL1A PEeYb
BBIIIIE), BBI3bIBAst TUOEIb Ki1eTOK [ 17, 18]. B COOTBETCTBUY € ATHM JIe/ICHUEM
Pa3InvaloTCsl U CTPYKTYpBI 3THX (hepMeHTOB. MIHMIIMAaTOpHBIE Kacmasbl
00J1a1210T MPOTSKEHHBIM TIPOJOMEHOM, B KOTOPOM JIOKATM30BaHbI OJH
WIN JBa MOTHBA, OTBETCTBEHHBIX 32 B3aUMOJACHCTBHE C aJlallTOPHBIMH
Monekynamu. I1o Tak Ha3bpiBaeMmbie DED (death effector domain) u CARD
(caspase recruitment domain). D¢ pexTopHbIe Kacnassl 00nanaoT Oojee
KOPOTKHM ITPOJIOMEHOM.

Kacna3el MO’KHO MOApPa3aesiuTh TaKKe Ha MPO-alONTOTHYECKUE U
npo-BocnanutenbHbie. [Ipo-amonTorndyeckne xacnassl (-2, -3, -6, -7,
-8, -9, -10) B ocHOBHOM BOBJIIeUEHBI B ocymiecTBieHue mporecca [IKC.
[Ipo-BocmanmurensHbie Kacmassl (-1, -4, -5, -11, -12) npuHUMaroT ydac-
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THE B MPOICCCHHTE ITUTOKUHOB NMPHU BocmasieHnn. OITHAKO ITOCKOJIBKY
AKTUBAITS TIPO-BOCIIATTUTEIBHBIX KAcIIa3 MOKET IIPOBOIIMPOBATH AllOMTO3,
3TO TOZpa3/ieiecHue Kacras Ha TPyIIbl yIo0HO, HO yCcloBHO. Bmecre ¢
TEM, HAKaIIMBAae€TCS BCE OOJbIIE JAaHHBIX O TOM, YTO Kacma3bl MOTYT
y4acTBOBATh B PAa3IMYHBIX KJIETOUYHBIX IPOIECCax, HE CBSI3AHHBIX C
armonTo30M WM BocnaneHueM. [lokazaHo, 4To Kacrasza-8 MpUHUMAET
yuactue B nposiddepanui UMMYHHBIX KIETOK [19—22] u B KieToyHON
nuddepennuposke [23]. Kacmasza-3 ydactByeT B auddepeHInpoBKe
JTONITOKUBYIIMX KJIETOK CKEJIETHBIX MBIIII, 0CTEO0IaCTOB U HEHPOHOB
[24, 25]. Iloka3aTenbHBIN PUMEp — ITO y4acTHE MPO-BOCMIAIUTEIbHON
Kacrnasbl-1 B IIPOIECCHHTE MPEANICCTBCHHUKOB UHTEpIelikuHoB [L-1,
u IL-18 [26, 27]. Takxe, kacnaza-3 criocoOHa MPOIECCHPOBATh OCIIOK-
npenmectBeHHuk 1L-16 [28].

MEXAHU3MbI AKTUBALIUN KACIIA3

AKTHUBaLUS Kacras MPOUCXOANUT MPHU NOITYyUYEHUH KIETKON OMpeeTICHHBIX
MPO-anoONTOTUYECKUX CUTHAJOB [29]. PasnuyatoT nBa myTH aKkTUBALUU
kacna3z npu uHayknuu [IKC. OnuH 13 HUX CBA3aH C TPYIIION TpaHC-
MEMOpaHHBIX OEJIKOB — «PELENTOPOB CMEPTU», KOTOPBIE UTPAIOT POIb
MOBEPXHOCTHBIX CEHCOPOB, YJIABIHMBAIONIUX BHEIIHUE JIMTAH/IbI, CUTHA-
TU3HpyIoNe 0 HeoOxonuMocTu amonrto3a. Hanbonee u3BecTHbIE U3
«pPEeTenTOPOB CMEPTH» — ATO penenTop GakTopa HEKpo3a OMyXOIU
(TNFR1), a Taxxke Fas, DR3, TRAILR1 (TNF related apoptosis-in-
ducing ligand receptor 1), TRAILR2 u apyrue [30]. [log geiicTBuem
COOTBETCTBYIOIINX JINTAH/IOB PELENTOPHl CMEPTH MYITBTUMEPU3YIOTCS,
oo6paszys DISC-kommekch (death-inducing signaling complexes). Co
CcTOpoHHI IuTOIIa3Mbl B komruiekc DISC BoBnekaroTcs amanTopHbIe
6enxu. Hammpumep, mst pertentopoB Fas wimm TRAIL ato 6enox FADD
(Fas-associated DD protein), KOTOpbIi BKJII0OYA€TCS B KOMILIEKC CBOMM
C-xonueBbiM DD-nomenom, a N-kontieBsim DED (death effector domain)
JIOMEHOM B3aUMOJIEHCTBYET C TAKMM K€ JIOMEHOM Kacma3bl-8. Cunraercs,
YTO OJTUTOMEPHU3AIIHS MOJIEKYN Kacmas3bl-§ B DISC-komIuiekce mpuBoIuT
K aBTOKaTaJIUTUYECKON aKTUBAIMU KacIlasbl M, TEM CaMbIM, K HHULIHAIUH
rpoiiecca IporpaMMHUpPOBaHHON KieTouHoi cmeptu [17, 31]. B 3aBucu-
MOCTH OT THIa KJIETOK Kacla3a-8 MOKeT aKTUBUPOBATh, OTILIETIISIS POO-
MEH, UCIIOJTHUTENbHbIE KacTasbl -3 ¥ -7, U 3TO OKa3bIBAETCs I0CTaTOYHBIM
JUISL OCYILIECTBIICHUS allOTNITOTHYECKOM rHOe KIIeTKH. B qpyrux cimydasx
CUTHAJI, MOJYYCHHBIA Kacma3on-8, MOXeT aMIUTM(GHUIUPOBAThCS Yepes
MUTOXOHIpHUAJIbHBIN MyTh arnonTosa [12].

MWUTOXOHIPHUATBHBIN («BHYTPEHHHUI» ) Iy Th — 3TO APYTOH My Th, IPH-
BOAALIMHI K TuOeny kineTku. OH BKII0YaeTCs IPU BHYTPEHHUX HEMOJIAAKaX
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KkiIetku (Hapymenue mnenoctHoctd JJHK, pasmmanoro poga crpeccsi,
UTOTOKCUYECKHE TIperaparhl). Peryisius 3Toro myT mNpoucXoauT MpH
y4acTUU OOJIBIION IPYyMIbI OEJIKOB, OTHOCSIIUXCS K cemeicTBy Bcl-2.
B HeM MpHUCYTCTBYIOT KaK MpPO-, TAK U aHTH-AMONTOTHYECKHUE OCJIKH
[32-39]. IIpu mocCTyIUIEHNH amONTOTHYECKOTO CUTHAja aKTHMBHPYIOTCS
MIPO-amoONTOTUYECKUE OSITKK 3TOTO CEMENCTBA, KOTOPBIE 00Pa3yIOT OJIUTO-
MepHbIi komiuiekc Bak—Bax Bo BHeniHeld MmemMOpaHe MUTOXOHApHil. B
pe3ynbsrare GOpMHUPYIOTCS KaHaJIbl, 10 KOTOPHIM LIUTOXPOM C BBIXOIUT M3
mutoxoHpuii [40]. LluToXpom c, B CBOIO 04epeb, CTUMYIHPYET COOPKY
KOMITJIEKCA, KOTOPBIN NOTyYHIT Ha3BaHHE «arnonTtocoMay [41], u 3amyckaer
enb COOBITHH, BEAYIIMX K aKTUBALUMHU MpoKachasbl-9. AmonTocoma
npeacTaBisieT co00i MyIbTHOETKOBBI KOMIUIEKC, B COCTaB KOTOPOTO
BxomaT Oenku Apaf-1, nutoxpom ¢ u B kauectBe kKodaxropa dATP/ATP
[42—44]. Ona ciryut «miardopMoi» [Uis CBA3bIBAHUS M TUMEPU3ALNN
npokacnasbli-9, 4To, B CBOIO O4epe/ib, BEACT K aBTOKaTAITUTHYCCKOMY
MPOLIECCUHTY MPOKacnasbl. B pesynbrare 00pa3yrorcs ABe CyObeIMHULIBI
Kacrnasbl-9, p35 u pl2, oObenHEeHHBIE B akTUBHBIE quMepsI [45]. [locne
AKTHBAIMHM B allONTOCOME Kacnasza-9 3aIryckaeT MpoLecCHHT Kacmas-2, -3,
-6, -7, -8, a TaKk)Ke, BOBMOXKHO, Kacmnasbl-1 [18, 46].

JlBa myTH akTUBAaLMU allONTOTHYECKUX COOBITHH HE SIBISIOTCS HE3a-
BucHMBIMHU. [Ipo-amonToTryaeckuii 6e1ok Bid HemocpencTBeHHO pacIen-
JIIeTCS Kacma3oi-8, n oopasyrommuiicst C-KOHIIEBOH (hparMeHT 3TOTo Oenka
CTUMYJTHPYET BBIXO IIUTOXPOMA C U3 MUTOXOHAPHH [12], ycumuBas Takum
obpa3zoMm amonToTudeckuit 3(p(eKT OT CUTHANA, MOCTYMUBIIETO Yepes
BHEIIIHUE PELENTOPBI.

PETYILIINA AKTUBHOCTU KACIIA3

YUuThIBast, UTO PEUICHUE «KUTH HIIH YMEPETHY BEChMa BAYKHO JJIS KIICTKU
U IJIs OpraHu3Ma B IIEJIOM, ObUTO OBl CTPAaHHO, €CTH OBl aKTUBHOCTH
Kacla3 He KOHTPOJIUPOBAJIaCh pa3HOOOpa3HEIMH crioco0amu. M3BecTHO,
YTO CYIICCTBYET MHOTOCTYIIEHYATAasi CUCTEMa KOHTPOJISI aKTUBHOCTHU
kacmas [47]. Tak, mpu UHAYKIIUU arlONTO3a MPOUCXOAUT PE3KOE YCHUIIe-
HUE DKCIpeccuu TeHoB Kacma3 [48—50]. AKTUBHOCTh caMHX Kaclias, a,
CJIEJIOBATEIILHO, U Pa3BUTHE AllONTOTHUCCKUX COOBITHI TaKKe peryiiu-
pyeTcsi ¢ TIOMOIIBI0 Pa3HOOOPA3HBIX KUHA3HBIX CHUTHAJIBHBIX IMyTEH.
[Mokazano, Hanpumep, 4to (hochoprimpoBaHUe Kacnasbl-9 BEACT K
uHrHOUpoBaHui0 e€ akTUBHOCTHU [51, 52] U clepKUBAaHUIO AroITO3a.
[MomMuMO 3TOTO, B KJIETKAX KHBOTHBIX COACPIKATCS SHIAOTCHHBIC OCIKH-
WHTHOUTOPBI, CIOCOOHBIE PETYIUPOBAaTh aKTUBHOCTh 3PEIIbIX Kaclas in
vivo. HanbGornee 3Ha4MMBbIMU 13 HUX SIBISTFOTCS Ok cemetictBa AP (inhi-
bitor of apoptosis) [53, 54]. OHU crTIOCOOHBI CBA3BIBATHCS C Kacla3aMu U
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HE TOJIBKO HEUTPAIU3YOT HU3KUH YPOBEHb Kaclla3HOW aKTUBHOCTH, HO U
co3paroT 6aprep, MPH MPEBBIIIIEHUH KOTOPOTO HAYMHAETCS pe3Kasi aKTH-
Balys Kacma3zHoro kKackasa [55]. CyiecTByIOT TakKe OCIKH, Jepernpec-
cupytomue cBsizanubie ¢ IAP kacnassl. [Ipu naaykumu [TKC i Genku
(Smac, HtrA2 u HekoTOpbie ApPYTUe) BHIXOAST M3 MEKMEMOpPAHHOTO
MPOCTPAHCTBA MUTOXOHJPUN O] AEHCTBHEM IMPO-aMONTOTHYECKUX
GenkoB cemeiictBa Bel-2. Smac ciocobGen BeitecHsATh AP u3 ero xomn-
JIeKca ¢ Kacna3oi, TaKHM 00pa3oM aKTUBHUPYSI allONTOTHYECKYIO IPOTeasy
[56]. TTo-Buaumomy, aHajsoruyHbIM oOpaszoM neiictByeT u HtrA2. Ho,
nockonbky HtrA2 cam siBisercs nmpoTeas3oi, TO y HEro ecThb U eIie OJuH
CHoCcO0 CHATHSI KHTMOMPOBAaHUS Kaclasbl, Ha 3TOT pa3 HeoOparumo. HirA2
CHOCOOCH pacIeIIsTh OOMBIIMHCTBO U3BECTHBIX [AP, akTHBHUpYS TaKUM
o0pasom kacmassl [57, 58]. [loMmumo 3TOr0, HEKOTOPBIE BUPYCHBIE OCIKH
(6enok p35 GakynoBupycoB, cepnuH CrmA BUpyca KOPOBBEH OCIIbI)
00J1a/1a10T CIIOCOOHOCTHIO0 HHTMONPOBATh Kacasbl B KJIIETKaX OpraHu3Ma-
x03siuHa [59—-61], yTO HE OYEHb YIUBUTENIBHO, MOCKOJIBbKY BO MHOTHX
cilydasix ObICTpast CMEpPTh KJIETKH IOMEIIAaeT PeIUInKaluy BUpyca.

III. TIPOI'PAMMMPOBAHHASI KJIETOYHASI
CMEPTb PACTEHUU

®OPMBI U TTIPOSIBJIEHM S KJIETOYUHOM CMEPTU

Kak ormeueno BrItre, anmonto3 y xuBOTHBIX U [IKC y pactenuii umeert psi
cxofHbIX Mopdonorudeckux uept [3—5]. Onnako B npossiernax [IKC y
pacrenuii ecTh U cBos crienuduka. Tak, pparmenranus JHK B kneTkax
pacteHuit mpoucxoaut B HekoTopbix Monensix [IKC ¢ oOpazoBanuem
npotsbkeHHbIX (pparmenToB JJHK, a He MEeKHYKII€OCOMHOTO «JIe/iAepay.
Ha dunanbnoii cragnu pazsutus [IKC Mex Ty )KHBOTHBIMH U PaCTCHUSMH
TaKKe HaOII0IaeTCs CyIeCTBeHHAsI pa3HUIA. Y JKUBOTHBIX YMHPAIOIAs
KJIeTKa 00pa3yeT aloNTOTHYECKHE Telblla, KOTOPble MTHOBEHHO (aroiu-
TUPYIOTCS, YTO TO3BOJISIET M30€kKaTh JM3UCA YMHUPAIOIUX KIETOK H
BOCIIAJIUTEILHOTO OTBETa OpPraHu3Ma. Y pacTeHHH (aronuro3a yMUparo-
HIMX KJIETOK HE MPOUCXOOUT HE TOJBKO M3-3a OTCYTCTBHSI MPOQECCHO-
HaJIBHBIX (DarOLUTHPYIOUIMX KIETOK, HO M W3-3a HAJIMYHSI KECTKOHU 11eTI-
JIFOJIO3HOM CTEHKH, pa3elisitoiei kiaeTku. O0pa3oBaHuUs alONTOTHYECKHX
TeJel Takke He ObUI0 0oTMeUYeHO y pacTeHuid. [loaTomy amontorunueckas
pacTUTeNbHAs KIIETKa B KOHIIE KOHIIOB JOJKHA JIN3UPOBATh, U €€ COIEP-
JKUMOE YTHIIU3UPYETCS.

Crenens erpafanuy KJIE€TOUHON CTEHKH MOXKET BapbUPOBATh B 3aBU-
CHUMOCTH OT THna (Gopmupyemoit Tkanu. [yOokas nerpaganus HaOmro-
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naercst mpu GopMHUPOBAHUH adPEHXUMBI, IPU 00pa30BaHUU Tieppopanuit
B JINCTHSIX ¥ TIPH OTMHUPAHUU JICTIECTKOB [62—64]. B pesynbsrare Ha MecTe
OBIBIIICH KIIETKH OCTACTCS IyCTOE MPOCTpaHcTBO. Ho HeT xyma 6e3 1oopa.
Brimouenne mexannsma [1KC, Benymiee kK 00pa3oBaHUIO adpPEHXUMBI —
KaHaJIOB, 10 KOTOPBIM KHCJIOPOJ MOXKET JIOCTABIATHCS K KOPHSIM W3
HaJ3E€MHBIX YacTel pacTeHus, — MO3BOJISIET HEKOTOPhIM PAacTeHHSIM (B
YaCTHOCTH, PUCY) BBDKMBATh Ha 3aTOIUIEHHBIX MOYBax. B MHBIX cirydasx
KJIETOYHAs! CTEHKA OCTAeTCsl MHTAKTHOM, KaK, HallpuMep, B cliy4asx oopa-
30BaHUs KCUJIEMBI, TIEPECTPONKN OPraHM3alMN TKaHEeW JUCTa WM MPH
(hopMHpOBaHHH IIOAOBBIX Tel [65, 66].

HenaBHo Oblia mpennpuHsTa MONBITKA KJIACCH()UIUPOBATH KIETOY-
HYIO CMEPTh Y pacTeHH Ha OCHOBaHUH HaOOpa XapakTepHBIX MOPQOIIO0-
TrHYeCKUX Mpu3HaKoB. CormacHo 3Toi KiaaccupuKannuu, ObTH BbIICICHbI
JIBa OCHOBHBIX THIIA KJIETOUHON CMEPTHU: BaKyOJsIpHast KIICTOYHAs CMEPTh
U HEKpOTHUYECKasl KJeTouHas cMepTh [67]. BakyonspHas kiaeTtodHas
CMEPThb PacCMaTpPUBACTCS KaK KOMOMHAaLUS aBTO(aruu, OCyIeCTBIsIeMON
BAKYOJSIMM U COIPOBOKIAIOIIASICS YBEIUUYEHHEM HX Pa3MepoB, U
MOCJIEAYIOMIETO BHICBOOOXKICHHUS THAPOJIA3 U3 JIUTHYECKUX BaKyOJeH
B pe3ynbprare pa3pbiBa MeMOpaHbBI Bakyosei (ToHoruiacta). [Ipu atom
MOP(}OJIOTHs KIETOYHBIX OpraHeslJ U LEJIOCTHOCTh IUIa3MaTu4decKon
MeMOpaHbI KJIIETKH COXPAHAETCS 10 MOMEHTA Pa3pbiBa TOHOILIACTA. Takoi
THII KJICTOYHOM CMEpTH 3aHUMaeT THU 1 xapaktepeH st [TIKC, mpoucxo-
JIILel B Ipoliecce pa3BUTHs OPraHU3Ma.

B mpoTtuBoBec 3TOMY, HEKPOTHYECKAs CMEPTh COMPOBOXKIAETCS
OBICTPBIM PA3PHIBOM ILTA3MATHYECKO MEMOpPAHBI, C)KaTHEM IPOTOILIACTA,
HapylieHueM (yHKIIMOHHUPOBAHHUS MUTOXOHAPHA, HAKOIUICHHEM aKTHB-
HBIX (DOpPM KHCTIOPOAA M OTCYTCTBHEM XapaKTEpPHBIX 4EPT BAKYOJISIPHOI
cmeptH. Hekporudeckas cMepTh IPOUCXOIUT, KaK CYUTAETCS, B yCIIOBUSAX
a0MOTHYECKHUX CTPECCOB.

Opnnako cymectyeT nensiit psag npumepoB [IKC y pacrenutii, koto-
pBle HE IOMAaJIAl0T HU B OJIHY M3 ONMHCaHHBIX Kateropuil. Tak, Hampu-
Mep, runepuyBcTBUTENbHBIN 0TBET (I'O) KiIeTok pacTeHus Ha 3apae-
HUE MATOreHaMu (CM. HUXKE) SIBISIETCS XOPOIIO OMHCAaHHOHN (opMoit
ITKC, HO mpu 3TOM coyeTaeT B cebe MPU3HAKK KaK BaKyOJISIPHOH, TaK U
HeKpoTudeckoil cmeptu. Takxke, ckaThe MPOTOIUIACTa MOXKET HE O3Ha-
9aTh, YTO MPOU30LIEH Pa3phIB IJIA3MAaTHYECKON MEMOpPaHbI KIETKH.
Hanpumep, onucan takoil Bapuant 'O, npu KOoTopoM miazmMaTtudeckas
MeMOpaHa KJIETKU COXPaHSET CBOI0 MHTAKTHOCTh, HECMOTPSI Ha CKaTHE
nporormiacta [68], 4To yKa3bIBaeT Ha OTCYTCTBUE MPSIMON CBA3U MEXKIY
STUMHU SIBICHUSMH.
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ITonsiTHO, YTO MpeMIOKEHHAs KJIACCU(pUKAIUA, OCHOBAaHHAS JIHIIb
Ha MOP(OJIOTHUECKHUX MPU3HAKAX U JOITyCKAIOIas 3HaYNTEIbHOE KO-
YeCTBO HEKITACCU(HIIMPYEMbIX HCKITIOUCHHUH, SIBIISICTCS PEABAPUTEITEHOM.
[TosTOMY OBLITO OBI KENAaTENLHO HMETh TIPEICTABICHUE O MOJICKYJISIPHBIX
MeXaHU3Max U OCHOBHBIX KoMmnoHeHTax anmnapara [IKC y pacrenuit mis
€€ COBEpILIEHCTBOBAHUSI.

Hekoropsle cBeieHns TaKOro pojia MoyydeHsl MpHU N3yYEeHUH Tumep-
4yBCTBHUTEIILHOTO OTBeTa pactenuii. ['O kak hopma [TKC oOyciioBiieH tem,
YTO PACTCHUS, B OTIIMYHE OT )KUBOTHBIX, HE HIMEIOT UMMYHHOM CHCTEMBI,
KOTOpasi Morjia 06l 00e3BpEeKUBATh MATOTCHBl U WH()UIIMPOBAHHBIC
kneTku. [ToaToMy pacTeHns HCIONIB3YIOT JPYTYIO CTPATETHIO — MHIYKIIHIO
caMOyOMICTBa 3apa)KEHHBIX U OKPYKAIOIIMX UX KJIETOK. DTO, C OJHOM
CTOPOHBI, MPENATCTBYET Pa3MHOKEHHIO MTATOTEHA, a C IPYroil — co3/1aeT
Oapbep U3 MEPTBBIX KJIIETOK, OTACJISIOUIMN MAaTOTeH OT 370POBON TKaHH
[69, 70]. Mopdonoruueckue nmpuzHaku kietouHor cmeptu npu 'O Bo
MHOTOM COBNAJAIOT C NEPEUYHUCICHHBIMH BBILIE, HAOMIONAEMBIMU MIPH
[IKC, naaympoBanHoi npyrumu ctumynamu. s uaaykanu ['O TpeOy-
€TCsl paclio3HaBaHME CIICHUAIbHBIM OeNKOM pacTeHus (mpoaykrom R
(resistance)-reHa) COOTBETCTBYIOIIETO Oeyika maroreHa (TpoxyKTa Tak
Ha3bIBAEMOTO TeHa aBHpyJaeHTHOCTH Avr) [71, 72]. Ilapsr renoB R u
AVr MOT'YT KOIMPOBATh pa3HOOOPA3HbIE OCJIKU, MIIH K€ 3TH T€HbI MOTYT
OTCYTCTBOBaTh. Tak, B cilyuae pacTeHuil Tabaka, 3apa’kaeMbIX BUPYCOM
Tabagnoit Mo3anku (BTM), reHOM yCTOMYHMBOCTH SIBIISIETCS] TaK HA3bI-
BaeMbIld N TeH, KOTOPBIIf UMeeTcs He y BcexX copToB Tabaka. IIpomykT
9TOTO T'€Ha PAaCcIO3HAET BUPYCHBIN OEI0K peruinKasy (KOTOPBIA B JAHHOM
CIIyJae W SIBIISIETCS MPOAYKTOM T'€Ha aBUPYIEHTHOCTH) U BKitodaeT ['O.
B pesynbrate, 1eHO# rubenu OrpaHWYEHHOTO YWCIA KJIETOK PacTeHHE
MIPEAOTBpAIaeT Pa3BUTHE BUPYCHOTO 3apaykeHus1. Pactenus, He umeronue
IeHa YCTOWYMBOCTH, HE OTBEYAOT MHYLIUPOBAHHOU KJIETOUHOU CMEPTHIO
(I'O) na 3apaxenue, B pe3ysbTaTe 4ero MaToreH pacnpocTpaHsercs Mo
BCEMY PacTEHUIO.

Baxyonu urpator cymectsennyto poab B [IKC, npoucxonsmeii He
TOJIBKO B TIPOIIECCE Pa3BUTHS PACTUTENBHBIX OPraHU3MOB, HO U nipu 'O,
BBI3BAHHOM 3apaKeHHEM PACTCHUH BUPYCHBIMH, OaKTepHaIbHBIMU MM
OpyruMu natoreHamu. OnucaHsbl 1Ba CLICHApUs pa3BUTHs coObITUi. [Ipn
BUPYCHOH MH(EKIIMH POUCXOIUT JM3HC TOHOTIIACTa C BEICBOOOXKICHUEM
JUTUYECKUX (PEPMEHTOB BaKyoJIei B LUTO301Ib [ 73, 74]. 310 MMeeT Onodo-
THYECKUI CMBICIT, TaK KaK MOABIISIOLIEe OOJIBLIIMHCTBO BUPYCOB PACTCHUI
PasMHOXKaeTcs MIMEHHO B LIUTO30JI€.

[Ipu OakTepuasbHOM WK TPUOHOM 3apa)KEHUH NAaTOr'eH HAXOIUTCS
BHE KJIETKU PACTEHMS — B MEKKJICTOUYHOM MKHKOCTH, Ha3bIBAEMOH aIloruia-
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ctoM. Takne maroreHs! OCYIIECTBISIOT BO3ACHCTBUE HA KIIETKU PACTEHHH
MOCPEICTBOM TaK Ha3bIBAEMBIX «3(D(EKTOPHBIX) OCIIKOB, CEKPETUPYEMBIX
MaToreHaMH B PACTHUTENbHBIC KIETKH. 11 00pbOBI ¢ HEKOTOPBIMHU BHE-
KJICTOYHBIMH MTATOTCHAMH BaKyoJIsipHAsi MeMOpaHa criocoOHa CIIMBaThCS
C TIa3MaTHYeCKO MEeMOPaHO, O3BOJISIS THAPOIUTHICCKAM (pepMEeHTaM
BAaKyOJIM BBIXOJIUTH BO BHEKJIETOUHOE MpocTpaHcTBO [75]. Cnusnue
MeMOpaH HHAYLHMPYETCS B3aUMOJICHCTBHEM IPOAYKTa R-reHa pacTeHus u
(axTopa aBUPYIEHTHOCTH NIATOTEHA U 3aKaHYMBACTCS HE TOJILKO HElTpa-
nu3anueit narorena, Ho 1 naayknuei [IKC B 3apakaeMbIX KiIeTKax pacre-
Huil. [Ipouecc ciausiHuA BakyoJsIpHOW MEMOpaHBI ¢ MIa3MaTH4ecKoil,
npoucxonamuii npu [1KC, BbI3BaHHOH OmpeaesieHHBIMH ITaAMMaMH
MaTOreHOB, KaK 0Ka3aJloCh, TpeOyeT (PyHKIMOHUPOBAaHUSI IPOTEACOM pac-
TUTENBbHOH KiieTku. [lonaBnenne akTHBHOCTH MPOTEACOMBI C TOMOLIBIO
NENTUIHBIX MHTHOUTOPOB MOAABISET CAUsSHHUE MEMOpaH U BBIOpOC
BaKyOJISIPHBIX OCJIKOB B MEKKJIETOUHOE MPOCTpaHcTBo [75]. CalineHcuHr
J000T0 U3 TeHOB, KOAUPYIONIUX CyOheMHHIIBI IPOTeacOMbI Arabidopsis
thaliana, Taxxe MOJIABIISIET CIUIHUE MEMOpaH.

AKTHBHOCTb IIPOTEACOMBI Ba’KHa HE TOJIBKO JJIsl CIUSHUS MEMOpaH, HO
u urst pa3sutusa 'O pu 6akTepransHoi nHpeknnn. Tak, u3Mepsis mpo-
LEHT MEPTBBIX KJIETOK (II0 UX CIIOCOOHOCTH OKPALIMBATHCS TPUIIAHOBBIM
CHHHM H II0 3JIEKTPOIPOBOAHOCTU TKaHEH, BO3PACTAOLIEH NpHU THdenn
KJIETOK), aBTOPHI [ 75] mOKa3aim, 9T0 TIOAABICHNE aKTHBHOCTH JIFOOOH U3
CyOBEIMHUIL TPOTEACOM TPEMATCTBYET pazButuio ['0.

WNHTepecHo, 94TO MEeNTUAHBIA MHTHOUTOP Kacmasbl-3 yeloBeKa
Ac-DEVD-FMK (6ornee mogpoOHO 0 CTPYKTYpE MENTUIHBIX HHTHOUTOPOB
Kacmas CM. B CIIeIyIOIIeM pasjelie) mpenorspaimai pazsutue ['O B ciyqae
OakTepuaNbHON MH(PEKIMH, YTO JaJI0 aBTOpaM [75] OCHOBaHHE JlyMaTh,
9TO ISl CAMSHUSL MEMOpaH Hy)KHA aKTUBHOCTbH, TO00HAsI aKTHBHOCTH
Kacrmasbl-3, U 4TO ATa Kacla3o-mojo0Has akTHBHOCTb MOXKET MPHHAJIC-
JKaTh PACTUTEIBHOU ITPOTEACOME.

Crnenyer 3aMeTHTb, YTO TOT (PaKT, YTO MPOTEACOMBI KUBOTHBIX
U JIpoXxoKel 00iamaroT Kacma3zo-noJoOHOH aKTUBHOCTBIO, U3BECTCH
yke naBHO [76]. Bonee Toro, HHrHOMTOP MPOTEACOMBI KUBOTHBIX
Ac-APnLD-CHO (nL = HOpne#iuH) okasalics TaKKe HHTHOUTOPOM
cyosenuuunsl PBA1 pactutenbHON mpoTeacoMbl, 4TO YKa3blBajio
Ha BO3MOXXHOE Halldyue y 3TOW CyObeJUHHULBI Kacna3o-mogo0HOoN
aktuBHOCTH. CaiineHcupoBanue rena PBA1 apabugorncuca cHmxamo
DEVDa3ny10o akKTUBHOCTb, OOHApYKHBaeMyI0 B SKCTPAKTax, YTO HE
MPOTHUBOPEUIIIO BBHICKA3aHHOMY NPEINOJIOKEHHUIO, HO, OJHAKO, U HE
ABJISIIOCH €r0 CTPOTMM JO0Ka3areiabcTBOM. [Ipm sTom Habmomanoch
MHIMOMpPOBAaHUE U APYTUX CyOBEAMHMI] IPOTEACOMBI, 00JIaJaloLIuX
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TPUIICHH- U XUMOTPHUIICHH-TTOJJOOHBIMU aKTUBHOCTAMU. [loMumo 3TOTO,
001Ul MHTUOUTOP MPOTEACOMBI KIACTO-JIaKTAIIMCTUH [-IaKTOH, a
Tak)Ke callJIeHCHPOBAaHHE T'€HOB JPYIUX CyOBEIWHUI] MPOTEAaCOMBI
TaKKe MOJIABIISUIO KJIETOUHYI0 cMepTh. CKiIaIpIBaeTCs BIIEYaTIIEHNE, YTO
onpeieNsonmM GakTopoM B ocyliecTBiacHuu ganHoro tuma [TKC spis-
€TCsl aKTUBHOCTh MTPOTEacoMbl B LIEJIOM, a He Mpe/ronaraemMas Kacraso-
nmojo0Hasi aKTUBHOCTh CyObenuHuiel PBA1. B cooTBeTcTBHU ¢ 3THM,
UCTONIb30BaHue OnotuHMIMpoBanHoro uaruouropa DEVD-FMK npu-
BEJIO K MOJIaBJIEHUIO aKTUBHOCTH He Toibko PBA1, HO, kak HM cTpaHHO,
U Ipyrux cyObeOWHHUI IMpOoTeacoMbl. TeM He MeHee, cyObenuHuIa
PBAI cBsspiBana unruourop DEVD-FMK. Bnpouem, TpanuioHHbIH
uHruoutop nporeacomsl MG132 (LLL-CHO), He conepkamuii ocraTka
D, takxe Obu1 criocober moguduiuposats PBA1 [77]. Tlo-Bunumomy,
BOIIPOC O TOM, MPOSIBIISACT JIM KaKas-I100 U3 cyObeAMHUL] PACTUTEIBHOM
MPOTEacoMbl CHEUU(UUHYIO Kaclazo-MmoJ00HYI0 aKTUBHOCTh M HYKHA
U 9Ta akTUBHOCTH st ocymectieHus [IKC y pactenuii, Tpedyet
JaJIbHEHIIEero YTOUHEHHMS.

MMOAXO/bI K OBHAPYXXEHHUIO KACHA30-ITIOJJOBHBIX
[MPOTEA3 PACTEHUU

HecMotps Ha Hannume psija cxonHbIX 4epT B posiBinennu [IKC y xuBoT-
HBIX U PaCTE€HU, 0CTAETCsI OTKPBITHIM BONIPOC, HACKOIBKO CXOJHBI MOJIE-
kyasipabie MexanusMel [IKC B nByx mapcrtBax. Hampumep, oTcyTcTBHE
y pacTeHHUIl Kacla3 — KJIIOUYEBBIX aroNTOTHYECKUX (PEepMEHTOB >KHUBOT-
HBIX — SIBJISIETCS yAMBUTEIbHBIM IPUMEPOM pa3indus (10 KpaiiHel mepe,
¢dopmanbroro) mexay [IKC sxuBoTHBIX U pactenumii. [losToMy monck
OTBETa Ha BOINPOC, BBINOIHSAIOT JIM KaKWe-HUOYyAb MPOTEas3bl pacTCHUM
¢yukumn xkacras npu [IKC, u ecnm 1a, To 9TO 3TO 32 MPOTEa3bl, — BEChMa
aKTyaJleH.

ApPryMEHTOM B MOJIb3y TOTO, YTO MPOTEa3bl PACTEHUU CO CIELHU-
(UYHOCTHIO Kaclla3 MOTYT CYLIECTBOBAaTbh M OBITh 3a/€HCTBOBAHbI B
ocymectBienun [IKC, mocmyXmio To 00CTOATEIBCTBO, YTO OCITKOBBIC
WHTUOUTOPHI KacTias )KUBOTHBIX (0aKymnoBupycHbie 0enkn p35 u Op-1AP),
MPOAYIIMPOBAHHBIE B PACTEHHSAX, B PAJIE CIIydaeB MPEMATCTBYIOT Pa3BH-
THIO aforTo3a. TpaHCreHHbIe PACTeHHS TOMATOB, COAEpP)KAIIHE T'eH
p35, okazanuch 6osee yCTOWYMBBIMU K TOKCHH-UHAYIHpyemoit [IKC u
MTOPAKEHUIO PA3IMYHBIMH MATOTeHHBIMU Tpubamu [78], a pazsutue ['O
B JIUCTBSIX TPAHCTEHHOTO (10 reHy p35) Tabaka, BEI3BAHHOE 3apayKEHUEM
Oakrepueit Pseudomonas syringae, 0Ka3ajaoch YaCTUYHO MOJABICHHBIM
[79]. B o6oux cinydasix Takue e TpaHCTeHHBIE PACTSHUS, HO COfIepKalIHe
reH MyTaHTHOTO Oenka p35, HE SBIAIOIIETOCsS MHTHOMTOPOM Kacmas
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’KUBOTHBIX, He 00JaJalli aHTHU-aMONTOTUYECKUMH CBOWcTBaMu. B
SMOPHUOHAIBHOM KaJTyce KYKYpY3bl OKCIIpECCHs TeHa P35 TakkKe BbI3bI-
Bajna monasieHue amnomnrto3a [80]. TpaHsueHTHas 3Kcmpeccus reHa p35
B mportoruiactax A. thaliana npenorspamaia ¢pparmentanuo JJHK u
rubelb KieTok npu Y®-o00aydenuu [81]. TpancreHHbie pacTeHust Tabaka,
cozaepskaue red oenka Op-IAP, uaruburopa kacnas, 1eMOHCTPHUPOBAIH
MOBBIIIeHHYI0 ycToWunBocTh K [IKC, nposBistomytocss B mojaBIeHUN
o0Opa3oBaHus 001acTe MEPTBBIX KIETOK IPU MHPEKIHMH BUPYCHBIM HIIH
OakTepuanbHBIM aTOreHoM [82]. DTH pe3ynbTaTsl NOApPa3yMeBaH, 4TO B
KJIETKaX paCTeHUH MOTYT CyILIECTBOBATh IIPOTEa3bl CO CENU(YUIHOCTHIO
Kacras, ¥ 4To 3TH (hepMeHThI MOTYT ObITh BoBiieueHb! B iponecc [IKC u
B 3alIIUTHBIE PEaKIUN PACTEHUH.

[ockonbKy NpUpPOIHBIM OETKOBBIN CyOCTpaT TMIIOTETUYECKHUX Kacas3
pacteHnii He ObLT U3BECTEH, TO HauOoJee MPsMOW MyTh OOHAPYKEHUS
Kacra3o-1moo00HO aKTUBHOCTH B PACTEHUSIX 3aKITFOYAIICS B HCTIOJIb30Ba-
HUU MENTHIHBIX (DITYyOPOTeHHBIX CyOCTPaTOB, a TAKKE METTHIHBIX HNHTH-
OMTOPOB Kacmas KXUBOTHBIX. CTaHIAPTHBIMH IENTHIHBIMU CyOCTpaTaMu
Kacmas CiyaT TeTpamenTuAbl ¢ nociaegoBarelbHOCThi0 XXXD-AFC
(AFC — 7-amuHO-4-TpUPTOPMETHII-KyMapHH), TIe MOTHB, MPE/IIECT-
BYIOIIMH aMHUHOKHCIOTHOMY OCTarky D, mociie KOTOpOro MpOHMCXOIUT
THAPOIIA3 CBSI3U EPMEHTOM, XapaKTEPEH IS KayKIOH (MITH HECKOJIBKHUX )
Kacmasbl )KHBOTHBIX. B pesynbrare ruaponmsa ¢pepmerTom ot C-KoHIle-
BOTO acmaprara ormieruisieTcss AFC, KoTopblil HadrHAaeT (IIyopecIpoBaTh
(A BoHEI 505 HM), 9TO W MO3BOJIAET JETEKTHPOBATh PacHICTIICHIE
cyoctpara ¢uyopumerpuuecku. Crienndudyeckue NenTHIHbIC WHIMOU-
TOPBI KAacTia3 )KHBOTHBIX UMEIOT T€ K€ aMHUHOKHMCIIOTHBIE TTOCTIeI0BATENb-
HocTu XXXD, HO OCTaTOK acmapTara B HUX MOAU(DHUITUPOBAH aJIbICTH/I-
Hoit (CHO), ¢propmerunkeronnoi (FMK) unu Xjg0pMeTHIKETOHHOMN
(CMK) rpymnmoii, koTopasi pu CBsI3bIBaHUU cyOcTpara ¢ pepMeHTOM
MoAM(UIMPYET aMHUHOKHCIOTHBIH OCTATOK aKTHBHOTO IEHTPa (LIUCTEHH
B coyuae kacmas) [83].

Hcnonb3oBanre menTUIHBIX CyOCTpaTOB Kacias AJisl BBISBICHUS
AKTUBHOCTH aIlONTOTUYECKUX MPOTEa3 pacTeHUH Hadajoch B 1998 1. co
craBuiei kinaccuyecko myonukarmu del Pozo & Lam [84]. Dtu aBTOpHI
MCIIONIB30BAJIN DKCTPAKTHI U3 IUCThEB Tabaka NN-reHOTHIIa, 3apasKeHHBIX
BUpycoM TabauHoil mo3zauku (BTM), B kotopsix passuBaics 'O, uinu
JK€ IKCTPAKThl HE3apa)XeHHBIX pacTeHui. OKka3anock, YTO B KCTPAKTax
arONTOTUYECKUX JIMCTHEB JIETEKTUPYETCS ITPOTEOTUTUIECKAs aKTUBHOCTb,
rugponusyomas cnenuduueckuii cyocrpar kacnasbl-1 Ac-Y VAD-AFC,
B TO BpeMs KaK B DKCTPAKTaX 30POBBIX JINCTHEB Takass aKTHBHOCTh
He Habmomaercs. bomee Toro, cnenupuueckne HHTHOUTOPHI Kacmas
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Ac-YVAD-CMK u Ac-DEVD-CMK 06bu1H CITOCOOHBI MOIABIATH KaK
5Ty Y VADa3znyio akTUBHOCTB, TaK U MpensTcTBoBaTh pazsutuio [IKC B
pacTeHusix Tabaka, BBI3BaHHOMY OakTepualbHON nHbekueii P, syringae.
ITocnennee 06CcTOATENHCTBO OCOOEHHO CYIIECTBEHHO, TaK KaK OHO TI03BO-
JISIET AyMarth, 4To oOHapyxeHHas Y VADa3Hast akTHBHOCTh MOXET UMETh
OTHOIIIEHHUE K MCTIOIHEHHUIO MPOTPAMMBbI KJIIETOYHON CMEPTH.

C Tex nop onyOJIMKOBaHBI IECATKU Pa0OT, B KOTOPBIX HCITBITHIBAIIN TE
WM MHBIE TIETITHIHBIE CyOCTpaThl 1 HHTHOUTOPHI Kacla3 JKUBOTHBIX JUIS
BBISIBIICHHSI KACTIa30-TIOJOOHBIX aKTUBHOCTEH y pacTeHuil. B 3aBucumoctr
OT TOTO, KaKOI IMEHHO NETTH]] OKa3bIBaJICS y aBTOPOB I0JI pyKOH, 00Hapy-
JkeHHbIe akTuBHOCTH Ha3sBaIM DEVDasoi, VEIDazoi, Y VADa3zoii u T.1.
(cm. 0030p Bonneau u coasr. [6]). HTEpecHO, 4TO CIIEKTP IETEKTUPYEMBIX
Kacra3o-1o100HbIX aKTUBHOCTEH, 0OHapyxuBaeMbix rpu [IKC pacrenuid,
BBI3BAHHOW Pa3JIMUHBIMU OMOTHYECKUMU U A0MOTUYECKUMHU CTUMYJIaMH,
MOXET CYIIECTBEHHO pa3nnyaTbes. Tak, JOBOIBHO YaCTO PETHCTPUPYETCS
DEVDa3nas akTUBHOCTb, OJJHAKO B PsSiJ€ CIydaeB Takas aKTUBHOCTb
OTCYTCTBYET U HaOIltogaeTcs Apyras — Harpumep, Y VADazHast.

IlogBoas utor pesyasraram, MOIYyYEHHBIM C HCITOIb30BaHHEM OITUCAH-
HOT'O TOIXO0Ja — NPUMEHEHHS MEeNTUAHBIX CyOCTPaToOB U MHIMOMTOPOB
KacIa3 )KUBOTHBIX — CIIETyeT OTMETUTh, UTO OHH J1aJIH BECKUE OCHOBAHUS
CUNTAaTh, YTO B PA3TUYHBIX MoAenbHEIX cuctemax [IKC y pacrenuit
AKTHBUPYIOTCS IIPOTEA3bI CO CIELM(PUUHOCTBIO Kacla3, U YTO AaKTUBHOCTD
9TUX IIPOTEa3 MOXKET ObITh BaxkHa AJ1s1 ocyectsienus [IKC.

METAKACIIA3BI

Bcxope nocie pacmmpoBKy T€eHOMOB apaOHUIOIICHCa U pUca CTajIo
04YEBUHO, UTO pacTeHUs (II0 KpailHel mepe, Te, YbHi FeHOMbI CEKBEHUPO-
BaHBI) HE COZIEPIKaT FeHOB Kacras, KOTOPhIe MOYKHO OBIIIO OBl O0HAPYKHUTh
MyTEeM MPOCTOrO MOUCKA IO TOMOJIOTUH. [103TOMY ONHCAaHHBIEC BBILIC
Kacma3o-1moao0HbIe akTUBHOCTH, Habmonaromuecs npu [IKC pacrennii
u yuactByone B ocymectieHnn [IKC, mo-suauMomy, nprHaIIEKAT
IpoTeas3aM, CTpyKTYPHO OTIMYAOIUMCS OT Kacmas. C 3TUM 3aKIIF0UeHUEM
OBbUIO TPYAHO CMUPUTHCS, I03TOMY BCEOOIIIee BOOMYIEBIEHHE BBI3BAIIO
oOHapyKeHHe, ¢ IOMOIIBI0 N30LUIPEHHOr0 OMOMH(pOpPMaTHIECKOTO aHa-
JIM3a, IByX CeMENCTB poTeas, OTAAJIEHHO HAlTOMUHAIOIIMX Kacrassl [85].
OnHO U3 3TUX CEMEHCTB, BCTPEYAIONIeecs y J)KHBOTHBIX H MUKCOMHIIETOB
(v modTOMY HE MpeACTaBIIONIee Al HAC ceilyac HEMOCPEACTBEHHOTO
uHTEpeca), ObIJI0 Ha3BaHO Mapakacla3aMu, a Jpyroe, BCTpevaroneecs y
pacteHuii, rpuOOB M MPOCTEHUIINX, — METaKacla3aMH.

CTpyKTypHO MeTakacmasbl oTHocATCs K kiaany CD nucrenn-3aBucu-
MBIX MPOTEHHA3, B KOTOPBIH TaKke BXOMAT Kacmasbl (THIPOJIM3YIOLIHIE
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MoCJe aMUHOKHCIIOTHOTO ocTarka D), merymamHsl (THAPOTH3YIOIINE
nmocie ocratka N u, pexxe, N u D), cenapasbl (THAPOIN3YIONINE TIOCIIS
ocratka R) n GakrepuanbHbie MpoOTEasbl KIOCTPUITAWHBI U THHTUTIAHHBI
(rupponusytonre mocie R u K). Otu nporteonntnueckue GpepMeHThI
00BETUHSIOT B OJIMH KJIaH, TOCKOJIBKY OHU UMEIOT 00N THI TPOCTPaH-
CTBEHHOW CTPYKTYpBI, Ha3biBaeMblii «caspase/hemoglobinase fold»
[86], u conmepkaT XapakTepHyIO qUaxy KaTaJUTHYeCKHUX ocTaTkoB Cys
u His. 'enombl pacrenuii cogep:kar npumepHo 10 reHOB mMeTakacrmas.
MeTakacnassl CHHTE3UPYIOTCSI B BHJIE OCIKOB-TIPEAIICCTBEHHUKOB H
noApas3fensoTcsa Ha aBa tuna [87]. Merakacnassl pacTtenuil tuna I
(oHM TpeoOnanaloT y psla PACTHTEIBHBIX OPTaHU3MOB) UMEIOT N-KOH-
LIeBOM mpopoMeH, a merakacnasbl Tuna Il ero ne umeror. B cTpykrype
MeTaKacra3 BBIACISIOT, [0 aHAJIOTHUHU ¢ Kacna3amu, ooy (20 k/la)
u Manyto (~10 k/la) cyobenunuiel. B cirydae Oenka-mpesinecTBeHHIKA
MeTakacras tTuna Il manas cyobenuHuIa oTaeneHa OT OOJIBINOHM IOBOIEHO
MPOTSKEHHBIM JTMHKEPHBIM y9acTKOM. B cocTaB 00bI101i cyOhe TMHHIIBI
MeTaKacra3 BXOJIUT, KaK U B CiIly4ae Kaclas, KataiuTudeckas nuana His
n Cys. OOpazoBaHHe 3pelioil MeTaKacmas3bl MPOUCXOIUT ITyTeM aBTOKA-
TAIMTUYECKOTO MpolieccuHra 3uMoreHa [88, 89]. Merakacmnasbl JIOKaJIu-
3YIOTCS B IIUTO30JIC KIETKH PaCTCHHS (PHC.).

OTKpBITHE METaKacha3 y pacTeHUH /a0 OCHOBAaHUE OXKHU[ATh, UTO
MeTaKacmasbl M SBISIFOTCSI MICKOMBIMU aHAJOTaMH Kacra3 y pacTeHHi,
00JIamalomMuUMHu CIEUPUIHOCTRI0O U QYHKIIUAMHU Kacmas. [loHauamy
Ka3aJloCh, 9TO METaKacma3bl PAaCTCHUU NEHCTBUTEIHLHO 00JagaroT
crenupUIHOCTHIO THAPOIIN3A Kaclas )KUBOTHRIX. [Ipu cynepakcnpeccun
TeHOB METaKacla3 B PACTEHHUAX OTMEYalach MOBBIIICHHAS KacIla3Has
akTUBHOCTbH, a pu PHK-uHTEepdepennnn merakacmnas — mojpaBicHHE
Kacra3HoW aKTHBHOCTH, YTO BBISBISUIA C TIOMOIIBIO (PIIyOPOTCHHBIX
NEeNTUAHBIX cyOcTparoB Kacmas xKUBOTHBIX [90, 91]. OnHako Bce BCTalo
Ha CBOM MECTa, KOTJa MeTaKacla3bl pacTCHUH ObUIM BBIJCICHBI B
YHCTOM BHJIE M TIOJyYeHBl PeKOMOWHAHTHBIE (PEPMEHTHI, U KOTAa ObLI
W3y4YeH aBTOKATAIUTHUYECKUI MPOLECCHHT OEIKOB-MPEIIIECTBEHHUKOB
MeTakacna3. Oka3anoch, 4TO METaKacnasbl He THIPOIU3YIOT MENTHAHbIC
cyOcTpathl Kacmas, a obnagaror crporoit Arg- u Lys-cnennduunoctbio
[88, 92-94]. Pa3BepHyBILIasics 3aTeM B JUTEpaType OypHasi MHOTOJICTHSIS
NUCKYCCHS, MOXHO JIM CYMTATh METaKacmasbl kacmazaMu [95-97],
3aBepIIMIach HEAABHO 3aKJIIOYCHHEM, YTO METaKacla3bl KaclnazaMu
HE SBIISIOTCS YXK€ MOTOMY, YTO HE MMEIOT aclapTaTHO CyOCTpaTHOM
CHEIM(PUIHOCTH.

U Bce ke, mycTh MeTaKacmas3bl M He OKa3alIMCh TEMH acliapTar-Creln-
(UYIHBIMH alTONTOTUYECKUMU TIPOTE€a3aMH PACTEHUH, 32 KOTOPBIMH IILTa
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Puc. PaznooOpa3ue nokanu3anuu npoTeas, y4acTBYIOIINX B OCYIIECTBICHUH HPO-
TrPaMMHUPOBAHHON KIIETOYHON CMEPTH PacTeHUH.

Merakacna3sl HaxonsaTcs B iuro3oie, VPE — B Bakyossx. duracnasbl cekpeTn-
PYIOTCSI M3 paCTUTEIIBHOM KJICTKH (C TOMOIIIBI0 KAHOHUYECKOTO Iy TH, BKIFOYAIOIIETO
sHJOIUIa3MaTnYeckuil petukyiyM (OI1P) u armapar ['onbmku) B MEKKIIETOUHYHO KU/
KOCTB (QIOTLIacT) 3/I0pOBBIX pacTeHui. [Tpu MHIYKIINHU KJIETOYHON CMEpPTH (prTactaszbl
OBICTPO MEPEMEIIAOTCS U3 aIloIIacTa B LIUTO30JIb.

0XOTa, YTO yAaJIOCh y3HaTh HOoBoro B oTHomeHnu [IKC pactenmii mpu
n3yueHnn Metakacmna3? CoBpeMeHHasi TOUKa 3peHHs Ha METaKacmasbl pac-
TEHUH COCTOUT B TOM, YTO METAKaCIa3bl BOBICYEHBI BO MHOTHE MTPOIIECCHI
B pactuTenbpHOU KieTke, Bkitodas [IKC. CalimeHCHHT TeHAa OTHOU W3
MeTaKacIa3 MPUBO/IIII K HApYIICHUIO TEPMUHATIBHOM TU((epeHIIPOBKH
KJIETOK U pa3BUTHA 3apombiiia enu [91]. HokayTsl Mo TeHaM HEKOTOPBIX
MeTakacra3 apabuaorncruca He UMENIM BBIPAKEHHBIX HapyLIEHWH B
ocymiectsiennu [1KC, uto, BO3MOXKHO, CBSI3aHO € U30BITOUHOCTHIO (TIepe-
KpbiBaHHeM (YHKIHUI) MeTakacna3. B To e Bpems, CyneprnpoayKIus
MmeTakacnasbl-8 (AtMCS) ycunusana, a PHK-unrepdepenuus — nogas-
nsina [TKC B mpoTorunactax, Bei3BaHHy0 Y®D-0011yueHHEM U TIEPEKUCHIO
Bopopoza [98]. Cemena u mobern HokayTHpoBaHHBIX 10 AtMC8 pactenuit
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apabuorncuca MPOSBISUIA TOBBIIICHHYIO YCTOWYHUBOCTh K 00paboTKe
repOoUILIAOM METUIBHOIOreHOM. OIUCAaHO yyacTHe MeTaKacmasbl apaou-
norcruca AtMC4 B oCyIecTBICHUH KJICTOYHONW CMEPTH, BBI3BAaHHOU
OKHCIIUTEIBHBIM CTPECCOM M TOKCUHOM (hyMoHM3uHOM B-1 [99]. HenaBHo
nokazaHo, 4yto Merakacrnaza AtMCI1 Ttuma | apabunorncuca siBisiercs
MO3UTUBHBIM perynaropoM ['O, a npyras merakacnaza (AtMC2) nonas-
JeT mpo-amontotTuyeckoe aeiicteue nepro [100]. MutepecHo, 4To
JUISL 9TOTO MOJABJICHUSI HE TPeOOBaJOCh HATMUMUS MPOTCONUTHUECKOM
akTuBHOCTH y AtMC2, mockonbKy MyTaHT 1o ocTtatky Cys akKTHBHOTO
LHEHTPa COXpaHsUl aHTU-AIONTOTHYECKUE CBOMcTBa. TakuM obpazom,
MeTaKacnasbl, MO-BUAUMOMY, SBISIOTCS MYJIbTU(YHKIHOHATbHBIMH
KJIETOYHBIMU (PEPMEHTAMH.

EnvHCTBEHHBIM M3BECTHBIM OEJIKOBBIM CyOCTpaTOM MeTakacas
pacTeHui SBISETCS SBOIIOLMOHHO KoHcepBaTuBHbIH 0ok TSN (Tudor
staphylococcal nuclease), hyHKITHS KOTOPOTO y pACTEHUH HE YCTaHOBIICHA
[101]. PekomOuHauTHBIH Oenok TSN ruaponu3yeTcs MeTakacmazon
mcll-Pa enn B ueTsIpex MecTax B COOTBETCTBUH CO CIELU(PUIHOCTHIO
Mmetakactnas (rmocie octatkoB R 1 K). Ananoruunas pparmeHTanus 3Toro
oemka Habmromaercs mpu [1KC, BRI3BaHHOM OKHUCITHTEIBHBIM CTPECCOM HITH
MPOMCXOSILICH B IpoLecce pa3BUTUS 3apoablia. FIHTepecHO OTMETUTD,
yro Oestiok TSN uenoBeka SBISETCA MHUIIEHBIO Kaclasbl-3, OJHAKO B
9TOM citydae B MOJIeKyiry TSN BHOCHTCSI BCETO OUH Pa3pbIB, UMEIONTHH
PEryiaTopHOE 3Ha4CHUE, KOTOPBIH HE COBIAJAET C MECTaMU I'MIPOIN3a
METaKaCMa30M.

BAKYOJISIPHAS ITPOTEA3A VPE

Baxyonsipras nmpoteasa pactenuit VPE (vacuolar processing enzyme)
SIBJISIETCA [TUCTENH-3aBUCUMON MPOTEA30M, JIOKAJIU3YIOIIEHCS B BAKYOJISIX
pacTUTEIBHOMN KIIETKHU (pHC. ), T[JIe OHA y4acTBYET B ITPOIIECCUHTE BaKyOJIsIp-
HBIX OenkoB. VPE oTHOCHTCS K JleryManHam, KOTOpbIe, B CBOIO 0Yepe/b,
BXOJIAT B cOCTaB KiaHa rpotea3 CD, Kk KoTopoMy IpHHAJIeKAaT KacIasbl,
MeTaKacrasbl U P ApyTux mpoteas (cM. Boime). [punagnesxaocts VPE k
kia"y CD nposiBisieTcst B IpOCTPaHCTBEHHON YKIIAAKE TIPOTEOTUTUIECKOTO
JIOMEHA M HaJTMYMH KaTanuTHueckux octarkoB His u Cys B XapaKTepHBIX
no3unusax. OQHAKO CXOJICTBO aMUHOKHCIOTHOM MOCIIEN0BATEIbHOCTH
VPE u npyrux npejncraBUTENIed KiaHa OYEHb HEBEIUKO. Tak ke, Kak
u OonpmMHCTBO mpoTea3, VPE apabuponcuca cuHTe3upyeTCsl B BUAC
HEaKTUBHOTO MPEIIeCTBEHHUKA, TPUYEM OTIIEIIIeMble MPOJOMEHbI
HaxoJsTCs Kak ¢ N-, Tak 1 ¢ C-koHIla poTea3Horo gomeHa. [Iponeccunr
OeJKa-MpeAIeCTBEHHUKAa MOXKET OCYILECTBISITHCA aBTOKATaIUTHUYECKU
[102, 103]. Ha camom N-koHIle Oeska-nmpeiecTBEHHIKA PaCOI0KEH
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CUTHAJIBHBIN TIETITHI, HAPABJISIONIII CHHTE3UPYEMBIil OETIOK B BAKYOJIb.

VPE o0najaer xapakTepHO#i /isl IeTyMarHOB CyOCTpaTHOM crienugud-
HOCTBIO, THAPOIN3YS MENTUIHYIO LIeNb Iocie ocTaTka acraparuta (N), u
KaHOHUYECKUM MHTUOUTOpOM 3ToH mpoteassl siisieTcst Ac-ESEN-CHO.
Hcnonb3oBanue psjla CHHTETHYECKUX IENTHI0B, COOTBETCTBYIOUIUX
HEKOTOPBIM OellkaM pacTeHuH, mokasano, uto VPE mMoxeT ruaponnzosatsb
MENTUIHBIC CBS3U U TIOCIIE HEKOTOPBIX 0CcTaTkoB D, XoTs 3h(heKTHBHOCTD
TaKOTO paculeryieHus: Huxe, yeM nocie octarka N [102]. bonee toro,
OJMH W3 Kacla3HbIX MHTMOUTOpPOB, OnornHUIMpoBanHbii VAD-FMK,
BBEJICHHBIH B INCTh, KOBaJeHTHO cBs3biBajics ¢ VPE [104]. UuTepecHo,
410 Ac-Y VAD-CHO Mmor BeicTynars B kadecTBe KoHKypeHTa VAD-FMK,
a Ac-DEVD-CHO Taxoii ciocoOHOCTEIO He oOnagan. CeassiBanne VPE
apabunoncuca c VAD-FMK u YVAD-CMK 05110 IOATBEPKICHO U JIPY-
ro#i rpynmnoii uccnenonareneii [ 105]. Ha 3TomM ocHOBaHUM aBTOPbBI IPUILLLTH
K 3aKitroueHnro, uto VPE pactenuii o6namaeT akTHBHOCTBIO Kacrasbl-1.
[IponyuupoBaHHasi B KJIETKaX HACEKOMBIX M «YaCTHYHO OUHMILIECHHAs»
pexombuHanTHas Y-VPE (omHa u3 uetsipex popm VPE, cymecTByromux y
pacrennii) [ 106] o61agana crrocOOHOCTHIO THPOIM30BaTh (ITyOpOTeHHBIN
cyoctpar VPE Ac-ESEN-AMC (AMC, 7-amuHO-4-METUIKyMapuH) U
kacnasel-1 Ac-YVAD-AMC, w0 He rumponnzoBaia Ac-DEVD-AMC
(cyOcTpar xacmasbl-3).

Eme onua mpumep csazan ¢ VPE maka. PekomOnHaHTHBIH hepMeHT
MIPOAYIIMPOBAH B KIIeTKax E. coli m ounmanu ¢ moMoIisio ahGuHHON
xpomatorpaduu. depMeHT ObUT CITIOCOOCH MPUCOSAUHSITH OMOTHHUIIH-
poBanuslii DEVD-CHO, Ho He YVAD-CHO. Yto ynuBuTeIpHO, TAaKOU
AKTUBHOCTBIO 00aan O0elIoK-IIPEeaIIeCTBEeHHUK U (epPMEHT, COXpaHUB-
muii N-KoHIIeBOU mpooMeH, a 3penast popma VPE e obmamana [107].
Tem He MeHee, rupoauTHIECKast akTUBHOCTh VPE Maka nposiBisiiach B
OTHOWICHUH He ToJbKO cyocTpara Ac-DEVD-AMC, Ho 1 Y VAD-nipous-
BOJHOIO, a Takxxe npousBogHoro [ETD u, B Menb1ueit crenenu, LEVD u
VEID. U B 3THX ciTy4asix IpOTEOIUTHUECKON aKTHBHOCTBEO 00J1a 111 JIUIIb
npeamectBeHHukn VPE, a ve 3penas gopma dpepmenta. pyroii HeoKu-
JAHHBIA Pe3yNbTaT 3aKI0Yaics B TOM, YTO 00JaJaromas akTHBHOCTBIO
npoVPE He noasepranack aBTOKaTATUTHUECKOMY MPOLIECCUHTY.

Takum 00pazom, B HacTosIee BpEeMs HE OYCHb MOHSITHO, KaKOH
Kacra3o-1noJo0Hol akTuBHOCTHIO oOnagaet VPE, HyXeH 1 nporeccuHr
OenKa-TpeAIecTBeHHUKA 1711 aKTUBAMHU (PepMEHTa U KaK OH IPOMCXOANT.
B03M0XHO, UMEIOIIMECS PACXOXKICHUS CBA3aHbI C BUAOBBIMHU PA3INYUSIMU
WIN CO crIoco0aMu monydyeHus: pepMeHTa JUIsd aHaJIN3a €ro aKTUBHOCTH.
Kax 6w To Hu ObLTO, UMeeT U VPE orHOmenue k IIKC pacrenmii?
CymiecTByoOIINE JaHHBIE YKa3bIBAIOT Ha TO, 4T0 VPE MoxeT ObITh
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BoBjeueHa B ocymectBienne [IKC, u 310, HE B MOCIENHIO OYepenb,
CBSI3aHO C JIOKaJTU3aluel 3Toro pepMenTa B Bakyossix (puc.). [Tokaszano,
yro VPE npunumaet yuactue B [TKC, nmpoucxossineii B TUCThsIX Tabaka
nipu BupycHoM (BTM) 3apakeHnu u BKJIIOYaromel pa3pbsiB TOHOIIACTA,
¢parmenranuo JJHK u oOpaszoBanue oOnacteil MEPTBBIX KIIETOK.
Caiinencunr yetblpex reHoB VPE monasnsier kojarc Bakyosiu, ¢par-
menTanuto JJHK u oOpa3oBanue Hekpo3oB [74, 104, 108]. Kakum uMEeHHO
obpazom VPE BoBneyeHa B ONMcaHHbIE MPOLIECCH — HEU3BeCTHO. MHTe-
pecHo, uto 3kcrpeccus renoB VPE Bo3pacraer B Hauane ['O u 3atem
ObicTpo cnanaet. Bo3amoxkHo, 3T0 yka3eiBaeT Ha ponb VPE Ha panHux
sTanax kieroyHoi cmeptu. VPE Bosneuena taxxke B pazsutue [IKC, nnay-
UpYyeMOoe HEKOTOPBIMH TOKCHHaMU rpruOoB. Mopdonorniecku sta ruoenb
kieTok noxoxxa Ha BTM-unnyuupyemsiii 'O [106]. U B aToM ciyuae
MHakTUBaus Becex ueThipex renoB VPE nopasinsier ocymecrsinenue [IKC.

Crnenyetr oTMeTuTh, uTo nHruOupoBanue VPE (moOGaBmenuem
Ac-YVAD-FMK, B yactHOCcTH) He Biusiio Ha pa3Butue [IKC B oTBeT Ha
OaxTepuanbHOe 3apaxenue, B ommune ot [IKC, BeI3pIBaeMOi BUPYCHO
nHpeknuei [75]. [Ipu 3ToM HHTEpEeCHO OTMETHTD, YTO MPOIIECC CIUSHUS
BaKyOJIIPHOW MeMOpaHbI ¢ T1a3MaTndeckoi, mpoucxomsmwmii mpu [TKC,
BBI3BAHHOW ONPEIEIEHHBIMU ITAMMAMHU ITATOT€HOB, TAKXKE HE 3aBUCUT
or VPE.

Taxum 00pazom, CyIIecTBYeT CBI3b MeX Ty akTHBHOCTHIO VPE 1 Heko-
topeiMu popmamu [IKC pactenuii. B kakoii crenenu 3to yaactue VPE B
KJIETOYHOM THOEITH CBA3aHO C BEPOSATHOM Kacma3o-1moi00H0I aKTHBHOCTHIO
(depMeHTa 1 Kakue OSJIKH SBJISIFOTCS alloNTOTHYeCKUMK MutieHssMu VPE —
MIPEJCTOUT BBISICHUTD.

CYBTWIN3WH-IIOAOBHBIE ITPOTEA3BI PACTEHMI
C ACITAPTATHOMU CIIEHUOMYHOCTBIO

[TpomyKTHBHBIM OKa3ajcs aTbTePHATUBHBINA MOIXOJ K TIOWCKY aromnTo-
TUYECKUX TPOTea3 pacTeHW, OCHOBAHHBIN Ha WICHTHU(HUKAIIUHN PACTH-
TEIBbHOUW TPOTEa3bl, TUAPOIUIYIOMECH TPUPOIHBIN OCIOK-MHUIIEHD TI0
TOMY K€ CaliTy, 4TO M Kaclia3a )KHBOTHBIX. B kauecTBe Oenka-MHUTIIeHH ObLT
ucmnonb3oBaH 0enok VirD2 arpobakrepuu Agrobacterium tumefaciens —
MaToreHa pacTeHUM, KOTOPBIH, KaK 0KAa3aJI0Ch, MOXKET CHEHHPUIHO
(parMeHTHpOBaThC Kaclazon-3 4esnoBeka. BBUIO BBISICHEHO, YTO MpU
uanykimn ['O B pactenusix tabaka Nicotiana tabacum renorumna NN,
BbI3BaHHOTO MH(Pekuueit BTM, npoucxomuT akTuBamus pacTHUTEIBHOM
MpoTeas3bl, 00IAAIONICH CXOMHOW CIEU(UIHOCTHIO THIPOIH3a OeIKa
VirD2 (pacmennenne Oenka mocie ocrtarka D B motuBe TATD) [109].
OO0Hapy>keHHas poTeasa ObU1a Ha3BaHa (huTacmnazoi (0T «pacTUTenbHas
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acnaprar-crienuduunas nporeasa») [110]. AKTHBHOCTH (huTacmassl
pETUCTPUPYETCS TAKKE TIPU MEXaHHUECKOM Pa3pylICHUU PaCTUTEIbHOM
TKaHH, YTO TIO3BOJIWJIO OOHAPYKUTh aKTHBHOCTH (PUTACTIA3bl y CAMBIX
pasHbIX pacteHuit [111], BkiItogas ABYIOIBHBIX U OJJHOJOIBHBIX.

Wnentudukarus ¢puracnas tabaka u puca MpoJeMOHCTPUPOBAa,
4TO (hUTACIIA3BI ABJISFOTCS CyOTHIIM3UH-TIOI00HBIMHE MPOTea3aMu (CyOTH-
nazamu) pactenunii [110]. Y xoTs ¢ camoro Hayaia mpeanoiarajioch, 4To
Kacmazo-nogo0Hsle (B (GyHKIHMOHAIBHOM CMBICIIE) MPOTEa3bl pacTCHUH
JOJDKHBI CTPYKTYPHO OTJIMYATBCS OT Kacma3 JKUBOTHBIX (B MPOTUBHOM
ciryyae ¢puracnasbl AaBHO HACHTH()UIMPOBAIH ObI 10 TOMOJIOTHH ), TPYAHO
OBUIO OKUIATD, YTO PA3INUKe OyAeT CTOJb 3HAUYUTENbHBIM. JleficTBUTENBHO,
CYOTHIM3HH-TIOA00HBIE TPOTEA3bI CTPYKTYPHO OYE€Hb CHIIBHO OTIAMYAIOTCS
ot kacna3. CyOTunasbl BISOTCS Ser-3aBUCHMBIMU IPOTEa3aMH, B TO BpeMs
Kak Kacra3bl — Cys-3aBHUcUMbIC. AKTHBHAS Kaclasa IpeICcTaBisieT coOoi
TeTpamep, COCTOSIINI U3 IBYX OONBIINX U IBYX MaJIbIX CyOBEIUHHLI, B TO
BpeMs Kak (puTacmasa sBiIseTcs MoHOMepoM. Hannuue noreHuaabHoro
CUTHAJIBHOTO IIENTHAA B OCJIKe-NIpeIIeCTBEHHUKE (uTacnas (CM. HIKe)
MOIVIO YKa3bIBaTh HA BHEKJICTOUHYIO JIOKAJIM3aLHIO (DEPMEHTA, a KacIa3bl
SIBIISTFOTCS] BHYTPUKJIETOYHBIMU Oenkamu (Tadm.).

TeMm He MeHee, onpezieTieHre CyOoCcTpaTHOH ciennpuaHOCTH (hruTacmas
Tabaka 1 puca MoKa3aso, YTO 3TH (PePMEHTBI, KaK U KacIa3bl, THIPOIN3YIOT
cyOcTparsl CTpOro mocie ocrarka D, Haxonsiierocst B ONpeneaeHHOM
aMHUHOKHUCIIOTHOM KOHTeKcTe [ 110]. OnTumansHeIM cydcTpaTroM (puracmas
oxazaics nentua Ac-VEID-AFC (cyGcTpar xacmassi-6), XOTs CpaBHH-
Mas (B 2—4 pa3a MeHbIIIas) CKOPOCTh THIPOIN3a HaOM0IaIach B ciayyae
npou3BogHbIX VAD (cyOcTpar pasnooOpasnsix kacnas), Y VAD (cyOcrpar
kacrasel-1), VDVAD (cyOcrpar kacnasel-2), IETD (cyOcTpar kacmasbi-8),
LEHD (cyGcTpar xacnasbi-9) (Tabmn.). EAMHCTBEHHBIM UCKIIOUECHHEM
okazaincst Ac-DEVD-AFC (cybctpar kacnasbl-9), KOTOpbIi HE THIPOIH-
30Basics puTacmazaMu BOoOIIE.

CrniocoOHOCTh (puTacas U3 pa3HbIX PaCTUTEIBHBIX OPraHU3MOB THPO-
JIM30BaTh pa3HO00pa3HbIe MENTHIHBIE CYOCTPaThI Kacla3 MOKET CO3AaTh
WJUTIO3UI0 OTHOCUTEIBHO HU3KOH M30MPaTeIbHOCTH PacTUTEIHHOTO
¢depmenta. OqHAKO TaKoe 3aKITIOYEHHUE, T0-BUANMOMY, OLIHOOYHO, yUH-
THIBast TO OOCTOSATENBCTBO, YTO Ha YPOBHE OCJIKOBBIX CyOCTpaTroB IO
CBOEH M30MpaTeNbHOCTH (HUTACTa3bl IPEBOCXOAT Kacnasy-3 4eJoBeKa.
®duracnasza, HECOMHEHHO, SIBISETCS «IPOLIECCUPYIOLIIM», 8 HE «IIepeBa-
PHUBAIOLIMM» IPOTEOIUTHIECKUM (hepmeHTOM. Bripouem, 3o yTBepxe-
HHUE OTHOCHUTCS U K KacrasaM >KUBOTHBIX.

duracnasza ¢ ee MHUPOKUM CIIEKTPOM THAPOIU3YEMBIX HMENTHAHBIX
cyOcTpaToB Kacna3 0JjHa ciocoOHa 0OBSICHUTD IIOUTH BCE MHOT00Opasue
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Tabnura

CpaBHeHHe CBOICTB acnapTaT-cieH(UYHBIX alIONTOTHYECKHUX
NpoTea3 ;KUBOTHBIX U PACTeHUIl — Kacna3 u ¢puracnas

ITapametp

Kacnasel

duracmassl

Tumn nporeasst

Cys-3aBucumsle, kian CD

Ser-3aBHCUMEBIC, CEMEHCTBO
cyOTmIas, mojcemeiicto SSA

Crneunduanocts | Ctporo Asp-criernuduanbie Crporo Asp-cnienuduanbie
THAPOIN3a

IIpennounraemsii | DEVD (xacnaza-3,7), VEID; HeckonbKo Xyxe
amuHokucnotHbiil | VEID (kacnaza-6), YVAD, VAD, IETD, LEHD

MOTHUB caiiTa y3Ha-
BaHMA

IETD (kacnaza-8),
LEHD (xacmnaza-9),
VDVAD (xacnaza-2)

u zip.
He y3naercs: DEVD

Benku-cyocTparsr

Paznuunbie O€IKU KIETKH K
11aTOIr¢HOB

VirD2 Agrobacterium
tumefaciens

Cunre3upyercs
B BUJIC

IIpo-dpepmenT

TIpe-npo-hepmeHt

Crioco6 mporiec-
CHHTa

Wunyunpyemsiii, aBTOKaTa-
JINTUYECKUI UM OCYILECTB-
JISIEMBIA IPYTOH Kacra3oi

KoncrturytusHsrii,
ABTOKATAIUTHYECKUI

3penblif pepmeHT

Jlumep rerepoaMepos,
cyobenuHunbl ~ 12 x/la
u ~ 20 xJla

Monowmep, ~ 80 x/la

Jloxanuzanus BHyTpukieTounas, B OCHOB- | BHeKsIeTOUHAs B 310POBBIX
HOM IUTOIIA3MaTHYeCKast TKaHSX (aIoIIacT); mepeme-
IIACTCs B IUTO30JIb [IPU
naaykn [TKC
Pons B IIKC Wnnnnanus u Ha pannux cragusx (1o

ocymectsienne [IKC

Y4acTHs MUTOXOHIPUH);
(parMeHTanus qyKepOTHBIX
OenkoB
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Kacma3o-nofo0HbBIX akTUBHOCTEH, 00HapykuBaeMbIx Tipu [IKC pacrenmii
C HCIIOJIb30BAaHUEM TaKHX cyOcTparoB. [103TOMY, BEPOSITHO, KOJIMYECTBO
Pa3HoO0pa3HbBIX KAcIa3o-1mogo0HbIX (epMEHTOB y pacTeHHI HE TaK yApY-
Yarolle BeJUKO, KaK MPUHATO cunTarh. EcTh, mpasaa, 0JHO UCKITIOYEHNE.
®duracnaza He obnagaer DEVDa3Hoii akTuBHOCTBIO (TabI1.), KOTOpas
noBonbHO yacto BeisBisiercd npu [IKC y pactennit. CreyeT 0KuaaTh
MO3TOMY, 4TO, TIO KpaliHel Mepe, ellle 0JJHa Kacma3o-1oJ00Has npoTeasa
pacTeHuH 10 CUX IIOpP HE OTKPBHITA.

Bruto Taxoke BeIsBIEHO ydacTHe ¢uracnas B ocyuiectsienun [IKC
y pacTeHui, BBI3BAHHONH OMOTHYECKUMH M a0MOTHUYECKUMH CTPECCAMHU.
[ToBpilIeHNE YPOBHS aKTUBHOCTU (pUTacmasbl MPU CYNEPHPOAYKIHH
(epMeHTa CTUMYIMPOBAIO MPOTEKAHHE KIICTOUHON CMEPTH, 8 CHU)KEHHE
AKTHUBHOCTH (pUTACIA3bl IPU OMOIIX CHIEUU(PUUECKOTO MHTHOUTOPA WK
nytem PHK-unrepdepennu nogasmusio [IKC [110].

Takum o0pazom, ¢uTacnasbl OIU3KK K KacmasaM Kak 110 CBOEH crie-
HU(PUIHOCTH, TaK U [0 TOH POJIH, KOTOPYIO 3TH IIPOTEa3bl UTPAIOT B OCY-
mectBiennu [IKC. Ogaako cTpykTypHO (huTacnaspl MPUHIUITHAIEHO
OTIINYAIOTCS OT Kacla3, ¥ 9TO OTIHWYME, KaK OKa3aJl0Ch, UMEET BaXKHbIC
¢byHkunoHanpHble cneacTBys. Iloka3aHo, uTo ¢puracnasbl CHHTE3UPYIOTCS
B BUJIC HEAKTUBHOI'O OeJIKa-IIpeIeCTBEeHHHKA, conepKaero N-KoHIe-
BOHM CHUTHANBHBIN METTHII, IPOIOMEH M COOCTBEHHO MPOTEA3HBIA TOMEH.
N-KOHIIEBO# CUTHAIBHBIN TENITH] B COCTaBe MpodepMeHTa HaIIpaBIsIeT
cekpennio (puTacmassl U3 PACTUTENHHON KIETKH. AKTHBHAsS (uracmasza
o0pa3yeTcs ImyTeM OTILICTICHHS TPOAOMEHA. DTOT MPOIECC MPOUCXOTUT
ABTOKATAJTUTHYECKN M KOHCTUTYTHBHO, T.e. Aaxe B orcyrcTBue [1KC.
OTmiernyieHne mMpogoMeHa He0OX0IUMO JUIsi 00pa30BaHUs MPOTEOIUTH-
YEeCKH aKTHBHOTO ()EPMEHTA ¥ ISl €T0 CEKPEIHH.

B 310poBBIX TKaHIX pacTeHHuH (huTacnasza HaKarIMBaeTCs B MEKKIIe-
TOYHOHU KUAKOCTH (amoruiacte) (puc.). Takum oOpa3oM JTOCTHTaeTCs
MPOCTPAHCTBEHHOE pa3o0IieHue (PepMEHTa U €ro BHYTPHUKICTOUYHBIX
cyoctparoB. Onnako npu unaaykiuu [1IKC ¢uracnasa nepemeriaercs
U3 arorJiacTa BHYTPh YMHUPAIOIIEH PACTUTENBHON KJIETKHU U IMOydaeT
JIOCTYI K CBOUM BHYTPUKJICTOUHBIM OesikaM-muiiieHsM [ 110]. Mexanusm
9TOr0 COBEPLIEHHO HOBOTO IBJIEHNS] HEU3BECTEH, HO UIMEIOTCSl OCHOBaHMS
CUMTAaTh, YTO «PETPOTPAIHBIN» TpaHCHOPT (puTacmasbl MPOUCXOAUT
crenupUyIHo.

Jlokanu3anus MPOLECCUPOBAaHHOM (puTacmaspl B amomiacte MOXKET
03Ha4aTh, 4TO y (pepMEHTA UMEIOTCSI 3alUTHBIC (DYHKLUH, CBSI3aHHbIE C
MpoTeonn3oM (HelTpanu3anueit) 3 heKTOPHBIX OETKOB OaKTepHAITLHBIX
naroreHoB. B HacTosiiee BpeMs W3BECTEH €AMHCTBEHHBIH MPUPOIHBIN
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0eJIOK-MUIIIeHb ANONTOTHYECKUX CYyOTHIIa3 pacTeHHH, U 3TO — OENoK
VirD2 ¢urtonarorenHoi 6akrepuu A. tumefaciens. B nmporiecce 3apaxkeHust
pactenmii OakTepuanbHblil 6enok VirD2 ¢ mprcoeaMHEHHOH K HeMy
oaxrepuanproit JJHK (T-JIHK) nmonamaer B iuTOIIIa3My pacTUTEIBHOM
KJIETKH, a 3aTeM UMIIOPTUPYETCS B AAPO0. DTO 00eCrieunBaeT HHTETPALUIO
Oaxrepuanshoii JIHK B reHoM pactenuii u TpanchopmManuio pacTuTeNb-
Ho kieTku [112]. [Ansi akTUBHOTO TpaHcHopTta B siipo Oenok VirD2,
XOTsI OH W sIBISieTCs OaKTepuajbHBIM, OCHAIEH CUTHAJIOM SJIEPHOU
nokanuzanui [113]. [Tokazano, yto runponuns ¢puracnazoi Oenka VirD2
arpo0akTepuii IpencTaBisieT COOOH 3alIUTHBIN MEXaHH3M PacTUTEIbHOM
KJIETKH, OTPaHUYHMBAIOLIUI TOCTaBKY B PO U SKCIIPECCHIO UY>KEPOAHOMN
(arpob6axrepuanshoit) JIHK [114]. DTo IpoUCXOAUT OTOMY, YTO CIE/CT-
BHEM paciueriienus ¢urtacnazoit 6enka VirD2 mo caiity TATD400
ABJSIETCSl ynajeHue Koporkoro C-koHueBoro (parmenta Oenka VirD2.
[Tockonbky MMEHHO B 3TOM obnactu VirD2 HaxoauTcst CUTHAI €To siaep-
HOW JIOKamu3alliu, TO YKOPOUEHHBIH (uTacmnazoit 6enok VirD2 yrpa-
YMBACT CIIOCOOHOCTb MMIIOPTUPOBATHCS B SIIPO PACTHTEIIBHON KIIETKU
U TPAaHCIIOPTUPOBAThH Ty[a NPUCOCANHEHHYIO K HEMY OakTepHalbHYIO
T-THK.

CyOTHITH3HH-TTONOOHBIE MMPOTea3nl MojceMercTBa S8A, K KOTOPOMY
npuHaAiIexar Guracnasbl U BCE OPyrHe pacTUTENbHbIE CyOTHIa3bl,
OOBIYHO HE OTIMYAIOTCS BBICOKOM Crenn(UIHOCTRIO THaponm3a [115,
116]. CnocoGHOCTH ke CTeHMUPUIHO THAPOIN30BATh CyOCTpaThl CTPOTO
rociie octarka D BooO1ie ABIsSeTCs PeaKOCThIO cpenu nporeas. B atoit
CBSI3U CIIe[TyeT OTMETHTB, YTO Y Ka)KJJ0T0 BUIa PACTEHUI UMEIOTCS IeCATKH
reHoB cyoruinas (6onee 50 uneHoB cemeiictba y 4. thaliana u 6onee 60 —
y puca Oryza sativa [117, 118]). OxapakTepru30BaHbl JUIIb SAMHUIHBIC
MPEACTABUTENN 3TUX CEMEHCTB, U HHU OIHA M3 MICHTH()UIMPOBAHHBIX
paHee cyOTHIIa3 aKTHMBHOCTBIO (uTacma3 He oOnanaia. [Ipeacrapiser
WHTEpEC BOMPOC: CKOJILKO YJICHOB ceMeicTBa CyOTHIIa3 Y KaKA0To B
pacTeHHi IMEeT acapTaTHYI0 CEU()UIHOCTD — OIUH MM HECKOIBKO?
Ecnu HeckonbKo, TO ObUIO ObI MHTEPECHO Y3HATh, Pa3iUyaloTCs JIM 3TH
(epMEHTHI 10 MPEeANOYUTAEMBIM CaliTaM THIPOJU3a, JIOKAJIU3allNH,
JKCHIpeccuu B TKaH:X, ydacTHio B [IKC B npouecce pa3BuTHs U B OTBET
Ha CTPECCHI.

[To cBoeii BEICOKOH N30MPATENTLHOCTH THAPONIN3a CyOCcTpaToB hutac-
na3bl HATOMUHAIOT CyOTHIN3UH-T10A00HBIE IPOTEa3bl 5)KUBOTHBIX M IPOXK-
JKeH, Ha3bIBa€MbIE MPOIIPOTENH KOHBEPTA3aMH M OTHOCSILUECS K OACe-
meiicTBy S8B (KoTopoe y pacTeHni, o-BuANMOMY, He BcTpedaercs) [119,
120]. KoHBepTasbl y4acTBYIOT B ITPOIIECCUHTE OEITKOB-TTPEAIIECTBEHHUKOB,
4TO BeJeT K 00pa30BaHUIO OMOJIOINIECKH AKTUBHBIX IENTHIOB U OEJIKOB,
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W MOYKHO JIOITyCTUTH CYIIECTBOBaHHE TOXOKeH (QYHKIMU y (huTacnassl
B cBobozanoe ot [IKC Bpems. Hamo otmernTs, mpaBaa, 9To KOHBEPTA3bI
BHOCST pa3pbiB B OCIKU-MHUIIEHH MOCIIE OCTATKOB OCHOBHBIX aMUHOKHC-
not (K, R), a me mocne D.

K cyOTrnm3uH-nogo6HbIM IpoTea3aM pacTeHH OTHOCHUTCS, TIO-BH/IU-
MoMy, u cacmasa oBca [121]. Monens [IKC, B koTOpO#i OblIa 0OHA-
py’KeHa dTa aKTUBHOCTB, MPECTaBIsiIa COOOH pacTeHus: oBca Avena
sativa, 3apaxaembie rpubom Cochliobolus victoria. DToT narorex
CEKpeTUpPyeT HEOOBIUHBIM TOKCHH, HaszbiBaeMblli BUKTOpUHOM. [1KC,
BbI3bIBa€Masi BUKTOPUHOM, IpezacTaBisieT coboit 'O Ha 3apaxenue [68,
122, 123]. U3 nucTbeB oBca, 00padOTaHHBIX BUKTOPUHOM, ObLIA BbIJE-
JIeHa TIpOTeasa, Ha3BaHHasl cacia3oi (CepruH-3aBUCHMON acriapTar-Crienu-
¢uuHOi npoTeasoit). Cacnasa, kak 1 (puTacmnasa, CnocoOHa TUIPOIU30BaTh
MHOTHE TeNTUAHbIE cyOcTparhl Kacmas [121, 124] u npu 5TOM HE UMeeT
DEVDa3Hoii aktuBHOCTH. CeKBEHHPOBaHNE HECKOIBKHUX MENTHIOB (ep-
MEHTa IO0Ka3aJ10, YTO caM OeJIOK 0JDKEH MPUHAAJIEKATh K CyOTHIIN3HH-
nmo/IoOHBIM TpoTea3am (cyOTuina3zaM) pacTeHU. MOXKHO Iymarbh, 4TO
cacrasa — 3To (puracmnasza oBca, HO MEXIy AByMs (PEpMEHTAMH €CTh U
MHTEpEeCHOE pa3inune. B To Bpems kak (utacnasbl JByX SBOIIOLUOHHO
OTAAJICHHBIX PAaCTEHUH — Tabaka U puca — MPEAIOUYUTAIOT IPOU3BOIHOE
VEID B kauecTBe cyOcTpara, cacmasza He THAPOIN3yeT mpou3BogHoe VEID
BoBce [121]. Bommpoc o mpu9mHE 3TOTO OTIIMYUS MOXKHO PEIIUThH TOCIIe
UAEHTU(UKALMY cacIasbl.

WnTepecno, uto npu uaayKiuu [IKC BUKTOPHHOM WU TETIIIOBBIM
IIIOKOM aKTHUBHOCTB Cacla3bl HauYMHAaJA JETEKTUPOBATHCS B aroIuIacTe,
xots 10 naaykiun [TIKC Takoif akTHBHOCTH B anoruiacTe He HaOII0IaI0Ch
[121]. Ilpeamonaraercs, uto B oTBeT Ha HHAYKIHIO [IKC MoxeT mpowuc-
XOJIUTH TNO00 OBICTpast CEKpeIys cacnasbl B aroIuiacT, 00 1eMacKupo-
BaHUE Y)K€ HaXOSAIIEHCs B alloIIacTe MPOTeas3bl.

IV. BAKVIIOYEHUE

IIKC y pactenwnii nemonctpupyert psii ooumx uept ¢ [IKC y »k1BOTHBIX, HO,
B TO %€ BPEMsI, UMEET U PAJ] CYIIECTBEHHBIX oTHInii. [IpoTeonmmTiueckue
(depMenTHl, yuacTByromue B ocymiectBieHnn [IKC, nokanusyrores B pas-
JIMYHBIX KOMITAPTMEHTaX KJIETOK paCTeHHH: B IIUTOIIIa3Me (MeTaKacrasbl),
B Bakyossix (VPE), a Takike B MEXKKICTOUHOH KuAKoCcTH (puracmasbr)
(puc.). Bopouem, nmpumep (huTacnasbl, mepeMerianiencs u3 arnomiacra
B nutoruiazmy npu uaaykuuu [IKC, nokaspiBaer, 4to iokanuzamnus ¢ep-
MEHTa B OIPEJCICHHOM KOMIIAPTMEHTE 30POBBIX KIETOK (TKaHEi) He
UCKITIOYaeT (PYHKIIMOHUPOBAHUSI 3TOW MPOTEA3bl COBCEM B IPYTOM MECTE
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YMUPAIOIIHUX KJIETOK. [IpeicTaByIsItoT CyIIeCTBEHHbIH HHTEPEC BOTIPOCHI,
KaK pacrpeiesstoTcs QYHKIUU MEKIY arloNTOTHYSCKUMHU MPOTea3aMu
pacTeHHl U CIIOCOOHBI JTH OHY OKa3bIBaTh BIUSHUE HA (PYHKIIMOHUPOBAHHE
Apyr Apyra.

W3 paccMOTPEHHBIX MPOTEOIMTHUECKUX (DEPMEHTOB PACTCHU, y4acT-
Byromux B ocymectsienun [1KC, duracnassl Haubonee OJU3KO COOT-
BETCTBYIOT Kacla3aM >KUBOTHBIX 10 CyOCTpaTHOM crieruduynocTy (Tadi. ).
B 10 3xe Bpemsi, CTPYKTYpHO TH allONTOTHYECKUE MTPOTEa3bl dKUBOTHBIX U
pacTeHUi COBEPIIIEHHO HE MMOX0KH, ¥ 00JIee TOrO, PUTACIIA3EI SBIISIOTCS
Ser-3aBucumbIMH, a Kacnia3el — Cys-3aBUcUMBbIMU (hepmeHTamu. 13 cpas-
HEHUs CBOWCTB Kacmas W (huracrias3 CKIaJbIBaeTCs BIICYATICHHUE, YTO
JKUBOTHBIC M PACTCHHSI PyKOBOJICTBOBAJIMCH PA3TUYHBIMH TAKTHYECKAMHU
MpreMaMu, TPUBEAITUMH B UTOTE K CXOAHOMY ITPUHIIAITHATIBHOMY pellie-
HUIO: CO3JIAHUIO TIPOTEa3 CO CXOMHON (DYHKIMEH U CIIeIU(UIHOCTHIO.

JKuBOTHBIE M pacTEHUS HCIIONB3YIOT Pa3IMYHbIE CTPATET ! B OTHOIIIE-
HUU CBOMX allONITOTHYECKUX TpoTea3. Kak kacmaspl, Tak M Quracmasbl
CHUHTE3HMPYIOTCS B BUIE HEAKTUBHBIX OCITKOB-TIPEIIECTBEHHUKOB, OJTHAKO
JTaNbIe My TH pacxoasrcs. [Ipokacmassl XpaHATCs BHYTPH KIIETOK )KUBOT-
HBIX. VX aKkTUBaIus MyTeM MPOIECCHHTA W aCCOIUAIUN CYObeIMHHUII
npoucxoaut B oTBeT Ha [IKC-unaymupyromme cTuMysisl ¥ IPUBOIUT K
(hparMeHTaIuu BHY TPUKIICTOYHBIX OCTTKOB-MHUIIICHEH 1 THOENN KiIeTKH. B
MPOTHUBOTIOJIOKHOCTE 3TOMY CIIEHAPHIO, TIPO(MUTACTIA3HI TPOIIECCHPYIOTCS
KOHCTUTYTHBHO U aBTOKATaJIMTUYSCKU C 00pa30BaHUEM aKTHBHOTO (ep-
MeHTa fgaxke B orcyrcrBue [IKC-unayupyromux Bo3nericteuii. OqHaKo
3penbie (puTacnasbl IPU 3TOM CEKPETUPYIOTCS M3 KJICTKH B aroIuiacT —
Onaromaps HaJIMUUIO CUTHAIBHOTO MENTH/A B COCTaBe OelIKa-Tpe/IIecT-
BEHHHKA. DTO MO3BOJICT POCTPAHCTBEHHO OT/ICIIUTh AKTUBHBIN IPOTEO-
JUTHYECKUH PEePMEHT OT BHY TPHKJIETOUHBIX OCIKOB-MUILICHEH 1 M30eKaTh
HECaHKIIMOHUPOBAHHOTO MPOTEOJIKM3a U Tudesn KieTok. [Ipu uHIyKImu
INKC ¢uracnaza TpaHCIIOPTUPYETCS U3 aNoILIacTa BHYTPh KJIETOK, YTO
MPUBOJUT K ()ParMEHTALMU BHYTPUKJICTOYHBIX OCIIKOB.

Takum 00pa3oM, KOHTPOJITb 32 BHY TPUKIICTOYHON aKTUBHOCTBIO Kaciias
OCYIIECTBIISICTCS Ha YPOBHE MPOIECCHHTA OCITKOB-TIPEIIIECTBEHHUKOB, a
¢uracnas — Ha ypoBHE TpaHCIopTa ()epMEHTA M3 allOILIACTA B IUTOTLIA3MY.
MOHO 3aKJIIOYUTh, YTO PACTCHHS BBIpA0OTANIM CBOW COOCTBEHHBIH
MeXaHU3M KOHTPOJISI 32 alloNTOTHYECKUMHU MpOoTea3aMu, He BCTpevaro-
mwiics (WU 1TOKa He OOHapYy)KeHHBIN) y ®KHUBOTHBIX [124, 125]. Takum
00pa3oM, KIETKH KUBOTHBIX U PACTEHUH JEMOHCTPUPYIOT Kak oOIIue
YEepPTHI, TAK U CYIIECTBEHHBIE Pa3IUYNs B TOM, KaK OHH 00paIIaroTCs o
CBOVIMH allONITOTUYECKUMH ITPOTEa3aMHu.
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OnHMM M3 OCHOBHBIX CITOCOOOB BBISICHEHHS MEXaHHM3Ma JIEeHCTBUS
Y HOBBIX (DYHKIIMH aloNTOTHYECKHUX MPOTea3 pacTeHHUN SBIseTcs 0OHa-
pyxeHue OenkoB-MHIIeHeH dTHX (epMenToB. MccnenoBanue pparmeH-
TaIMM KJICTOUHBIX OEJIKOB JIOKHO TO3BOJHUTh BBISIBUTH Ba)KHBIC YEPTHI
B MoJekyasipHbix Mexanusmax [IKC pacrenuii, oOHapyXKUTh HOBBIC
CUTHAJIbHBIE ITyTH M OCYLIIECTBHUTH OOJIee JIeTanbHOE CPABHEHHUE alaparoB
JKUBOTHBIX U PACTEHHH, OTBEYAIOIINX 3 KIIFOUEBbIE MPOLIECCHI B )KU3HU

" CMCPTHU KIICTKHU.
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