VYenexu Ouonornyeckoi xumum, T. 55, 2015, ¢. 145-180

HNPOTEOJIUTUYECKUE ®EPMEHTDI
PACTEHUI, BOBJIEYEHHBIE B IIPOLIECCHI
PEI'YJIUPYEMOM CMEPTH KJIETOK

©20151: A. A. BAMSTHHUH (mm.)

HUU monexynaproti meouyunsi, llepsoiii MI'MY um. U.M. Ceuenosa
u HUU gpusuxo-xumuueckoti buonoeuu um. A.H. benosepckoeo,
MI'Y um. M.B. Jlomonocosa, Mocksa

1. Beenenwue. II. Llucrennossie mporennassl l11. CepuHoOBBIE IPOTEH-
Ha3zpl. [V Acnapraraslie npotenHassl. V. TpeOHMHOBBIE IPOTEUHA3BL.
VI. Mertamnonporennassl. VII. 3akmouenue.

I. BBEAEHUME

Bo3neiicTBre BHEIIHUX (DAKTOPOB KaK MEXaHUUECKUX, TaK M (PU3UKO-XUMH-
YEeCKHMX 4acTO MPUBOAUT K HEKOHTPOIUPYEMOW THOENN KUBBIX KIETOK.
Takol T KJIETOYHOM TMOEIM YacTO Ha3bIBAIOT CIYYallHOW KIIETOUHON
cmeprthio (accidental cell death). OgHako BO MHOTHX ClTydasix KJICTOYHAS
CMEPTh HHULIMUPYETCS TeHETUUECKOH TPOrpaMMOii, UCTIOTHEHHE KOTOPOH
NOPOH MOKHO OTMEHHUTH C MOMOLIBIO CIEIHATbHBIX ICHETHYECKHUX
win (apmakonorndecknx (akropos. Takas perynupyemas KieTOUHas
cmepth (PKC; regulated cell death) siBnsieTcst uacThbio Gpu3moIOrHUECKON
MPOrpaMMbl OHTOI'€HE3a U MOXKET OBbITh aKTHBHUPOBAaHA Ha YPOBHE Opra-
HHM3Ma KaK BHY TPUKJICTOYHBIMHU H3MEHEHUSIMH, TAK U PSIIOM BHEKJIETOUHBIX
(hakTOpOB. AKTHBAIUS MPOTPAMMBI PETYIUPYEMOH KIETOYHOH CMEpTH
TAKXe BO3MOXKHO B BUJIE OTBETA OPraHM3Ma Ha BHELIHHE BO3IACHCTBUIL.
KiteTounyto cMepTh, KOTOpast SIBJISIETCA JINIIb PE3YJIbTATOM Pa3BUTHS BHYT-
PEeHHUX (PU3MOIOTNUECKHUX IPOrpaMM OPraHU3Ma, T.€. YaCTHOIO CiIydast
PKC, B coOTBETCTBUHU C MOCIEIHUMH PEKOMEHIALMSIMH KOMUTETA I10

IIpunsmoie coxpawjenus: AT — anmapar F'onboku, IIKC — 3anporpaMmupoBaHHast
kinetogHas cMepTh; PKC — perynmupyemas xnerounas cMepts; DIIP — sHnomnasma-
tnueckuid petukyiaym; NCCD (Nomenclature Committee on Cell Death) — komuter
0 HOMEHKJIaType kiaeTouHoit cmeptr; PS-SCL (positional scanning substrate com-
binatorial library) — mo3uionHas ckaHupymomas cyocTparHas KOMOWHATOpHAs
6ubnuorexa; VPE (Vacuolar Processing Enzyme) — BakyossipHblii IpOLeCCUPYIOLIHI
(dhepMmeHT.
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HOMeHKarype kietouHoi cmeptu (NCCD) criemyeTt Ha3bIBaTh 3aporpam-
mupoBaHHOH kietouHoi cMepthio (IIKC; programmed cell death) [1].
AxkrtuBHble uccnenoBanus ¢peHomena PKC B Teuenme mocrnegHux
50 ner (tepmun 'programmed cell death' 6p11 npeanoxen Puuapmom
JlokmHOM B cepennae 60-X T070B [2]) MPUBENN K OTKPBITHIO Pa3HO00-
Pa3HbIX TUIIOB KJIIETOUHON CMEPTH, a TAK)KE MEXaHU3MOB, 3a/1elICTBOBaH-
HBIX B IIPOLIECCAaX PErylupyeMoi rudenu kieTok. Takoe pazHooOpasue
noTpeboBajIo ynopsI0YMBaHUS C IIOMOIIBIO CO3/IaHUS CIIEHHUAIBHOM
KJIacCU(HUKALMK TUIIOB KJIETOYHOW cMepTu. [lecaTs neT Hazazn Obuia
HIpeasiokeHa Kiaaccuukanus, B OCHOBY KOTOPOM OBIIM IOJOXKEHBI
MOpGOIOruIecKre NMPU3HAKY, BBIACISIONIME OCHOBHBIE THIIBI KJIETOY-
Hoii cMeptH [3]. OmHAKO CKOpPO CTaJ0 MOHSATHO, YTO IS CO3MaHUS
HOJHOLCHHOMN KiaccuUKalMK pa3IMYHbIX TUIIOB KJIETOYHOH CMepTH
YYHUTBIBATH JIUIIE MOP(OIOTHUECKHE MPU3HAKU SIBHO HEAOCTATOYHO.
[TosTOMy OBUIO TPEIUIOKEHO IOTOIHUTH MOP(OIOTHIECKUE TIPUZHAKH
YHHUKaJIbHBIMU MOJIEKYJISPHBIMH U OMOXMMHUYECKUMHU MPU3HAKAMHU,
npucymumMu onpeaeneHusiM tTunam PKC [4]. Oguumu u3 Haubonee
XapaKTePHBIX MOJIEKYJISIPHBIX MAapKEPOB KJIETOYHOM CMEPTH CITy’KaT aKTHB-
HOCTH TIPOTEONUTHYECKUX (DEPMEHTOB, PETYIUPYIOIINX WHUIHAIHMIO H
obecnieunBaromux nanpHeime mporecce pazsutus PKC [4, 5].
Uccnenosanust penomena PKC y pactenuil pa3BuBaioch HE Tak
MHTEHCHBHO, KaK aHAJIOTHYHBIE NCCIIE0OBAHUS Y dKUBOTHBIX U UEJIOBEKA.
W3-3a Henocrarka HH(GOpMALMU O MOJICKYJISIPHBIX MEXaHH3MaX Pa3BUTHS
PKC y pacrenuii k HacToOsIIEMY BPEMEHH YJAlI0Ch COCTaBUTh KJIAcCH-
¢uxauunio pasnuuneix THIoB PKC pactennit Tonpko Ha ocHOBE MOp(o-
JIOTHYECKUX MpU3HaKoB [6]. TeM He MeHee, HcCIeJ0BaHNs MEXaHU3MOB
pa3Butus PKC y pacTeHnii yka3pIBaroT Ha TO, 4TO HapsAAy CO CXOACTBAMHU
pasBurus nponeccoB PKC y pacTeHunii u y >kuBOTHBIX, OOHAPYKHBaIOTCS
TaKoke U paznuuus [6]. OnHUM U3 TPUHIUIHAIBHBIX OTIIMYUH SIBISETCS
OTCYTCTBHE y PacTCHHH Kacras — epMEHTOB, KOTOPBIE SIBIISIOTCS KITFOUe-
BBIMU (pakTOpaMu MpHU MHULMALUK 1 00ECIIEUEHUH Pa3BUTHS arlonTo3a
y *KuBOTHBIX [5]. Tem He MeHee, y pacTeHHI 0OHApYKEHO HeMalloe
KOJIMYECTBO APYTHX MPOTEOIUTUYECKUX (EPMEHTOB, BOBICUCHHBIX B
paziuuHbie dTans! pazsutus PKC, B Tom gucite, hepMeHTOB, 00718 1af0ITIX
Kacrasa-1noJ00HbIMH aKTUBHOCTSIMU 1 Kacla3a-noJ00HbIMU (DYHKIMSIMU.
Y pacrenuii, Kak U y )KUBOTHBIX, HHIyKTOpaMu PKC MOTyT SBASTHCS
ouornyeckre n abnorndeckue paxTopsl. [1aToreHs pa3nuaHOl MPUPOIBI
(Bupychl, OakTepun 1 TpUObI) crtocoOHBI HHAYIHPoBaTh pa3suTne PKC, B
TOM 4Hclie, B JOpMe TUIIEPUyBCTBUTEIHLHOTO OTBETA, KOTOPBIH SBIISETCSI
3aIUTHON peakuuel pacTeHus. B 3ToM citydae, MHAYKTOpaMu KJIETOYHOM
CMEpPTH MOTYT OBITh KaK crieliu(uIecKue sl MaToreHa COCAMHEHHS —
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IUCUTOPBI, PACIIO3HAKIINECS UMMYHHOW CUCTEMOM pacTeHus, Tak U
MaToreH-crenu(puunpie OETKOBBIE MPOTYKTHI, SKCIIPECCHUA KOTOPHIX B
pacTuTenbHOH KileTke BbI3bIBaeT cTpecc DIIP, mpuBoasmuii k pa3BUTHIO
PKC [7-10]. AGnoTrueckumu pakTopamMu, THULUUPYIOUIMMH Pa3BUTHE
PKC y pactenuii, MOTYT BBICTYIIaTh MOHBI METAJIIOB, OKHCIUTEIHHBIN
cTpecce, ConeBoil crpecc, YO-u3myueHune, TerioBoi Mok u apyrue [11-15].
Kpome toro, miist obecniedeHrsi HOpMaJIbHOTO Pa3BUTHUS PACTCHUS YacThb
ero kietok norubaet mytém PKC. HanGosee HarmsiiHBIM TPUMEPOM TaKOH
KJIETOYHOM CMEPTH Y paCTEHUI MOKHO CUMTATh MPOLIECCHI, CBI3aHHBIE C
oOpa3oBaHueM kcuiieMsl [16, 17].

B nacrosimem 0630pe 00001mar0TCsl pe3ynbTaThl UCCIeqOBaHUN
MPOTEOJIUTUIECKUX (PEPMEHTOB, yYaCTBYIOLUIMX B PETYISLUH U obecIie-
yeHuu npoiueccoB pasButus PKC y pacTenuii, BEI3BaHHBIX OHOTH-
YECKUMH M abMOTHYeCKUMHU (PAaKTOpaMH, a TaKKe HEOOXOAMMBIX IS
HOpMaJIbHOTO pa3BuTHs (Tabnumna). B MeHblIeil cTenenu yaensercs
BHUMAaHHUE NPOTEOIUTHUECKUM (PEepPMEHTaM, YJaCTBYIOLIMM B Pa3BUTHH
crieuuanbsHoro tuna PKC npu ctapeHun opraHoB pacTeHH.

II. QUCTENHOBBLIE ITPOTENHA3bI
BAKYOJIAAPHBIE ITPOLIECCUPYIOIUE ®EPMEHEI (VPE)

[TyGnukanust JaHHBIX O TOM, YTO MPH Pa3BUTUH TUIIEPUYBCTBUTEIHHOTO
oTBeTa TabaKa Ha BUPYCHYIO HH(EKIIUIO, HHIIYITUPYEMYIO BUPYCOM Tabay-
HOW MO3anKH, B TOTHOAIOIINX KJIETKaX BRIABISIIACH Kactasa- 1 -mogqooHas
MIPOTEONUTUYECKAS aKTUBHOCTS [ 18], cTUMynupoBaia akTHBHEIE TOUCKU
(bepMeHTa pacTeHUiA, KOTOPBIH 001a1a1 OBl TAKOW aKTUBHOCTBIO. TeM Bpe-
MEHEM, Y pacTeHHH MTPOAOJKAIIH BBISIBISITH Kaca3a-moAo0HbIe aKTHBHOCTH
npu u3ydeHun pasnoodpasueix TunoB PKC [19]. Oxnako pacumdposka
MOJTHOPa3MEPHBIX TEHOMOB pe3yiuku (Arabidopsis thaliana L.) u puca
(Oryza sativa L.) [20, 21] no3Bosniia 3aKIFOMUTh OKOHYATEIBHO, YTO Y pac-
TEHHI HET TeHOB Kaciia3, KOTOPbIe MOYKHO OBIIIO ObI HACHTH()UIUPOBAT
C MOMOMIBIO MPOCTHIX MHCTPYMEHTOB MOMCKA TOMOJIOTUYHBIX T'€HOB.
[TosTOMY HEKOTOpBIE TPYIIIBI MCCIeq0BaTeNeH c(HOKYCHPOBaIN CBOE BHU-
MaHHE Ha MOWCKaX MPOTEONMTHYECKUX (PEpMEHTOB pacTeHUH, KOTOPhIE
00J1a1a10T Kacma3a-nogoOHbIMU aKTUBHOCTSIMU, HE SIBISSACH OPTOJIOTaMH
Kacras.

[lepBoii naeHTU(GUIIMPOBAHHON TTPOTEHHA30H, YYaCTBYIOIICH B pa3-
sutun PKC u oOGnamaronieii kacrasza- 1 -rmomo0H0M akTUBHOCTBIO OKa3aJICs
BaKyoIIpHBIN Tponieccupyronmii pepment (VPE) [22, 23]. VPE — ato
JIETYyManH-TIOA00HAS IICTENHOBAs MPOTENHA3a, KOTOpasi COTIIACHO KTac-
cu(UKaIIH IPOTCONUTHICCKUX (PepMEHTOB, TIPEACTaBICHHON B 0a3e qaH-



148

A.A.3amamuun (mn.)

Tabnuna. YyacTue npoTeoTuTHYECKUX (pepMeHTOB pacTeHu i
B Pa3BUTHH PeryJHPYyeMoil KIeTOYHOI CMepTH y pacTeHui

= o AKTHBHpPYET
a2 Hupyxrop (1) nim
Tun nporennas z £ Jlokanuzauus PKC cynpecen- CcpLika
° pyer () PKC
1 2 3 4 5 6
Lucmeunosvie npomeunaso
Buornuec- 1 [22, 23,
Kue (haxkTopsl 30-33]
VPE C13 | Bakyons Abuotuuec- i [13-15,
Kue (akTopsl 34-38]
OHTOreHe3 i [39—43]
Brormuec- 1 [59, 60]
Kue (hakTopsl
Memaxacnasbl, Cl4 I{urorurasma, AGHOTIICC- — —
mun 1 SIIPO
Kue (pakTopsl
OHTOreHes3 l [60]
buornuec- 1 [61-64]
Huronnasma, KHe (haKTopbl
Memaxkacna3sul, PO, AMOMIACT, | A6 ryyec- 1 [64, 65]
C14 | mporomiacTsl
mun 11 OTHOIIIX Kue (hakTopsl
KIIETOK OHTOreHe3 1 [47, 57,
66, 67]
Buoruuec- i [99]
Kue (akTopsl
OITP,
CEPI-nooobnuie c1 Abuotuuec- - -
PULIAHOCOMBI,
npomeuHassl anomacr (?) Kue hakTopbl
OHnrorenes i [79, 81,
101-106]
buotuuec- ) [110]
RD21A4-u Tpoussonnpie | KHC thakTophI
XBCP3-nooodnwie| C1 |OIIP, Bakyons, | Abuoruuec- - -
npomeunazol [UTOIIa3Ma KHe (haKTOpEI
OHTOreHes T [111]
buornuec- - -
Bakyous, K#e (aKkTopbl
XCP2-nooobnuvie MIPOTOIIACTHI
Cl Aobuornuec- — -
npomeurasvl HOruommMX
IETOK K#e paKkTopbl
OHTOreHes3 1 [17]
buornuec- 1 [116, 117]
CTB3(CathB)-no- Baxvors KHE QaKTops!
dobnvle npomeu- | Cl YoIIb, AbuorHnuec- - -
arorIacT
Ha3bl K#e aKkTopbl
OHTOreHes i [116]

Oxonuanue maobn. cm. Ha ci. cmp.
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Oxonvanue maoj.

4

6

RD19A4-nooobnele
npomeunaswl

C1

Bakyous, siapo

buortnuec-
Kue (hakTopsl

5
1 [118]

Abuotnuec-
ke (hakTopel

OnTtorenes

1 [119]

SAG12-nodobuvie
npomeunaswl

Cl

Iepudepuuec-
KHE BaKyOIH

buotnuec-
Kkue (hakTopsl

l [122]

AbGuornuec-
Kue (paKTopbl

OnTtorenes

1 [120, 122]

Aymodghacunu
(ATG4)

C54

Iluromnazma

buoruuec-
Kue (haKTopsl

(®) -

Abuornuec-
Kue (haKkTopsl

1™ -

Onrorenes

1™ -

Cepuuoabte npomeunasol

Cyomuauzun-no-
000OHbIE npomeu-
Ha3vl

S8

Huromnnazma,
aroriact

buoruuec-
Kne (haKTopeI

1 [129, 143]

Abunotuuec-
Kue (haKTopsl

Onrorenes

1 [142]

Acnapmamubte npomeuHdasvl

Amunuunsie
npomeunasvl

Al

OI1P

buoruuec-
ke (hakTopsl

Abuornuec-
Kkne GakTopbl

OnTtorenes

[148-151]

Tpeonuuosbte npomeunasvl

Komnonenmuol
npomeacom

T1

uromnnazma,
A0pO

buortnuec-
Kue (paKkTopsl

1 [155]

Abuotnuec-
ke (paKkTopsl

OHTorexes

1 [154]

Memannonpomeuna3zol

Mampuxcnovle
Memannonpo-
meunaszol

M10

Inasmaruyeckas
MemOpana (?),
arrorutacr (?),
OIIP (?)

buoruuec-
kue GakTopbl

Abuornuec-
kne GakTopbl

OHTOreHes

1 [159]
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HbIX enrtugas MEROPS, npunamiexut k cemeiictBy C13, BxoasieMy B
kiaH CD [24]. Kak u mHorue nporeunassl, VPE tpanciupyercs B hopme
HEaKTUBHOTO 3UMOTreHa, coepxariero N- u C-KOHIEBbIE TPOTIETITH/IbI,
KOTOPBIE aBTOKATATUTHYECKH OTIIEIIAIOTCS B MPOIECCE aKTHUBAIMU
¢depmenta. B camom Hauase N-KOHIIEBOTO ydyacTkKa Oejika MMEeTCs
CUTHAJIBHBIN Ientup, Hamnpasjsromuidl VPE B Bakyosb, B KOTOPOH U
OCYIIECTBISICTCS aBTOKATAIUTUUECKUH Tporieccunr [25, 26]. T'omonoru
VPE 1mupoxo pacnpocTpaHeHsl y IPeICcTaBUTENEH HapcTBa paCTEHUN U
00HapyKHMBAIOTCSI KaK Y MXOB M TIallOPTHUKOB, TaK U Y BBICIIMX pacTe-
HUH. Y JKUBOTHBIX TaKxke oOHapyxeH romonor VPE, u3BecTHBIN Kak
acnaparuHoBast dHponentuzaza AEP [27, 28]. B renome A. thaliana
conmepxutcs rensl ueteipex VPE: aVPE, BVPE, yVPE u oVPE. Ilpu
aTOM 3Kcnpecuus a VPE uyVPE netektupyercs B BEreTaTUBHBIX OpraHax
pacTeHwuii, B To Bpemst Kak 3 VPE skcripeccupyercst B SMOpuoHax, a o VPE
npu 00pa30BaHUN CEMEHHOU KOXKYpHI [27, 28].

Konnanc Bakyonu, ununuupyemsli VPE, BoicTynaer B kauecTBe
OJTHOTO M3 KITFOUYEBBIX (hakTopoB mpu pazsutuu npomeccoB PKC y pac-
TeHuid. K HacTosmeMy BpeMEHH MOIy4YeHbl AaHHbIE 0 TOM, 4YTOo VPE y
pacTeHuii NpUHUMAET yJacTHe B PA3BUTHH CAMBIX Pa3HOOOPa3HBIX THITOB
PKC, B TOoM umcIte, BRI3BAaHHBIX OMOTHICCKIMH U a0MOTHICCKIMHE (hak-
topamu. Kpome Toro, 66110 mokazano, uro VPE BoBieueH B Mpormeccs
PKC, obGecmeunBaronue HopManbHOE pa3Butue pacteHus [28]. VPE
MPUHUMAET y4acTHE B MPOIECCE PA3BUTHS THUIEPUYyBCTBUTEIHLHOTO
OTBETa, MHIYIIMPOBAHHOTO BHUPYCOM Ta0AuHOM MO3aMK{ B PACTEHHUAX
Tabaka, HECyIINX TeH YCTOWYMBOCTH N, CTUMYJIUPYS paciaji BaKyollH,
¢parmenranuo JJHK u dopmupoBanre HekpoTudeckon peakiuu [22,
29]. VPE Taxxe, BoBiedeH B MOP(HOIOTHIECCKU CXOTHBIC MPOIIECCHI
pasButust PKC, nHynnpoBaHHOl ApYyrUMHU BUpycaMu, rpubaMu, Oakre-
pusMu 1 ux TokcuHamu [23, 28, 30-32]. OTaensHO caeayeT OTMETHTD,
uyro VPE Takxke npuHHMaeT ydactue B pazBuTiu ocodennoro tuna PKC,
WHIYKTOPOM BO3HHKHOBEHUS KOTOpoH sBisiercst ctpecc DIIP, pa3su-
BAIOIIMICS B pe3yJbTaTe B3aUMOACUCTBHI KIeTOK A. thaliana ¢ rpubom
Piriformospora indica [33]. Kpome Toro, VPE y4actByer B pa3Butuu
PKC, uanyuupoBanHoOil psaaoM aOnoTuyeckux (PakTopoB, TAKHX Kak
TerIoBo ok [15], coneBoit crpece [14, 34], okucnutenpHbIi cTpece
[34, 35], YD-ob6nyuenue [ 13] u Bo3aelicTBue MeTaiuioB [36—38], a Takxke
PKC, pa3BuBaromeiicst B mporeccax OHTOI€HEe3a U CTapeHus, TaKuX Kak
(bopMupoBaHKEe CEMEHHON KOXKYPBI [39], ru0esnb KJIETOK OKOJIOIUIOJHUKA
U Hyuesuitoca B cemsizadatke [40, 41], mpu crapeHuu nuctbeB [42] u
nernecTkoB [43].
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Hecmorpst Ha 10, uto VPE BhICTYNaeT B KAUECTBE BAXKHOI'O yUYaCTHUKA
IIPOLIECCOB PA3BUTHSI HEKOTOPBIX TUIIOB KJIIETOYHOM CMEPTH Y PACTEHUH,
cyOcTpathl 3TOro (hepMeHTa, paciieruiiemMbie UM B xoje pa3Butus PKC Tak
U ocTraroTcs (haKTHUECKU Hen3BeCTHBIME. [109TOMY /enaTh 3aKiitoueHue
o toM, uro (pynkuun VPE y pacrenuit u QpyHKIMM Kacmas >KUBOTHBIX
CXOJIHBI, HECKOJIBKO IIPEKIEBPEMEHHO.

METAKACIIA3bBI

TobKO MCIOJB30BaHUE CHEHUAIBHBIX METOJI0B OMOMH(POPMATHKH
MO3BOJIIIIO OOHAPYKUTH B TCHOMAaX PACTCHUN T€HBI OYCHB OTIAJICHHBIX
POJCTBEHHUKOB Kacma3 — MeTakacmnasbl [44]. Cpa3y nmociie myOnukanuu
PE3yABTaTOB ATOTO MOUCKA HECKOJIBKO UCCIIEIOBATEILCKUX TPYII OJTHO-
BPEMEHHO CTaJIH aKTUBHO M3y4YaTh METAKACIIa3bl PACTEHUH C IIENIBIO TTOKA-
3aTh UX (PyHKIIMOHAIBHBIE CXOJICTBA C KacnazaMu. OJJHaAKO BCKOPE BBISIC-
HUWJIOCH, YTO CyOCTpaTHasl CEIU(PUIHOCTh METaKaca3 MPUHIUITHAIEHO
OTJIMYAeTCs OT TAKOBOW Yy Kacma3: MeTaKacla3bl OKa3ajduch aprUHUI/
TU3WI-CHeNU(QUIHBIME SHIONIENITHIA3aMH, B TO BpEeMsl KaK KacIasbl — 3TO
acrnaprar-cueunpuuHble IpoTeonuTuieckue Gpepmentsl [45-47].

MerTaxkacmassl SBISIOTCS IUCTEMHOBBIMH IIPOTENHA3AMU U, COTTIACHO
KJTacCH(PUKAIUNA TPOTEOTUTHIECKUX (PEPMEHTOB, NPEICTABICHHON B
0aze mannwix nerntunaz3 MEROPS, npunannexar x cemeiictey Cl4,
BxojsameMy B kinaH CD [24]. Kak u kacmaszbl, METaKacmasbl COCTOST
n3 6ombimoit (p20) u manoit (pl10) cyopenuanm. Takxke kKak U y Kacrmas,
katanmutuaeckre His u Cys meTakacmas pacroyiokeHsl B 00Jb1oi p20
CyOBEIMHUIIE, B TO BpeMsl Kak Masiast cyobequHuIa p 10 mprHUMaeT yaactue
B 00pa3zoBaHUM CyOCTpaT-CBI3bIBarONIero kapmana [48, 49]. Merakacmassl
pacTeHUl MoApa3AeISItOT Ha JIBa OCHOBHBIX THIA. MeTakacnassl Tuna [
YacTO COMEPIKAT MOTIOTHUTEIBHBIH N-TepMUHATBHBIA TIPOITHH-00TaThINA
MIPOJIOMEH, B KOTOPOM TaKKe UMEETCSI MOTHB IIMHKOBOTO TTaJTbITa. B cBOIO
ouepelib, y npeacrasuteneil 11 Tuna merakacna3 N-KoHIIEBOIM TPOJOMEH
BCErJa OTCYTCTBYeT, HO, B OTiMuYMe oT Merakacmna3 | tuma, p20 u pl0
CyObeIMHUIIBI pa3IeJIeHbI THHKEPHOU MOCIeN0BaTeIbHOCTRIO [48, 50]. Y
MpeJCTaBUTeNICH PUTOIIAHKTOHA OBUIN OTIMCAHbI METAKACIIa3bl, 00beI1-
Hennble B vl [11. XapakTepHoi 0COOEHHOCTBIO TAKUX METAaKAaCIIa3 CITY)KUT
TOT (haKT, 4TO, B OTIMUKE OT MeTakacrna3 TuroB I u II, y aHux p10 qomen
pacronoxeH Onmxe K N-TepMUHAJIBHOW 4acTH Oellka, B TO BpeMsl Kak
p20 — x C-tepMunansHOit [51].

T'enomBbl pacTeHUil copepsKat, Kak MPaBUIO, OKOJO JAECSTU T€HOB,
KOJIMPYIOIIMX METAaKacHasbl, XOTS Y HEKOTOPHIX BHUJIOB 3TO KOJIHYECTBO
MoOXeT gocturarth neaanatu [50]. B renome y 4. thaliana Takux TeHOB
NIeBSTh: TpH rena it Metakacas [ tuma (AtMC1-AtMC3) u mecTs reHOB
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st metakacnas Il Tuma (AtMC4-AtMC9), u Bce IeBATh TEHOB DKCTIPEC-
CUPYIOTCS B pa3jIMYHBIX TKaHAX pacTeHus [44, 48].

Co3zpeBaHne MeTakacmas, Kak ¥ MHOTHX JPYTHUX IUCTEMHOBBIX IH/I0-
MeNTH a3, TPOUCXOJUT B MIPOIECCE aBTOKATATUTHYECKOTO PACIIETIIICHHS
3uMoreHa. OJHaKO aBTOMPOTEONUTUYECKUN THAPOJIN3 MeTaKacmas, 3a
PEIKHM HCKIIOUeHHEM, oka3biBaeTcs Ca’*'-3aBUCHMBIM mporieccoM [45,
47, 52]. bonee Toro, kak ObLIO MOKa3aHO I MeTakacmasbl AtMC4,
caiitel paciieruienus npu Ca?'-MHAYIHPOBAHHOM aBTOKATAIUTHYECKOM
MPOTEOJIN3E MOT'YT HECKOJIBKO BapbUPOBATh B 3aBUCUMOCTHU OT YCJIOBUI
npoBeneHus peakuuu. [Ipeanonaraercs, 94To 3TO OTpa)kaeT HaIUYUE
CIELUAIBHOTO MEXaHM3Ma, KOTOPBIH Ha CTAANN aKTUBALUU IPOTCHHA3BI
Croco0eH YCHITMBATh WIIH OCTIa0sATh aKTHBHOCTH 00pa3yeMoro epMeHTa
[53, 54]. Eme onHUM perynsaTopoM akTHBALMK METaKacla3 MOXET CITy-
*uTh okcua azora (NO). /s metakacmazsl AtMC9 Obia moka3aHa Bo3-
MOYKHOCTb S-HUTPO3HIUPOBAHHS KaTamuTHueckoro Cys, KOTOPOe MOKET
OBITH pe3ynbTaroM u30bITKa NO, 9TO MPUBOAUT K MHTHOUPOBAHHIO aBTO-
KaTaJIUTUIECKOM akTuBanuu Gepmenra [55].

BuyTpukieTouHas jJoKamu3anus MeTaKacra3 MOXET HECKOJIbKO
BapbHPOBATH B 3aBUCUMOCTH OT KOHKpPETHOTO (hepMeHTa, HO, KaK IIpa-
BUJIO, 3TH MPOTEHUHA3BI MOXHO OOHAPYKUTHh B IUTOILIA3ME /WU sifIpe
KJIeTOK [56]. KpoMe Toro, kKak OBUTO TTOKA3aHO IS METaKacIasbl eld
mcll-Pa, B mpomnecce pazsutrus PKC BHyTpHUKIIETOUHAS JTOKATH3AITUS
(dhepMeHTa MOXKET M3MCHATHCS: Ha HadalnbHBIX cramusx PKC depment
oOHapyKHBaeTCs B ITUTOIIa3Me, a Ha Oosiee Mo3aHuX — B sizpe [47]. Mera-
Kacmaza A. thaliana AtMC9 kpome sapa U IIATOILIA3MBI KJICTOK TaKKe
oOHapy>xrBaeTcs B aroruiacte [57, 58].

HUccnenoBanust Merakacras pacTeHUH MTOKa3aiu, 4TO 3T (EepMEHTHI
SIBJIAIOTCSI KJTFOYEBBIMU PETYIIATOPAMHU M YYaCTHUKAaMH Pa3BUTHS IIPOLIECCOB
PKC, unaynupoBaHHO# caMbIMH Pa3HOOOpa3HBIMK CTHMYJIAMH, TAKUMH
KaK BO3JICHCTBHE OMOTHYECKUX U a0OMOTUYECKUX (PAKTOPOB, 8 TAKKE
npu PKC, neoOxogumoi st obecredeHus HOpMaabHOTO Pa3BUTHSL.
Bbruio nokaszano, uto Merakacnasza tuna | AtMCI1 yyactByer y 4. tha-
liana B aKTMBallM TUTIEPUYBCTBUTEIBHOIO OTBETA HA UH(EKIIUIO, BbI3-
BaHHYIO oomuiieToM Hyaloperonospora arabidopsidis niu Gakrepueit
Pseudomonas syringae, B To BpeMs Kak apyras Merakacrasa tumna |
AtMC2 B 3ToM mpoluecce nmposiBIseT cBolicTBa aHTaronucta AtMCI1
[59]. YuutsiBas, uto AtMC2 cayXHUT PeryiasiTopoM, OJOKHPYIOLIUM
passutue PKC, ciienyeT 0cCOOEHHO MO J4epPKHYTh, YTO, B JAHHOM CIIy4ae,
Takas QyHKIUs (pepMEeHTa OKa3ajiach HE CBSI3aHHOH C MPOSBICHUEM UM
NpOTEeOaUTUYECKON akTUBHOCTU [59, 60]. Ilo3ke BBIICHUIOCH, YTO U
AtMCI1 MoxeT Takxe MpensTcTBOBarh pa3Butuio npoueccos PKC, T.k.
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ObUT0 TOKa3aHo, uTto Merakacnaza AtMC1 aBnsercst pakTOpoM BBIKH-
BaeMOCTH KJICTOK IPH Pa3BUTHH MPOIeccoB crapeHuu [60]. B oTBeT Ha
uH(EKIINIO, BbI3bIBaeMY0 Xanthomonas campestris y Capsicum annuum
L., ycunuBaercs axcnpeccusi reHa Merakacnasbl-9 (CaMC9). CaiinencuHr
rena CaMC9 npuBOAUT K CYIIPECCUH Pa3BUTHS aTOr€H-UHAYIUPOBAHHOMN
PKC, B To Bpems kak oBepakcipeccus reHa CaMC9, Hao00poT, TOBBIIIACT
BEPOSATHOCTb PA3BUTHSI MHTEHCUBHBIX MPOSIBJICHUH KiieTouHol cMepTH [61].
Meraxkacnassl nmenuisl TaMC4 u Nicotiana benthamiana L. NbMCA 1
Takke yyacTByeT B mpoueccax PKC nmpu pa3BUTHHN 3alIUTHBIX peakuit
pacTeHus B OTBET Ha MH(EKIMIO MIICHHIIBI, BEI3BAHHYIO TpOOM Puccinia
striiformis, 1y B OTBET Ha MH(EKLUIO Tabaka, BbI3BaHHYI0 rpudom Col-
letotrichum destructivum wnm Oaxtepueir P. syringae [62, 63]. Hokayt
MeTtakacnassl Il Tunma AtMC4 npuBOIUT K MOHWKEHUIO YyBCTBUTEIEHOCTH
MmyTanTa kK uaaykunu PKC, BbI3BaHHON MUKOTOKCHHOM (hyMOHHM3UHOM B1,
a TaKKe MHIYKTOpaMH OKHCIUTEIBHOIO CTPecca, B TO BPEMs KaK OBEp-
sKcTpeccus reHa epMeHTa, Hao0OPOT, TOBBIIAET YYBCTBUTEIBHOCTD
pactenust K 3TuM uHaykropam pazsutus PKC [64]. Osepakcnpeccus
re”a metakacnasbl AtMCS8 ctumynupoBania, a cailiieHcunr rena AtMC8
cynpeccuposain pa3sutue PKC, nnnyuupoBannyo YO-u3nyuyeHueM uin
TIePEKUChI0 BOIOpOIA B IIpoToriacTax [65]. Metakacmasa e mcll-Pa,
C O/IHOW CTOPOHBI, AKTUBUPYET IIPOLIECCHl ayTodaruu, KOTOpble He00Xo-
IUMEI 1715 3ammycka poreccoB PKC B xoze TepMuHamsHOM nuddepeHim-
POBKHU KJIETOK CYCIICH30pa 3MOPHUOHA, a, C APYrOil CTOPOHBI, IPUHUMAET
yuactue B mambHelmem paszsutuu PKC [47, 66]. Jlokanusyschk BO
BHEKJIETOUHOM IPOCTPAHCTBE, MeTakacmaza AtMC9 MOXET SBIATHCS
sdpexropom paspurus PKC, T.x. ciocoOHa BeimieuiaTe u3 O0enka GRI
11-3BEeHHBIH MTENTH, KOTOPHIH, CBA3BIBASICH C MEMOPAHHBIM PEIIETITOPOM
PRKS, uannumnpyert pazsurue PKC [67]. Kpome Toro, ogHol n3 QyHKIMH
cekperupyeMmoit Merakacna3sl AtMCO oka3zanace aerpajganusi couep-
JKUMOTO KJIETOK KCHJIEMBI ITOCJIe pa3pbiBa B HUX LEHTPaJIbHON BaKyoJIH.
Takum 00pa3zom, MOKHO YTBEPIKAATh, YTO B TOM cliydae pyHKIHMOHATbHAS
poIb pepMeHTa MPOSIBIISICTCA YKe Tocie GakTa KISTOUHOU cMepTH [57].
[TpumeuareneH Takxke TOT GakxT, 4to y A. thaliana MOXKeT 3KCIIpeccupo-
Barbcsl TeH OenkoBOro MHruOuTopa mMerakacrnassl AtMCY — AtSerpinl,
OENKOBBIM MPOAYKT KOTOPOI'O OJHOBPEMEHHO CIYXHUT U CyOCTpaTroM
AtMC9, T.k. mpex e, 4eM 00pa30BaTh KOBAJICHTHYIO CBS3b C (DEPMEHTOM,
HEoOpaTUMbI MHTHOUTOP U3 CeMEHCTBa CEPIUHOB IOJIKEH OBITH
pacuienyieH npotenHasoi [68]. OgHako Gpu3noIOrHuecKas pojib TAKOTro
narnoupoBanus AtMC9, B wactHocTH, B PKC noka He uccnenoBana.



154 A.A.3amamuun (mn.)

Kpome AtSerpinl x HacTosimieMy BpEeMEHH HIACHTHQHUIIUPOBAHO
HECKOJIBKO JIECATKOB cyOcTparoB Merakacnassl AtMC9 pacrenmii [58].
OnHako GpyHKIMOHAITBHAS POJTB TIPOTCOTUTHIECKOTO PaCIICTUICHHS, KaTa-
muzupyemoro AtMC9 in vivo, GbIya MOKa3aHO TOJBKO JUISI OHOTO — JIJISt
dochoenonmupysar-kapookcukuuassl 1 (PEPCK1), kotopas npeacras-
JisieT co0O0M OJIMH U3 KITFOYEBBIX (DEPMEHTOB, 0OCCIICUUBAIOIINX [TFOKO-
HeoreHe3 y pactenuil. Bersicuunocs, uto npoueccunr PEPCK 1, katanu-
supyemblii AtMCY, NpUBOJUT K YCUIICHUIO aKTUBHOCTH 3TOTO (pepMeHTa
[58]. K coxanenuro, aHamu3 HACHTU(PUIUPOBAHHBIX CyOCTpaToB MeTa-
kacnaszbl AtMC9 noka He MO3BOJISIET CAeNaTh KaKKe-In00 3aKIII0UeHHS O
Mexanusmax pa3Butust PKC, B koropeix npuaumaet yuactue AtMC9.

[pu pazsutun PKC npu TepmunanbHol quddepeHInpOBKe KIECTOK
cycreH3opa 3MOpHoHa e ObUT 0XapaKTepH30BaH (HU3HOIOTHYECKHUH
cyoctpar metakacnassl mcll-Pa. im okasancs 3BOMOIIMOHHO-KOHCEpBa-
TUBHBIM MHOTOQYHKUHOHANBHBIA Oestok Tudor-SN [69]. I'ensr Oenka
Tudor-SN 3akoqupoBaHbl HE TOJBKO B TEHOMAaxX PACTEHHM, HO TaKXKeE B
TEHOMax YeJIOBEKa M >KUBOTHBIX, a OCJIKOBBIA MPOIYKT, SBISSICH KOM-
MOHEHTOM MHOTHX PHUOOHYKJIEONPOTEHIHBIX KOMIIJICKCOB, BOBJICUYEH B
LeIbli P GyHKIHMOHAIBHBIX IPOLIECCOB, CBA3AHHBIX C TPAHCKPHUIILIKEH,
cmiaiicuarom, PHK-uaTepdepenmueit, penakrupopanrem PHK, a Taxoke
nporeccamu aerpananuu PHK [70-74]. Tem uHTEpECcHEE 0Ka3aloCh TO,
4yTO B KJeTkax uesnoeka Tudor-SN mpu pa3sBuTHH amonTos3a siBIISETCS
cybcTparom kacmasbl-3 [69]. [Ipu 3ToM Kak B ciIydyae pacTCHHA, TaK U B
ciydae >KMBOTHBIX MPOTEOIUTHUECKOe paciieruieHne oemka Tudor-SN
MPHUBOJMUT K €ro MHakTuBaluu [69]. HenaBHO BBIICHHIIOCH, YTO OOLIUMH
cyOcTpaTaMy ¢ KacrazaMy )KHUBOTHBIX 00J1a/1al0T HE TOJIBKO METAaKaCIa3bl
pacTeHHii, HO TakKe W MeTakacrasbl rpu0oB. Tak, MeTakacnasa rpuda
Podospora anserina PAMCA 1 criocoOHa pacierisith in vivo Tako# Kitac-
cuveckuii cyocrpar kacnas, kak PARP [75]. [lyOnukanus 3TuX TaHHBIX
B0O300HOBHJIA TUCKYCCHIO O TOM, SBJISIFOTCS JIU METaKacrasbl KacrazaMu.
Psn nccnenosareneil cXonuTes Ha TOM, YTO METaKaclas3bl MOYKHO CUUTATh
(yHKIMOHAJIBHBIMU aHAJOTaMK Kacmas, a myTH pa3zsutusi PKC HacTonbko
KOHCEpBaTUBHBI, 4TO 00mue yeptsl pazsutus PKC MoxxHO mpocnenutsb
JlaKe y PeCTaBUTeNeH Pa3IMUHbIX LAPCTB JKUBBIX OPraHU3MOB.

IMATTAMH-IIOJOBHBIE ®EPMEHTbBI

[To MexaHW3My Karaiu3a MarnauH-MOJA00HbBIE YHIONCITH/IA3bI OTHOCST
K [IUCTEUHOBBIM MPOTEeMHAa3aM. B cOOTBETCTBUH ¢ (PUIOTCHETUYESCKUMU
ocobeHHocTsIMH nananH-nogooHsle C1A mpotennassl (cemelictBo Cl,
kiaH CA) otHOCAT K pepMeHTaM, ogo0HbIM L-, B-, H- u F-xarencunawm,
HMMEIOIIUMCS Y )KUBOTHBIX [24, 76].
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[NammanH-nomo0HbIE MPOTENHA3BI — OTHOCHTENILHO CTA0MIbHBIC OCIKH.
Onu 9acTo 0OOHAPYKUBAIOTCS B JOCTATOYHO arpECCUBHBIX CPeax, TAKUX
KaK COZIEP>KUMOE arloIiacTa, BaKyoJiel U TU30coM [77]. DTu mpoTenHasbl
MPEJICTABIISIOT COO0H TIIO0YIISpHBIE OCIKHU, COCTOSIINE U3 IBYX JIOMEHOB,
B3aMMOJICHCTBUSI KOTOPBIX MPHUBOAAT K 00pa30BaHUIO KapMaHa. DTOT
KapMaH CIIOCOOCH CBS3BIBATH CyOCTpaThl PepMEHTOB, U UMEHHO B HETO
TPaHCIOLUPOBAHbI PaJHKaIbl KATATUTHUECKON TPUa bl aMUHOKHCIOTHBIX
ocrarkoB: Cys, His u Asn [78].

AxtuBHOCTh ¥ crnerudpuunocts C1A menTusaj pacTeHui in vitro
JOCTAaTOYHO MOAPOOHO MCCIEI0BANACH C TIOMOIIBIO PAa3JIMYHBIX TECTOB
C MCIIOJIb30BaHUEM OCJIKOB, ()IIyOPOreHHBIX CHHTETHYECKHUX MENTHIHBIX
cyOCTpaToB, a Takke MEeNTHIHBIX HHruOuTOpoB. Kpome Toro, akTuBHO
pa3BUBaOTCSl OMOMH(OPMATHUECKUE METO/BI, TO3BOJISIOLINE TPOBOANUTH
MO/ISIIMPOBAHNE MOJICKYJISIPHBIX B3aUMOJICHCTBUI DHJIOMENTHIA3 C UX
cyoctparamu. M3 nMeromeiics Ha JaHHBI MOMEHT HH()OPMAIIHHU CIIE/YET,
YTO TMaranH-mo00HkIe TPOTENHA3HI PACTEHNUH 00J1a1at0T OTHOCHUTEIHHO
HU3KOH cHenupuIHOCThI0. TeM He MeHee, Ha OCHOBAaHUM PA3IIMYHBIX
paboT, MOCBSIIEHHBIX HCCIEIOBAHMAM CyOCTpaTHON crienu(puIHOCTH
STHUX MENTH/A3, aBTOPHI IPUXOIAT K BEIBOAY O TOM, YTO CyOCTpar mpe-
MOYTUTENILHO JIOJDKEH UMETh B o3uliuK P2 HenosipHbId, BKiIto4as Pro,
WIJTA apOMaTHYECKUI aMIHOKHCIIOTHBIN OCTAaTOK, a, B HEKOTOPBIX CIyYastX,
aMHUHOKHCIIOTHEIN ocTaTtok Arg [79-83].

J1s momaiaHyst B ONpeieieHHbIe BHY TPUKIIETOYHBIC CAThI JIOKAIH3a-
uH penpodepMeHThl POTEHHA3 COJEPKAT CHTHAIBHBIC TICTITH/IBI, B
TO BpeMs KaK HaJIM4Ke ayTOMHTHOUPYFOIIEro MPOIOMEHa MPEISTCTBYET
npexJeBpeMeHHor aktuBanuu ¢pepmenta [80, 84]. B xone Tpancsn
MOJIMIIENTH/IHAS [IeNb HEAKTUBHOTO MpoQepMeHTa MonaiaeT B JIIOMEH
OI1IP, mocune uero 6ombinas yacts C1A nporenHas yepes Tpanc-1 oabIKu
TMIOTAIACT B BAKYOJIb, TH30COMBI, WJIA CEKPETUPYETCS B aroruiacT [76]. B To
ke Bpemst C1 A mporennassl, cofeprxaiine C-KOHIIEBOI CUTHAJI BO3Bpara
B DIIP K/HDEL, mMoryT ObITh HampaBieHBI B JIpyrue KOMIIAPTMEHTHI,
HanpuMep, B TaKHe CIEeIHaIu3MpOBaHHbIC KOMIIAPTMEHTHI, KaK PUIH-
HOCOMBI, KOTOpBIE SBIsIFOTCS ipousBogubiMu JIIP [79, 85, 86]. B ganb-
HeHIeM OTIICIICHHEe MPOJOMEHA MOXET MPOUCXOANTH, KakK in Cis 3a
CUET BHYTPUMOJICKYJSIPHBIX B3aUMOJCHCTBUHN, TaK W in trans 3a cyer
MEKMOJICKYJSIPHBIX B3auMozeiicTBuil. Kpome Toro, mmerorcst JaHHble O
TOM, 4TO HPOJOMEH MOXKET OTILEIUIATHCS APYTHMH MPOTEUHA3aMHU, YTO
MO3BOJISIET MPEANOaraTh, YTo MananH-TOA00HbIE MPOTEOIHTHYECKIE
(hepMEeHTBI MOTYT BBICTYTIATh B KAYE€CTBE YUYACTHUKOB MPOTEOTUTUIECKUX
kackajioB [80, 87].
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OTIHIUTETFHON 0COOEHHOCTHIO MAManH-TIOJO00HBIX MPOTEHHA3
pacTeHUi OT MHOTHUX IPYTHX MPOTCOIUTHICCKUX (DEPMEHTOB, MPUHIMATO-
IUX ydacTue B mporeccax passutus PKC, sBisiercst To, 9To 4711 HEKOTO-
PBIX U3 3TUX (DEPMEHTOB U3BECTHBI IPUPOIHBIC 00PATUMBbIC HHTHOUTOPHI
MENTHIHOW MPUPOJIbI, B YACTHOCTH, IIUCTATUHBI PACTCHUH. DTH OCJIKH
CIOCOOHBI B3aUMOJICHCTBOBATH, B IIEPBYIO OUYEPE]lb, C IPEACTABUTEIISIMU
cemeiicTa nanauH-mofao0HpIX C 1A 1McTenHOBaX MPOTEHHA3, a caMy (PUTO-
LUCTAaTUHBI BBIJACISIIOT B OTJCIBHOE MOACEMENCTBO BHYTPU CEMEHCTBA
UCTaTUHOB [24, 76]. Kak npaBuiio, 1UCTAaTHHBI paCTEHUH IPEACTABISAIOT
c000H OTHOCHUTENHHO HEOOBIINE OEIKH C MOJIEKYIAPHOH Maccoi 12—-16
k/la. VI3BeCTHBI TaKkKe U BHICOKOMOJIEKYIISIpHBIC (DUTOLMCTATHHBI C MOJIC-
KyJsipHOH Maccol 85—-87 k/la, comeprkaliye cpa3y HECKOIBKO IIUCTATH-
HOBBIX JoMeHOB [88—91]. Kpome Toro, B sKkcriepuMenTax in vitro ObLIo
MO0Ka3aHO, YTO JIJIsl KHTHOMpPOBaHus ieryManH-1io100Hbex C13 nentumas y
(UTOIMCTaTHHOB MOXKET MPHUCYTCTBOBATH JIOTIOTHATENBHBINA C-KOHIIEBOU
Y4acTOK, B pe3yJbTaTe 4ero MOJIEKYIspHas Macca TaKoro Oellka MO)KET
nocturare 23 x/a [92, 93]. Kak ykassiBanocs Bbilie, VPE oTtHOCUTCS K
ceMelicTBy McTenHOBBIX C13 mentuaas, Ho MOKa HET JAHHBIX O BO3MOX-
HOCTH peryssinuy akTuBHOCTH VPE ¢ TOMOTIIBO OeTKOBBIX POTEMHAZHBIX
uHTHOUTOPOB. Ellle OTHIM MenTH/THBIM HHTHOUTOPOM MAITanH-TI0T00HBIX
C1A nucrenHOBaxX MPOTEWHA3 CIYXKHT ITPEICTABUTEh CEMENCTBA CePITH-
HOB — AtSerpinl, cnocoOHbIi HHTHOMpPOBATh MpoTenHazy RD21A[94, 95].

[IpenpodepmenTsI MananH-mo00HBIX TPOTENHA3 PACTEHUH BCeraa
cOCTOAT U3 N-KOHIIEBOTO CHTHAJIEHOTO TICITHIA, TIPOIOMEHA F TIPOTEOJTH-
THUYECKOTO JIOMEHA, COIEPIKaIlero KaTalTnTHYECKY IO TPHALY, COCTOSIITYIO U3
Cys, His u Asn. CieninabHo Jiist pacTeHUN PEIIOKEHA TOMOTHUTEIbHAS
KJ1accuuKalus nanauH-noo0HbIX nmporernHas [80], yuuTeiBaroIias
O0COOCHHOCTH CTPYKTYP MPOTEOTUTHICCKUX (DEPMEHTOB PACTECHHIA, TAKHUX
KaK, HallpuMep, HATUIHE OTIOTHUTEIBHOTO C-KOHIIEBOTO IPaHyTMHOBOTO
JIOMEHa, IPOMH-00raroro fomMeHa, C-KOHIIEBOTo CUrHasia Bo3Bpara B JI1P
(K/HDEL), curnana nokanu3zauuu B Bakyoin NPIR B Hauane npogomena
1 HEKOTOpbIX apyrux [79, 80, 96]. Takas knaccudukanus BbLICISICT Y
pacTeHHl JIeBATh MOJCEMEICTB MaranH-moa00HbIX nporenHas [80]. K
HACTOSIIEMY BPEMEHU HAKOMIWIUCH TaHHbBIE, TOATBEPIKIAIOIINE YIACTHE B
passutun paznuunbix TUNoB PKC npencraBureneit, kKak MUHUMYM, CEMU
noncemeiictB (CEP1-, RD19A-, RD21A-, XCP2-, XBCP3-, SAG12- u
CTB3-nono0HBIX mpoTenHas). B To e BpeMs moka He cooO0IIanoch
0 KakoW-nmubo crenuanbHOU ponu B pa3Butuu PKC nanmH-mogo0HBIX
MpOTenHa3, OTHOCcAIMXCs K nojcemeiictBamM AALP- u THI1-monoGHbIx
(hepMeHTOB.
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CEPI-nodobHvle npomeunasvl

OTmmauTenbHas 0cOOEHHOCTH MpezicTaBuTeel nogcemerictea CEP1-mo-
JOOHBIX MpoTenHa3 — Hajmuuue C-KOHIIEBOro curuaia Bo3para B DIIP
KDEL. UuTepecHo, uto rensl, romonoruunbie KDEL-copepxaiium npo-
TEHWHAa3aM PaCTEHUH, OTCYTCTBYIOT B TCHOMAX JPOXIKEH U dKUBOTHBIX [ 80,
97]. Umeromuiics y npoTenHa3 curuai Bo3spara B DIIP Bo MHOTHX city-
qasx CIy>KUT IPUYUHOM TOTO, 4TO (pepMEHTHI ONAIAI0T B CIICLIMAJIbHBIE
CTPYKTYPBI — PULITHOCOMBI, KOTOPBIE SIBISIOTCS Mpon3BogHbIMH DIIP, HO
OTZEJICHBI OT HEr0. PULIMHOCOMBI HE CIMBAIOTCS ¢ EHTPAJIbHOM BaKyOJIbIO,
HO Tipu pa3sutTin nporeccoB PKC pazpymmatorcs, BRICBOOOXK 1251 HAXOIs-
IUecs B HUX TPOTEWHA3bI U THApoIassl [81, 85, 98]. [Ipu dnoTmaeckom
crpecce nporennHa3a CEP1 y A. thaliana naxanmBaetcs B DI1P u, 6oee
TOTO, IIPEAIOIATaeTCsl BO3MOXKHOCTh €€ JaJIbHEHIIEro BEICBOOOKAECHUS
B amorutact [99].

Hns muOornx mpeacraButeneit moacemeiictBa CEP1-mogo0HBIX
NpoTerHa3 ObIJIO MOKa3aHo, YTO OHM y4acTBYIOT B pazputuu PKC y
pasnuunbix pactenuii [100, 101]. Haubonee u3yueHsl mpencTaBUTeIIn
aTOTO TonceMelicTBa — mpotenHassl A. thaliana CEP1, CEP2 u CEP3,
KOTOpBIE DKCIPECCUPYIOTCS B KOPHSX, CTEOJAX, IIBETKAX M 3€JIEHBIX
cTpyukax pacrenus [97]. B oTBeT Ha OMOTHUYECKHI CTPECC IKCIPECCHIO
CEPI1 rTakxe MOxHO HaOmtonarh U B Jucthsix [99]. K Hacrosemy
BpEMEHH TMOAPOOHO OXapaKTEpPH30BaHO YYacCTHE 3TOM MPOTEHHA3bl B
Pa3BUTUU PETYIUPYEMON CMEPTH 3MUEPMAIBHBIX KJIETOK, BbI3BAHHON
nHpeknuen ackomuueta Erysiphe cruciferarum [99], a Taxke ydactue
nporenHassl CEP1 npu passutuu PKC B Xozme co3peBaHus MBUIBIEBI B
KJIETKaX TaneTyma — CIEeIUaIbHOTO CJI0s, BEICTUIIAIOIIEr0 CIIOPaHTUU 1
nelIbHUAKA [ 101]. beuto BesiBIEeHO yuactue nporenHassl CEP2 B pazButun
PKC npu hopmupoBanus kopHeBoro yexsuka [81]. Kpome Toro, y npy-
rux BuaoB pactenuit KDEL-copepskaiiue nporenHasbl y4acTBYIOT B
passutuu PKC nipu crapenuu nenectkoB nuneitauka (Hemerocallis sp.)
[102], mpu o6pazoBaHMM KOXKYpBI ceMsiH opxueit (Phalaenopsis sp.) [103]
u Jatropha curcas L. [104], pu pa3sutun PKC B sHgocnepme Ricinus
communis L. [79], tomaroB [105] u J. curcas [104], a Tak»xe B NbIIbHUKE
tomatoB [106]. Cnenyer moguepkHyTh, uTo HekoTopble KDEL-conep-
KalMe SHAOMIENTHIa3bl OKa3aIUCh CIIOCOOHBIMH PACILEIUIATH OOraThIi
OKCHUIIPOJIMHOM IVIMKONIPOTEU] 3KCTEH3HH, SIBJISIOMINNCSI KOMIIOHEHTOM
KJICTOYHOW CTEHKH pacTeHuit [97].

Taxum 06pa3om, K HACTOSAIIEMY BPEMEHH HAKOITHIICS OOJIBIIIOHN JKCITe-
PUMEHTATLHBIA MaTeprall, CBUICTEILCTBYIOMNNA 00 yIaCTHHU MPOTEOITH-
tnaeckux CEP1-nmonoOHbIX pepMeHTOB B pa3BuTHe pa3Hbix TUIIOB PKC,
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B ToM uncie, PKC, obecneunBaromield HOpMabHOE pa3BUTHE PACTEHUS,
a TaKKe 3alIUTY OT HaTOTCHOB.

RD21A4- u XBCP3-noo0obHble npomeunasvl

[Ipoteonurnyeckue hepMEHTHI, OTHOCSIIMECS K rmojicemericTBaM RD21A-
n XBCP3-nogo6HbIX mpoTenHas (pa3iuuus MeKAY NpeACTaBUTCISIMH
9THX JIBYX MOJICEMENCTB ONPEAEIAIOTCS, B IEPBYIO OYEPEb, OTIIHIUAMHU
B MEPBUYHBIX CTPYKTypaX MPOINPOTEMHA3HOIO JIOMEHA), XapaKTepPHBI
BO3MOXHBIM HaJW4YHWEM JOTMOJHUTENbHOro C-KOHIEBOTO ydacTKa,
COCTOSAIEr0 M3 MPOJUH-O0raToro JoMeHa, KOTOPBIA MPOIOJIKASTCS
rpanynuH-nogo0HeIM goMeHoM [80, 107]. ¥V KUBOTHBIX TpaHYIHHBI
CIIy’)aT BHEKJIETOUYHBIMHU (hakTopamMu pocTta. OHU IKCIPECCUPYIOTCS
B BUJE IPOrPaHyJNHA, B COCTaB KOTOPOTO BXOIAUT HECKOJBKO KOMHH
HUCTEUH-00raThIX Moayiel rpanyauna [108]. YV pacrenuil rpaHyavHbI
00HapyKHUBAIOTCSI TOJILKO B COCTABE MPOGEPMEHTOB HEKOTOPBIX MaranH-
MOAOOHBIX IPOTEHHA3, @ GYHKLHS TPaHYJIMHOB PACTCHUH 10 HACTOSILETO
BpEMEHU OocTaeTcsi HemzBecTHoM [80].

VY A. thaliana coptunr npotenHassl RD21 ocymectsnsiercs gepes Al
B KOTOPOM OeoK (hyKO3mImpyeTcs, ociie 4yero pepMeHT HaKaIIMBaeTCs B
KOMITapTMEHTAX, SBJIIOMMXCs Mpon3BoaHbIMU OIIP, a mocie ux ciusHus
¢ BakyoJbio — B Bakyode [87, 107, 109, 110]. Cauraercs, 9To OTIIETUICHNE
npompomera RD21 in vivo MOKeT OCYIIIECTBIISATRCS 3a CUET aKTHBHOCTH(CH)
IPYTOM WU NPYTHX MPOTEWHA3, YTO MpenamoiaraeT ydactue RD21 B
BO3MOKHBIX MPOTEOUTHIECKUX Kackajgax. OJHAKO OTIIEIJICHHE Tpa-
HYJIHH-TTOJOOHOTO JIOMEHA OCYIIECTBISETCS aBTOKaTanuTudecku [87].
WnTepecHo, 4TO BBIAENEHHAs U3 pacTeHui mporemHaza RD21 moxer
OBITh aKTUBHpPOBaHA ¢ MoMoIbio SDS. OTcroga MOXKHO clieiaTh BBIBO
0 ToM, 4To mpoTtenHa3za RD21 nakammnmBaercs in vivo B KOMIUIEKCE C
00paTuMBbIM 3HJO0TeHHBIM UHruOUTOpOoM [87]. Kpome Toro, ObLIO moka-
3aHO, 4TO aKTUBHOCTh RD21 mMoxeT MHrHOMpOBaTHCS HEOOPATUMBIM
9HJIOTEHHBIM HHTHONTOpOM AtSerpinl, KOTOPBIH OTHOCUTCS K CEMEHCTBY
MEeNTUAHBIX THTHOUTOPOB MpOoTenHa3 — cepruHoB [94]. [Ipu 5ToM MecToM
BHYTPHUKJICTOYHOU JloKanu3zanued AtSerpinl ciaykuT nuroruiama, u
cuuTaercs, yTo uaruouposanne RD21 npu momomum AtSerpinl moxer
OCYHIECTBIIATBCS NMPHU TpaHcioKanuu gepmenta B uurtoriasmy [110].
Onucutopsl PKC y pacrennii, Takue kak O€H30THaAMa30 (arOHUCT
CANMIUIOBOM KHCIOTBI) WM OKCAJIOBasi KMUCIOTa (TOKCHH HaTOr€HHBIX
rpuboB, Takux Kak Botrytis cinerea u Sclerotina sclerotiorum), BIUSIIOT
Ha MPOHHULIAEMOCTh MEMOpPaH BaKyOJIM, YTO MOXKET IPUBOIUTH K TPAHCIIO-
kauu RD21 B muromnasmy, rae o0pas3yroTcsi HEaKTUBHBIE KOMITJICKCHI
RD21-AtSerpinl [110]. IIpu camkennol sxcripeccurt RD21 wmm noBbI-
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menHou akeripeccnu AtSerpinl passurne PKC, BBI3BaHHO# 21HCHTOpaMH,
CYIIIECTBEHHO TOPMO3UTHCS, U3 UeTO OBLI CAICIaH BBIBOA O TOM, uTo RD21
spisiercs: crumylsitopom paszsutust PKC, B To Bpems kak AtSerpinl cHu-
JKaeT aKTUBHOCTbH 3TOro 3ddexropa [110].

[Mporennasa radbaka NtCP 14 ¢unorenernyecku Onxke K MpoTenHase
XBCP3,yem k RD21A. HecMotpst Ha 310, ObLJIO IIOKa3aHO, YTO MPOTEHHA3a
NtCP14 coBmectHo ¢ ee nuarnbutopom nucraruaom NtCYS crocoOHBI
BBITIOJIHSIIOT (PYHKIHIO, CXOTHYIO € (PYHKIIMEH, BBITIOIHIIEMOI TPOTENHA301
RD21 u uaruduropom npotennas AtSerpinl [110, 111]. Beuto nokasasno,
4TO B OOJIBILIMHCTBE KIETOK SMOpHOHOB Tabaka nporenHasza NtCP14 ne
aKTUBHA, T.K. HaxoauTcs B komiiekce ¢ NtCYS, B To BpeMs Kak B KJIET-
Kax CyCHeH30pa AMOpHOHa Tabaka, B KOTOPbIX HAYMHAIOTCS MPOLECCHI
pasButus PKC, yposenbs NtCYS cumxkaercs, 4To, B CBOIO OuYepe[b,
MPUBOAUT K MOsABIEHUIO HE cBsi3aHHOM ¢ NtCYS M mo3ToMy akTHBHOMN
nporenHas3sl NtCP14. Hannune axtuBHOM nporenHassl NtCP14, B Tom
qucie, o0ecreunBaeT AajJbHeNIIee pa3BUTHE IPOLIECCOB PEryIUPyEeMO
CMEpPTH KJIETOK cycnensopa [111].

TakuM 00pazoM, MOXKHO 3aKJIIOUHUTh, YTO NPOTEOIUTHUECKUE (ep-
MEHTBI PAaCTEeHUI, coleprKale B IEPBUYHON CTPYKType npodepMeHTa
MOCJIE0BATEIbHOCTD I'PaHy/IMHA, COBMECTHO C UX HHTUONTOPAaMU sIBIIS-
IOTCSI PeryssiTOpaMH U y4aCTHUKaMM pa3BUTHA pa3inuHblx THos PKC,
MHAYKLHS IPOLIECCOB KOTOPBIX MOXKET 00yCJIaBIMBaThCS Kak HEOOXO-
JUMOCTBIO 00€cledeHHs IPOLECCOB OHTOI'€HE3a, TaK U aKTUBalUeH
3aIATHBIX MEXaHM3MOB. Tak)ke HE MCKIIOYEHO BO3MOXXHOE ydacTHe
MOAOOHBIX (DEPMEHTOB B MPOTEONIUTHUECKUX KacKajax, COMPOBOXK/IAI0-
mux passutue PKC.

XCP2-noodobHule npomeunasvl

XapakTtepHoit ocooenHocThI0 C1 A mpoTenHa3 pacTeH A, OTHOCSIIUXCS K
nofcemeiictBy XCP2-nof00HBIX TPOTENHA3, CITYKUT HAJIMYHE B IPOTEHU-
HA3HOM JIOMEHE IPENoNaraeMoro caira MMKO3UINPOBaHHUS KOHCEepBa-
TUBHOTO JJIs1 JaHHOTO mozcemeiicTa [80]. [lanaun, mpocTpaHcTBEHHAs
CTPYKTypa KOTOPOTO YK€ OTHOCHUTEJIBbHO NaBHO ompeneneHa [112],
Tak)Ke OTHOCHTCS K moaceMeicTBy XCP2-momoOHBIX TpoTenHas, 4To
JaeT JIOTOJHHUTEIbHBIE BO3MOKHOCTH CYIUTh 00 0COOCHHOCTSIX MPOCT-
PAHCTBEHHBIX CTPYKTYpP 3THUX NPOTEONUTHUYECKUX (epMeHTOB. ['eHOM
A. thaliana conepXuT reHsl IBYX npencTaButesieii noacemeiictea: XCP1
n XCP2. I'ensl 3TUX IBYX MPOTEHHA3 COBMECTHO C T'€HOM CyOTHIIH-
3MH-TION00HOH cepuHOBOM mpoTenHa3oi XSP1 Obuin BiepBble HICHTHU-
¢unmposansl B k/JIHK O6ubnmoreke, momydeHHOW M3 TKaHU KCHUIIEMBI
[113]. ITo3xe Obuto TOKa3zaHo, 4TO mpu kcuioreHese XCP1 u XCP2
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TPAHCTIOPTUPYIOTCSI B HEHTPAIbHYIO BAKyOJb KJIETOK, I/I€ MPHHUMAIOT
ydacTue B IpoIeccax MHUKPO-aBTOJIN3a, MPEIIECTBYIOINX MEra-aBTo-
U3y, THAYIIUPYEMOMY pa3pbiBoM ToHoTu1acTa [17, 114]. Cunraercs, 94to
MocJIe pa3pbiBa TOHOIUIACTA ITPY (POPMUPOBAHUH TPaxeanbHbIX HJIEMEHTOB
KCHIJIeMbI 00a (hepMeHTa POIOIKAIOT OBITh BOBJICUCHHBIMHU B JIaTbHEH-
HIyI0 JeTpajalurio KIeTOYHOro cofepkumoro [ 17]. O0cyxaaercs Takxke
BO3MOKHOCTh yuacTust pepmenToB XCP1 u XCP2 B o0ecrieueH!H 3l UThI
pacTeHusi OT MaTOr€HOB, KOTOPbIE KUBYT M PAa3MHOXKAIOTCSI B KCHJIEME
pactenuit [115].

CTB3(CathB)-nooobnuvle npomeunasol

[epuunas crpykrypa CTB3-mono0OHbIX poTenHa3 Hanbosee Om3Ka K
karericuny B uenoBeka. Kpome Toro, ux oTaumuuTensHOM 0COOCHHOCTBIO
SIBIISICTCS HAJTMYUE YEThIPEX JOMOTHUTEIBHBIX AUCYIbMUIHBIX CBsI3EH, a
Tak)Ke KOHCEPBAaTUBHOTO ISl JAHHOTO IOJICEMEICTBA MPE/IIoIaraeMoro
caiita rmukosunupoBanus [80]. B renome y A. thaliana 3axogupoBaHbI
TeHBI Tpex mpeacTtaButenel storo nomacemeiicta: CTB1 (AtCathB1),
CTB2 (AtCathB2) u CTB3 (AtCathB3) [80, 116]. Dkcnpeccus 3Tux
TEHOB TOBBIIIAETCS MTPH CTAPEHUH, a TAK)KE TP B3aUMOICHCTBUH C TTaTO-
reHamu. bonee Toro, y TpoitHoro myTtanTa A. thaliana 1o BceM TeHaM
CTB3-momo6HBIX TTPOTEHHA3 HAOMIOMAETCS CYIIECTBECHHAS 3aIepiKKa B
Pa3BUTHHU MPOIIECCOB CTApEHUS, a TaK)Ke CHIDKEHWE Pa3BUTHS THIEP-
JyBCTBHUTEIBHOTO OTBETA, HHAYIIUpYyeMoro P, syringae [116]. B pactenmsix
N. benthamiana caitnencuar CTB3-nmono6Ho# nporenHassl (NbCathB)
TaKKe MPUBOANT K OCITAOIEHUIO THIIEPIYBCTBUTEILHOTO OTBETA Ha OaKTe-
puasibHbIe MH(EKIUH, BbI3bIBaeMbIe Erwinia amylovora w P. syringae
[117]. [Tpu aTom NbCathB oGHapyskuBasics B anoriacte, KyJia OH CeKpe-
TUPYETCS U TJIe aKTUBHUPYETCS 1aXKe B OTCYTCTBHE BO3ICHCTBHUS ITaTOreHa
[117]. Takum 0Opa3oM, MOXKHO 3aKJIHOUUTh, YTO KaTelCUH B-11omo0HbIe
MPOTEOTUTHUECKHE PEPMEHTHI paCTEHHH YYacTBYIOT Kak B MpOIEccax,
cBs3aHHBIX ¢ pazButueM PKC, HeoOxonuMo it OHTOTeHe3a, Tak U MpU
pasButun PKC, obecrnieunBaronieil yCTOHUMBOCTD K MaTOTCHAM.

RD19A4-noo0obnvie npomeunasvi

OrnnunrtenbHas 0cO0eHHOCTH npeicTaButTeneid RD19A-noqo0HbIX mipo-
TeuHa3 sBjsieTcs Haiauuue B nponoMene MmotuBa ERFNAQ u uetsipex
JOTIOJTHUTENIBHBIX IIMCTEMHOB, KOTOPBIE, KaK MPEAII0IaraeTcsi, 00pa3yoT
THUCYIb(GUIHBIE MOCTUKH, JOTIOTHUTEILHO CTAOMITU3UPYIOILUE CTPYKTYPY
(bepMeHTOB, a TaKKe NPUCYTCTBUE KOHCEPBAaTUBHOTO JUIsl TAHHOTO IOJ-
ceMmeiicTBa npeanonaraeMoro caifra mukoswinposanus [80]. Kak mokazaHo
st A. thaliana, RD19 npuHuMaeT ydactie B MOJEKYISIPHBIX KacKagax
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OMOXMMHYECKHX pPEaKIHil, KOTOpble 00eCIeYnBAIOT YCTONYMBOCTD
pacTeHus K 0akrepualibHOU MH(EKIINU, BbI3bIBAEMOU Ralstonia solana-
cearum. 1Ipu 3TOM TIPOUCXOAUT TpaHCIOKalus nporeuHassl RD19 u3
MOABHMKHBIX CTPYKTYP, aCCOLIMUPOBAHHBIX C BAKYOJbIO, B PO KIETKH
[118]. Onnako o npsimom yuactuu RD19 y A. thaliana B nponeccax PKC
JIO CUX TTOp He co001anock. C Ipyroi CTOPOHBI, OITYOJIMKOBAHBI JJAHHBIC O
BoBJIedeHHOCTH B rporiecchl PKC Gruskoro romosnora RD19 — nporenHasbr
SmCP y Gaknaxana (Solanum melongena L.). llpeanonarator Takxe,
yro SmCP mMoxeT ObITh yyacTHUKOM npoueccoB PKC, HeoOxommumoii B
OHTOT€HE3€, B IEPBYIO OUepellb, MPH 00pa30BaHNH TpaxeaabHbIX dJIEMEH-
TOB Kcuiiemsl [119].
SAG12-nodobuvie npomeunasvl

BonemmactBo SAG12-110om00HBIX TpOTEnHA3 COEPIKaT JOMOTHUTETbHBII
Cys nepen karamutnaecknm Cys (MotuB CGCCWAEFS) [80]. Y A. thaliana
mporenHaza AtSAGI12 (ot senescence-associated genes) cpasy ObLIa HACH-
TUPUIUPOBAHA, KaK OJMH W3 MPOIYKTOB T€HOB, aCCOIIMUPOBAHHBIX CO
crapenueM [ 120]. bbiio mokazaHo, 4To 3TOT MPOTEOTUTHIECKUH pepMeHT
JIOKAJIU3yeTCd B CIIEHUAIBHBIX BaKyoJIIX, KOTOpbIe 0OHApPYKHBAIOTCS
B MepuQepruvecKoil UTOIIa3Me OTJEIBHO OT HEHTPaIbHOH BaKyoJIn
y cTaperomux KieTok Mezodmuia. OnHako ¢peHotun mytanta A. tha-
liana o reny AtSAG12 He otmuasncs ot nukoro tumna [121]. B to xe
BpeMsl, UHAYKLMS 3KCIIPECCUH T€Ha roMoJIora 3TOH MpoTenHa3bl U3 puca
(OsSAG12-1) nporcxoaut He TOIBKO PH Pa3BUTHU IPOLIECCOB CTAPECHUS,
Ho Takxke u pu PKC B xone pa3BuTus oTBETa Ha OMOTHUYECKHH cTpece
[122]. Caitnencunr rena OsSAG12-1 y pacTtenui puca IpuBOAKI K YCKO-
PEHHOMY CTapeHuIo, a HH(PEKIUs OaKTepruaabHOro narorena Xanthomonas
oryzae k ycunenuto pa3zsutusi PKC o cpaBHeHHIO € TUKHM THIIOM, U3 Y€T0
cnenyet, uto OsSAG12-1 sBasercs cynpeccopoM pas3sutua PKC [122].

AVTO®DATVHBI (ATG4)

OnuceiBasi KJIIOYEBYIO POJIb IIUCTEMHOBBIX MPOTEHHA3 NPU Pa3BUTHH
npoueccos PKC y pactenuii, Henb3s 000MTH CTOPOHOM IIUCTEHHOBBIE ITPO-
TerHa3bl ayToaruHbl Ui Atg4, KOTOpBIE SIBISIOTCS OJHUM U3 KITIOUEBBIX
(akTOopoB MHUIMAIMU 0Opa3oBaHus aytodarocom [123, 124]. Cnemyer
MOTYEPKHYTh, YTO ayTO(aruio y pacTeHUM MOKHO HAOI0AaTh MpH
Pa3BHTHU CaMBIX pazHooOpa3HbIX THIIOB PKC Kak 10 TPOX0KASHUS TOUKA
HEBO3Bpara, Tak u mmocie [ 125, 126]. Takum 00pa3oM, KITr0UeBbIe GaKkTOPhI
ayrodaruuu, B TOM uucie, Atg4 MOXXHO CUNTATh IOJHOIPABHBIMU
YYacTHUKaMHM U, OoJiee Toro, peryiastopamu mnpoueccos passurus PKC
Y pacTeHUM.



162 A.A.3amamuun (mn.)

[Iporennassr Atg4 OTHOCST K CeMEHCTBY IIMCTENHOBBIX MpoTenHas C54,
npuHaaexaniero k kiany CA [24, 123]. B cBoeii cTpykType npeacra-
BUTEIN CEMEHCTBA ATUX ()EPMEHTOB HE COJIEPIKAT CUTHAIILHOTO METITH/IA,
YTO OIpeAenseT X IUTOIIa3MaTHYecKylo Jokanu3anuio. OCHOBHAsS
GyHKIMS STHX (EepMEHTOB — MPOLECCHHT Oenka Atg8, KOTophlid Tocie
TaKOW MOCTTPAHCISIUOHHOW MOAM(UKALINN CTAHOBHUTCS CIIOCOOHBIM
CBsI3bIBaTh (POCHOTUAMIATAHONAMHH U, TAKUM 00pa30M, HHUIIUHPOBATD
oOpazoBanue aytodarocomsl [124]. B otnuume oT IposkeH, y KOTOPBIX
M0 OfIHOM Komuu reHoB Atg4 n Atg8, y MIEKONUTAIOMINX U Yy pacTeHUi
10 HECKOJIBKO TOMOJIOTHYHBIX reHoB Atg4 u Atg8 [127, 128]. B renome
A. thaliana 3akogupoBano 1Ba rena Atg4 (AtAtgda u AtAtg4b) u nessrob
reHoB Atg8 (AtAtg8a—AtAtgS8i) [128]. Henbp3s uckitodaTh, 4T0 HaIMIME
y A. thaliana nByx reHOB ans mpoTenHas Atg4, MOXET MPUBOAMTH K
00pa30BaHMUIO JBYX OCJIKOBBIX MPOAYKTOB C pa3IMYHbIMU QyHKuMsAME. 1
JEHCTBUTEIBHO B 9KCIIEPUMEHTAX i7 Vitro OBbUIO MOKa3aHO, YTO, HECMOTPSI
Ha OTHOCHUTEJIbHYIO MIEHTHYHOCTB 10 cyOCTpaTHOH cnenuduyHocTH,
AtAtg4a oOmanai 6osee BRICOKO ITPOTEOUTHIECKON aKTUBHOCTBIO, UeM
AtAtg4b [128]. MOKHO ITPEITONIOKHTE, YTO TAKUE PA3INIHsI MOTYT UMETh
(GyHKIMOHAIBHOE 3HAYCHHE, B TOM YHCIE, IIPU PETYISLUHN MPOLECCOB
WHUTIHANY | ocymiecTBieHus PKC.

III. CEPUHOBBIE IPOTENHA3BbI

[TombITKY BBISSBUTH HICTOYHUKH KaCIa3a-1moIo0HON aKTUBHOCTH B KJIETKaX
pactenunii npu pa3utuu PKC mpuBenu x oOHApYKEHHIO €IIe OJHOTO
MPOTEOIUTHIECKOTO (DepMEHTa, BOBICYCHHOTO B IMPOIECCHl PA3BUTHA
PKC y pacrenwii. Im okasancs nmpeacTaBuTeNb CyOTHIN3NH-TIOT00HOTO
ceMelicTBa MPOTeWHa3, Ha3BaHHBII B COOTBETCTBUH C UCTOYHUKOM H
MIPOSIBIIIEMON aKTUBHOCTBIO (puTacmazoit (0T gutd — pacTeHne mo-rpe-
gecku | aspartate specific protease) [129]. beuto mokazano, uto ¢ura-
Cra3a y4acTBYeT B ITPOIECCE PA3BUTHUS TUIIEPIYBCTBUTEIFHOTO OTBETA Y
N. tabacum, conep kamux TeH YCTOWIUBOCTH N, B OTBET Ha HH(PEKIINIO,
BBI3BAaHHYIO BUPYCOM TabayHoi Mo3aukH [ 129]. Kpome Toro, akTHBHOCTB
3TOTO (hepMEHTA BBISABIISETCS MTPHU PA3BUTHH PEAKIINH B OTBET HA MEXAHU-
YECKHE MOBPEKACHUSI Y ABYIOJBHBIX U OMHOMOIBHEIX pacTeHuit [130].
CyOTHIIM3UH-TIONIO0HBIE TPOTENHA3bl, KOTOPhIE MHOT/IA HA3BIBAIOT
CyOTHIIa3aMu, SIBIISIIOTCSI CEPHHOBBIMH TPOTEHHA3aMH. JDTH (EPMEHTBI
XapaKTepHbl HAJUYMEM KaTaJUTHYECKOW TpHaJlbl aMUHOKHUCIOTHBIX
ocratkoB: Asp, His u Ser [131]. ComtacHo kiaccuuKaiy mpoTeo-
JTUTHYECKUX (HEPMEHTOB, MPEACTAaBICHHON B 0a3e JaHHBIX MENTHIA3
MEROPS, cyOTunT3uH-110100HbIe (HepMEHTBI OTHOCAT K CEMEUCTBY S8,
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BxomsemMy B kiaad SB [80]. B renomax pacTteHuii mpucyTCTByeT OOIBIIOS
KOJIMYECTBO T'€HOB Pa3IMYHbIX cyOTHna3. Hanpumep, B renome A. thaliana
aHHOTUPOBaAHO 56 reHoB 3Tux pepmentor [132, 133]. CyOTunassl, Kak U
MHOTHE JIpYTHe NMPOTENHAa3bl, 00BIYHO TPAHCIUPYIOTCS B BHJI€ HEAKTHB-
HOTO 3UMOT€Ha, KOTOPBIH IPEACTABIISET COO0M MOIHUIIETITH/T, COACPIKAIITUN
CUTHAJIbHBIN TENTH]I, TPOAOMEH U JIOMEH NMENTHAA3bl, BHYTPH KOTOPOTO
pacmojaraercsl mpoTenHa3a-acCoMupoBanHbiii qomen [133-135]. O
NPOCTPAHCTBEHHOM OpraHu3aliy CyOTHIIa3 MOYKHO CYUTh IO CyOTHIIa3e
tomaroB SISBT3, amst koTopoil omnpeneneHa ee MpOCTPaHCTBEHHAS
cTpykrypa [136]. B pacteHusix cyOTHIa3bl BHIIOIHSIOT CaMble Pa3HOO00-
pasHble QPyHKINH, YAaCTh U3 KOTOPBIX CBsI3aHa C OTBETOM Ha MH()EKLHIO,
BbI3bIBaeMylo maroreHamu [135]. CyOcrpaTHast ciemupUUHOCTD IS
MHOTHMX U3 HUX HE O4€Hb BbIcoKa [132, 133].

B oTimiume oT HEKOTOPBIX OXapaKTePU30BaHHBIX CyOTHIIA3 (PUTACTIa3hI
pucau A. thaliana oxazanuch T0OCTaTOYHO CIENU(DUIHBIMU PEePMEHTAMH,
PaCTO3HAIONUMHE, HAPUMEpP, TAKOW KIACCHUYECKUI CalT pacileruieHus
kacrasbl-6, kak VEID. BreisicHuinocs, 4ro ¢uracmasa Takxke crocoOHa
pacIeruIsITh HeIbli psit (PIyOpOTeHHBIX MENTHIHBIX CyOCTpaToB, pac-
MenIseMBIX KacmazamMu, Taknx kak Y VAD, VAD, IETD, LEHD u
HEKOTOpHIE Ipyrue. B To ke Bpems clenyeT OTMETHTh, 4To (huTacmasza
oKasaJlach He CITOCOOHOHN pacIIeTUIATh TaKOW KJIACCHYECKHU CcyOcTpar
kacmassl-3, kak DEVD [129, 137], a nan6omnee 3¢ hekTHBHO pacIierusiia
cyocrpatr IWLD, KOTOpBIH 3HAYUTEIBHO OTIMYACTCS OT OOBIYHBIX
cyoctparoB kacma3 [138]. [IpuMeHeHne MeTo[a C MCIOIL30BAHHEM
MO3UIIMOHHON CKaHUPYIOIIEH CyOCTpaTHONH KOMOMHATOPHOM OUOIHMOTEKH
(positional scanning substrate combinatorial library; PS-SCL) [139] npu
UcCcIeIoBaHUH (PUTACIIa3bl pECa MO3BOJIUIIO BBISIBUTh, YTO B OTIMYUE OT
Kacmaz 3TOT (epMEHT MPENINOYUTAET CyOCTparhl ¢ MPEeBAIMPOBAHHEM
ruJipo(hoOHBIX AMUHOKHCIOTHBIX OCTaTKOB B mosuuusix P4-P2 [138].
Kpome Toro, BBISICHUIIOCH, YTO ¢ HanOOIbIIeH S3PPEeKTUBHOCTHIO (huTa-
crasa pacileruisieT MOoJIHOpa3MepHbIe OCNKH, YTO MO3BOJISIET CACNATh
BBIBOJI O TOM, 4TO B3aUMOJICHUCTBUS CyOCcTpar-huracnasa, CKopee BCero,
HE OrpaHMYHMBAIOTCS JIMIIb B3aMMOJCHCTBUSIMU (DepMEHTa ¢ aMUHOKHC-
JIOTHBIMU OCTaTKamu B mo3unusix P4-P1 cyocrpara [138].

OBepaKcnpeccuss WM CalJCHCHHT TeHa (uTacnasbl B pacTCHUSX
MIPUBOJIAJIM K TIOBBIIIICHUIO YyBCTBUTEIBHOCTH K WHAyKTOopam PKC nu
k cynpeccun pa3Butus PKC, cooTBETCTBEHHO, U3 YEr0 MOXHO CJe-
JIaTh BBIBOJl O TOM, YTO (UTACIA3a SBISETCS aKTHUBHBIM YYaCTHHKOM
MpOLIECCOB pa3BUTHUs KIeTouHOH cmeptu [129]. Ognako Hambomnee
MPUMEYaTEIbHON 0COOEHHOCTRIO (hUTACTIa3 OKa3aaach UX JIOKATU3aIHsI.
BBIsICHIITOCH, YTO KOHCTUTY TUBHO-IKCIIPECCUPYIOIIHIACS 3UMOTEH (prTa-
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cra3bl MPOLIECCUPYETCS U, B UTOTE, 3pEIbIii (PEPMEHT CEKPETHPYETCS U3
kietku B anoract. [Ipu naaykiun PKC Onornueckumu min abuoTH-
YecKHMHU (pakTopaMu akTHBHAs (huTacrasa TpaHCIOUPyeTCs 00paTHO B
LIUTOTIa3MYy KJIETKH, B KOTOPOH, KaK CYUTAETCs, HAUMHAET THPOJIU30BaTh
Oenku [129, 140]. K coxalieHuto, oka oXxapakTepU30BaH JIHILb SJIUHCT-
BEHHBII NPUPOIHBIH cyOcTpar guracmnassl — 0enok VirD2 y naroreHHoi
Oaktepuu pacteHuilt Agrobacterium tumefaciens. VirD2 orevaet 3a
noctaBky ¢parmenta 6akrepuanbHoi JJHK B siipo 3aparkeHHOM KIIeTKH.
B pesynbrare mporeccuHra, ocyuecTsiaseMoro ¢guracmnasou, VirD2
numaercs C-KOHLIEBOTO CUTHAJIBHOTO ()parMeHTa, OTBETCTBEHHOTO 32
JIOKAJIM3aLHIO B APE KIECTKH, YTO MOXKET ObITh MPOSIBICHUEM (YHKIIHO-
HUPOBAHUSI CUCTEMBbl aKTMBHON 3aIllUTHl KJIETKH PAacCTEHUH OT HEXKe-
narenbHOU TpaHchopmanuu [141]. OnHako 3TOT mpouecc HE CBsI3aH
HernocpeactseHHo ¢ pazutueM PKC. Takum oOpa3om, BOIpoc o ToM,
KaKue MPUPOTHBIC CyOCTpaThl (prTacmas mporeccupyroTcst BO BpeMs pas-
Butusi PKC 1 kakoBbI ()yHKIIMOHAILHBIE TOCIIEICTBUS TAKOTO THAPOIIH3a,
MTOKA OCTAETCSI OTKPBITHIM.

bruto mokazaHo, uTo cyOoTHIM3UH-TIoN00Has nporenHaza AtSBT1.1
y A. thaliana cniocobHa pacHIETIATh MPENponenTu GUToCyIb(HOKHHA
AtPSK4 [142]. PesyapraToM Takoro MpOTEOTUTHIESCKOTO PACIICTICHUS
SIBIISIETCSI aKTUBHBIN TOPMOH, CITOCOOHBIN CTUMYITHPOBATh TU(HEPECHITH-
POBKY TpaxeadbHBIX AJIeMeHTHl kcuiemsl [115]. B xIHK Oubmmoteke,
MTOJTYICHHON W3 TKAHU KCHIEMBI Y A. thaliana, MOXXHO 00OHApYKUTh TE€H
eIIe OMHON CyOTHIM3HH-TT0N00HO0N mporenHa3sl — XSP1 [113]. Oxrako
¢ynkunn nporeonutuaeckoro pepmenta XSP1 moka He Mccien0BaHbI.

Eie, kak MUHUMYM, JIBa BOBMOKHBIX CyOTHIM3UH-TIONOOHBIX (QYyHK-
[IMOHAJILHBIX aHAJIOTA JKMBOTHBIX Kacla3 BBISBIEHBI B PACTCHHAX OBCa.
O6a st hepmenra, HazBaHHbIe cacriazamu (SAS-1 u SAS-2), obnanator
BBICOKOH cyOCTpaTHOW Crenu(pUUHOCTBIO, CXOJHOH ¢ Kacnazamu [135,
143]. bbuto nmoka3aHo, 4TO 3TH MPOTeNHa3bl B mporiecce pa3BuTus PKCy
OBCa, MHAYIUPOBaHHON TokcuHOM Tpubda Cochliobolus victoriae BUKTO-
PUHOM U CONPOBOXKAAIOIIEHCS TAKUMHU XapaKTePHBIMH MTPU3HAKaAMHU, KaK
¢parmentanus JHK u nucyHKIMS MUTOXOHAPHA, CEKPETUPYIOTCS B
MEXKJIETOYHOE MPoCcTPaHCTBO [143]. OnHako MX PyHKIMOHAILHAS POJIb
B pa3sutun PKC oxapakrepusoBana He Oblia. Hem3BecTHBIMU Takxke
OCTaIOTCS U UX IPUPOJHBIE CyOCTPATHI.
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IV. ACITAPTATHBIE ITPOTENHA3DbI

B renome A. thaliana oGHapyx)eHO OoJiee MSATUICCATH TEHOB, KOIUPYO-
X acrnapraTHble nporenHassl [144]. Hecmorps Ha Takoe Oosblioe
KOJIMYECTBO T€HOB (T€HOM YE€JIOBEKA COJIEP>KUT I€Hbl TOJIBKO BOCHMHU
acnaprarHbIX nipoteuHas [145], a B renome Caenorhabditis elegans — ux
JTUIb ABeHaauarthb [146]), ¢pyHkuun OeNKOBBIX MPOAYKTOB 3THX I'€HOB
Tak ¥ OCTAIOTCSA, B OCHOBHOM, HEM3y4yeHHBIMU. COITaCHO KJIACCHU-
¢uKaMM NPOTCOTUTHUCCKUX (PEPMEHTOB, MPEACTABICHHON B Oa3e
nanHbIX nentuaas MEROPS, y pactenuil BcTpedaroTes nNpencTaBuTeNn
cemeiictB Al, A3, All u Al2, npunaayexaniye K knany AA, a Takxke
npeAcTaBUTENN ceMeiicTBa A22, mpuHaiexaero k kiany AD [80].
OOBIYHO cpeau acrnapTaTHBIX NMPOTEHMHA3 PACTEHUH BBIACISIOT TPH
TPYIIIBL: THITHYHBIE (TpyTna A), HylleJUTHH-TIog00HbIe (Tpyrma B), a Takke
arurmyskle (rpynma C) [ 144, 147]. TunmyHble aciapTaTHBIE TIPOTEHHA3BI
pacTeHUl OOBIYHO COMEPIKAT MOIMOTHUTENbHBINH C-KOHIIEBOH TOMEH,
KOTOPBIH OTILEIUIETCS B IIpolecce co3peBanus pepmenta. Hynemimn-
10100HbIE acTIapTaTHBIE IPOTEUHA3BI SIBIIIOTCS TOMOJIOTaMH HYLICJUIMHA —
IPOTENHa3bl, 00HAPYKEHHOH B KJIETKAX HYILIEJUTyCca CeMsA3a4aTKa SIMeHs,
B TO BpeMsl KaK aTUITMYIHbIE aCTIapTaTHBIE TPOTEUHA3BI pACTEHH 00/1a/1al0T
Pa3TUYHBIME TIPOMEXKYTOYHBIMU XapaKTEPUCTUKAMH, CBOHCTBEHHBIMU
TUTIUYHBIM U HYUEUIMH-TIOJJOOHBIM TPOTEOIUTHUYECKUM (hepMeHTaM
[144, 147].

HecMmoTpst Ha orpaHHUYEHHOE KOJMYECTBO HHPOPMAIMH 00 y4acTHH
acnapTaTHbIX nporenHa3 B pazButun PKC B kieTkax pacTeHui, K Hac-
TOSIIEMY BPEMEHH MOKa3aHO, YTO HKCIPECCUSI TEHOB JIBYX aTHIHYHBIX
nporennas puca (OsAP25 u OsAP37) B kileTKax TaneTyMa peryaupyeTcst
TpaHCKpHUITIMOHHBIM (akTopom EAT1. B cBoto ouepenb, MpoTeOIUTH-
gyeckue pepmenTsl OsAP25 u OsAP37 npuHuMaroT yyactie B pa3BUTHE
MIPOLIECCOB peryiInpyeMoil cmepTu 3Tux kieTok [148]. C yderoMm ToOTO,
YTO HKCIPECCUs HyIleJUIMHA Y SUMEHsI OTpaHUYeHa KJIETKaMu HylleJuryca
ceMms3adaTka, B KOTOpbIX npoucxoauT passutue PKC, moxxHo mpearno-
JaraTh y4acTHe U 3TOTO MPEACTaBUTENS acllapTaTHBIX MPOTenHa3 B obec-
MIEYEHUH MPOIIECCOB TMOeny KieTok [149].

Takke cremyeT OTMETHTh, YTO CPEeIH aclapTaTHBIX MPOTEHUHA3, KaKk
U Ccpely ManauH-moJ0OHBIX MPOTEHHA3, OBLIIM OOHApPYKEHBI MPOTEO-
IUTHYEeCKHe (EepPMEHTHI, criocoOHble nHrubupoBaTh pazsutue PKC.
Hampumep, y A. thaliana atunuanas acmaprataas npotenHasa PCSI
COJIEPXKHUT B CBOEH MEPBUYHOH CTPyKType N-KOHIIeBOW cepuH-OOTaThIit
ydacTok u jokanuzyercs B JI1P. DToT pepmeHT criocobeH HHrnOnpoBaTh
pasButre PKC B HEKOTOpBIX THUIAX KJIETOK, KOTOpbIE B HOpME I'MOHYT.
Bonee Toro, oTcyTcTBHe 3KCTIpeccuu akTuBHON PCS 1ipuBOIUT K Macco-
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BoMy pazButhio PKC B rameroduTax 000X THIIOB, a TAKXKE TPH Pa3BH-
tin SMOpuoHoB [150]. Eme ogamm mpumepom y A. thaliana sensiercs
arunmuHas nporenHaza UNDEAD, criocoOHast ”HTrHOUpOBaTh pa3BUTHE
PKC xnetok rameryma [151].

TaxuM 00pa3oM, K HACTOSIIEMY BPEMEHH IIOKa3aHO, YTO MPEJICTABUTEITH
acrapTaTHBIX MPOTCOIUTHYECKUX (DEPMEHTOB YYaCTBYIOT B PETYIISIIUH
pasBUTHsI, KAK MHHAUMYM, HEKOTOpbIX THIOB PKC, HeoOXoauMbIx amst
HOpPMaJIbHOTO OHTOreHe3a. [Ipu 3ToM 3TH (epMeHTHI MOTYT OBITH Kak
MOJIOKUTETILHBIMH, TaK U HETaTUBHBIMH (hakTopamu passutus PKC.

V. TPEOHUHOBBIE ITIPOTENHA3bI

V sykapuoT 26S mpoTeacoMa SIBISETCS OCHOBHBIM ITPOTEOTUTHICCKAM
KOMITOHCHTOB YOMKBUTHH-3aBUCHMOM CHCTEMBI Jerpaaaiuu 0eyioB. 26S
MpoTeacoma, B TOM YHCIIe, U Y PACTEHHI COCTOUT U3 JIByX KOMIIOHEHTOB:
20S mporeacoms! u AByX 19S perymaropusix gactui (RPs), kortopsie,
B3aUMOJICHCTBYSl C YOUKBUTHUHHIMPOBAHHBIMH O€IKaMH, MPUIAIOT
26S-koMmILIeKCy cyOcTpaTHY crieltupuaHocTh. Y A. thaliana tpu
[-cyObenuHuIbI 13 cemu, BXozsux B coctas 20S mpoteacom (PBA, PBB
u PBE), siBsisich mpeacTaBUTESIMA TPEOHMHOBBIX MENTHAA3 (CEMEHCTBO
T1, xnan PB), o6naiaroT npoTeonuTuyeckoi akTuBHOCTHIO [ 152]. Kitetku
pacTeHui, KaK MpaBuIIo, couepkat kak 26S, Tak u cBodonHbie 20S npoTea-
COMBI, CIIOCOOHBIE, COOTBETCTBEHHO, PACLICIUISATH OCIKHY yOUKBUTHH-32BHU-
CUMO W YOUKBUTHH-He3aBUCcHMO [152, 153].

HenaBno Obi0 mokaszano, yto 20S mpoTeacombl OTBETCTBEHHBI 32
Kacnasa-3-1nogo0Hy10 aKTUBHOCTb, ACTEKTUpYeMylo nipu pa3Butuu PKC
B XO7ie KcuioreHes3a y A. thaliana w'y Tonons [154]. A B pabore Hatsugai
U COABTOPOB YCTAHOBJIEHO, YTO MMEHHO MPOTEOIUTUUECCKU-aKTHUBHAS
B-cyopenunmnia 20S mporeacomsl PBA1 wacTiudHo onpenensier kacmasa-
3-n0100HY10 aKTUBHOCTb, KOTOPYIO MOXHO JICTEKTUPOBATh IPU Pa3BUTHN
TUTIEPYIYBCTBUTEIHHOTO OTBeTa Y A. thaliana Ha 6GakTepuabHy IO HH(pEK-
IIUI0, BBI3BIBaeMyto P. syringae [155]. Tak, MOXXHO 3aKJIIOYUTH, YTO B
mporeccax PKC y pactenmii MOTYT OBITH 3a7€HCTBOBAHBI TTPOTEACOMBI
W/WIIA UX KOMIIOHEHTBI.
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VI. METAJIJIOITPOTENHA3BI

B renomax pacrenuii Taxxe 00HapyKUBAKOTCS T€HbI MATPUKCHBIX METaJI-
nonporenna3. Hanpumep, B reHome A. thaliana wx nare [156, 157].
CornacHo ki1accu(UKaUU MPOTEOTUTUICCKUX (PEPMEHTOB, MPEICTaB-
JIieHHOH B 0a3e jpaHHbIX nentuaaz MEROPS, atu nporenHass! sBistoTcs
npencraButensiMu cemeiictBa M 10 u npunannexar k kiany MA [80]. Kax
Uy IPYTUX OPTaHU3MOB, Y PACTCHUN MAaTPUKCHBIC METAJUIONPOTEUHA3HI
CTPYKTYPHO COCTOSIT U3 CUTHAJIBHOIO MENTHAA, IPOJOMEHA U KaTaIUTH-
YECKOro JOMEHA, B KOTOPOM BBISBIISICTCSI LIMHK-CBS3bIBAIOIIUI MOTHUB. J{J1s1
aKkTUBaIK (hepMeHTa HEOOXOMUMO (U3NYECKU OTIEIHUTH TPOJIOMEH OT
KaTaJIUTHYECKOTO CaliTa, 9YTO MOXKET JOCTHTaThCsl, B TOM YHUCJIE, C IOMOIIIBIO
MPOTEOJUTHYECKOTO oTulenaeHus nponomena [158]. Ilpennonarator,
YTO MaTPUKCHBIE METAIIIONPOTEHHA3BI PACTEHHH JIOKATU3YIOTCS THO0 B
TTa3MaTHIeCKO MeMOpaHe, MO0 B MEKKIIETOYHOM IMPOCTpaHCTBe [156,
157]. Kpome toro, y metramonporennassl At4-MMP y A. thaliana 611
00HapYXKCH HEOTIICTIIIEMBI N-KOHIIEBOW CHTHABLHBIH TISTITH T, HATHIHC
KOTOPOTO MOKET HarmpamisTh 3TOT ¢epmeHT B DIIP [156]. B muteparype
OTCYTCTBYIOT JIaHHBIE 00 Yy4aCTHH MaTPUKCHBIX METaJUIONPOTEHHA3
pactenuii B mporeccax PKC y pacTenuii 3a HCKITIOYCHHEM TOTO, YTO TCH
MaTPHUKCHOU MeTajuronpoTenHasbl orypra Cs1-MMP skcnipeccupyercst
de novo B 3aBepHIaoNIeii CTa UM MTPOLIECCOB CTAPSHUS CEMSIO0NN TEPEe]
cambIM HavyasioM pa3suths nporeccoB PKC [159]. Dtot daxrt nosBonser
MIPENIoararb, YT0 MaTPUKCHBIC METAJIONPOTEHHA3BI PACTCHUH MOTYT
OBITH BOBJICUCHBI B npoiiecchl pa3sutust PKC y pacTenuid, a usyueHue ux
(YHKIMN B 3THX MPOIIECCAX CIIIE KJCT CBOMX MCCIISIOBATEIICH.

VIIL. 3AKJIIOYEHUE

I'eHOMBI pacTeHnit KOMUPYIOT T€HBI COTeH npotenHas. Y A. thaliana nx
yrcino npubmmkaercs k 800 [24]. Cpenn OelIKOBBIX MPOMYKTOB TEHOB
MPOTEHHA3 paCTEHUI OOHAPYKUBAIOTCS IPEJICTABUTEIH BCEX IISTH OCHOB-
HBIX KJIACCOB MPOTEOIUTHUYCKIX (DEPMEHTOB: IIUCTEHHOBBIC, CEPHHOBBIE,
acraprarHble, TPDEOHHHOBBIC M METAIIONPOTEHHA3bl. B HacTos1ee BpeMs
CTAJIO TIOHSITHO, YTO TPEJICTABUTENN BCEX ATHX KIIACCOB MPOTEOIUTHYEC-
KuX ()epMEHTOB MOT'YT OBITh BOBJICUESHBI B IPOLIECCHI PA3BUTHS PA3ITUIHBIX
TUTIOB peryaupyemoii kietouHot cmeptu (PKC) (Tabnuna).

B nannom 0030pe coOpaHbl M CHCTEMAaTH3UPOBAHBI JaHHBIC O TOM,
Kakye MpoTeoIuTHIEeCKUe (DePMEHTHI PACTCHUI U KakuM 00pa3oM CIio-
COOHBI PerylupoBaTh UHULUALMIO U 00ecneynBaTh AajbHEUIINe Mpo-
neccsl pa3sutusi PKC, BbI3BaHHOH OMOTHYECKUMH M a0MOTHYECKUMU
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(dakTopamu, a TaK)Ke 0COOCHHOCTSIMHM OHTOreHe3a pacTeHuil. OHaKo B
JTAHHOM 0030pe 3a PEIKUM HCKITIOUSHHUEM He 00CYKIaIHCh BOIPOCHI ydac-
THSI IPOTEOJMTHUECKUX (PEPMEHTOB PACTEHHUH B IpoIeccax CTapeHUsI, T.K.
B 9TOM CJTy4ae MoKa CJI0’KHO OTIIMYUTH Mporiecchl, mpeaniectrytomue PKC,
u npoueccel HenocpeacTsennoro passutus PKC. Kpome Toro, ydactue
MPOTEOIUTHUECKUX (PEPMEHTOB B ITPOIIeCcCax CTAPEHHUs y paCTeHUH HEOI-
HOKpPAaTHO paccMarpuBanock panee [160, 161].

Crnenyer npusHaTh, YTO B JAHHBIM MOMEHT TOJBKO HauMHAETCA
HaKOIJICHHE 3HAHWK O (DYHKUIMOHANBHOW POJIM KaKIOTr0 M3 MPOTEOIH-
THYECKUX (DEPMEHTOB, PETYIUPYIOIUX U 00€CHEeYNBAIOLUINX MPOLECCHI
PKC y pacrenuii. B HacTos111ee BpeMsl BBISIBIIEHO BCETO JIUIIb HECKOJIBKO
(U3NOIOTNYECKUX CYyOCTPaTOB 3THX (DEPMEHTOB, M OYEBUIHO, UTO OOJIb-
LIMHCTBO UX CyOCTPaTOB B OyAYILIEM €lle IPEICTOUT 0XapaKTePU30BaTh.
B coBpeMeHHO# uTepaType UMeeTcsl HECKOJIbKO YKa3aHUi Ha TO, 4TO Yy
pacTeHni, Kak M y KUBOTHBIX, BO BpeMs MHMIMaIuu U pa3Butus PKC
MOTYT (DyHKIMOHHPOBATh MPOTEOJUTHUYECKHUE KacKalbl. BriaBienue
KOHKPETHBIX 3HAONEINTH/a3, YYaCTBYIOIINX B TAKUX KAaCKaaaxX, HECOM-
HEHHO OyzeT mpeAMeToM AajbHeHIInX uccienoBaHuid. Kpome toro, k
HACTOSILLIEMY MOMEHTY y pacTeHui nu3BecTHbI TUIbI PKC, 1151 KOTOPBIX yxe
MIOKA3aHO Y4aCTHE Cpa3y HECKOJIbKUX IPOTEOJUTHYECKHX (DEPMEHTOB,
OZIHAKO BOIPOC O PETYIILMHU UX B3aUMOJCHCTBHI OCTAETCs [TOKa Oe3 OTBeTa.

IIpuamHoif akTHBHBIX HccienoBanuii PKC y demoBeka 1 >KHBOTHBIX,
BO-MHOTOM, siBiisgercst To, 4To PKC y denoBeka HampsMyro CBs3aHa C
mporeccamMu Kanneporenesa. K HacTosmeMy MOMEHTY CTaHOBHUTCS Ode-
BuaHBIM, uT0 PKC y pacTennii nMeeT HEOCpeCTBEHHOE OTHOIIICHHUE K
MpOIeccaM Pa3BHUTHS, a TAKXKE K IporieccaM 00ecriedeH st yCTOHIUBOCTH
pacTeHHii K pa3IMuHbIM CTpeccaM U naroreHam. Takum oOpa3om, uccie-
JIOBaHUSI MOJIEKYJIAPHBIX MEXaHU3MOB perymsunu u pa3sutus PKC y
pacTeHuil nmpuoOperaeT He TOJbKO (QyHAaMEHTAJIbHOE, HO U BaXKHOE
MPUKIIQHOE 3HAYEHHE, T.K. TO3BOJIUT B IEPCIIEKTUBE CO3/IaTh HOBHIE CIIO-
cOOBI YIpaBJIeHUs 3alUTHBIMU PEaKUUsIMUA M [IPOLECCaMU OHTOTeHE3a
pacTeHuil.
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