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POJIb NEMNTUNAHBIX TOPMOHOB .
B PEyndaunnn pOCTA N PASBUTUA PACTEHNWN
N NX ABDAMNTALUNMN K BHEWWHNM ®AKTOPAM

r.r. oMAnrnuoBA1l

1Benopycckuii rocyfapCTBeHHbIN YHUBEPCUTET, Np. HesasucumocTwm, 4, 220030, r. MuHck, benapycb

AHHOTauus. MenTWAHbIE FTOPMOHbLI PACTEHUI MpPeACcTaBMAAT CO60M KAcC CUTHA/IbHBIX BELLECTB, YYaCTBYOLLIUX
B PErynsiLMM NPOLECCOB POCTa U PasBUTUSI PACTUTE/IbHbLIX OPFraHM3MOB, a TakXe MX afanTaluu K CTPeccOBbIM BO3Zeit-
CTBUSIM. VIHAYKUMS TEeHOB, KOAUPYIOLLUX GENKM - NpefllecTBEHHUKN NeNTUAHbIX FTOPMOHOB, OCYLLECTB/ISIETCS B OTBET
Ha pasHooGpasHble BHELUHWE Y BHYTPEHHMUE CTUMY/bI. MenTuaHble TOPMOHbI BOCMPUHUMAIOTCA PacTUTeIbHOM KIIETKOI
C NOMOLLbIO CMELMKUYECKUX PELIENTOPOB U 3anycKalT MHOFOYPOBHEBYIO CUCTEMY CUTHA/IMHIA, 06eCMeUMBAIOLLYI0 KOOp-
OVHALMIO KITETOYHbIX MPOLLECCOB NPY U3MEHSIIOLLIMXCS YC/IOBUSAX CPedbl, PasBUTUE 3aLUTHBIX peakuuii u opMupoBaHue
MUMMyHWTeTa. B HacTosiLLelt paboTe NpoBe/ieH aHaIM3 COBPEMEHHbIX TMTEPATYPHBIX AaHHBIX 0 CTPYKTYPe, PYHKLMOHAIbHOW
aKTVMBHOCTU M MeXaHW3Max CUTHAIMHIa OCHOBHbIX FPYMn NenTUAHbIX FOPMOHOB PacTeHUiA.

Kntouyesble cnosa: nenTuaHble FTOPMOHbI paCTEHMVI; MEXaHNU3MbIl CUTHa/IMHIa; perynauna pocta 1N pasButTuA; yCTOI7I-

YMNBOCTb paCTeHI/Iﬁ.
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ROLE OF PEPTIDE HORMONES
IN REGULATION OF PLANT GROWTH AND DEVELOPMENT
AND THEIR ADAPTATION TO ENVIRONMENTAL FACTORS

H. G. FILIPTSOVA

@Belarusian State University, 4 Niezaliezhnasci Avenue, Minsk 220030, Belarus

Abstract. Plant peptide hormones are a class of signaling substances involved in the regulation of growth and deve-
lopment processes, as well as the adaptation of plant organisms to stress. Induction of genes, which encode precursors
of peptide hormones, occurs in response to avariety of external and internal stimuli. Peptide hormones are perceived by
specific receptors of plant cells and trigger a multi-level signaling system that ensures the coordination of cellular pro-
cesses under changing environmental conditions, the development of protective reactions and the formation of immunity.
This work analyses recent studies on the structure, functional activity and signaling mechanisms of the main groups of
plant peptide hormones.

Keywords: plant peptide hormones; signaling mechanisms; regulation of growth and development; plant resistance.

BBepgeHune

B cuny npukpenneHHOro o6pasa XXun3HU 1 HeobXoAMMOCTU NPUCNOCcabnnBaTbCs K U3MEHSAIOLMMCS BHELL-
HVUM (haKTopam pacTeHus NPUOBPeNn CMOXHYH CUTHAIbHYKO CUCTEMY, 06eCneyvnBaloLLy0 MEXKIETOUHbIE
KOMMYHMKaLMK, a TAKXKE B3aMMOCBA3b OpraHn3ma C OKpy>KatoLLeid cpeaoi. BaxkHeALIMM KOMMNOHEHTOM AaHHOIA
CUCTEMbI BASKOTCS NENTUAHbIE TOPMOHBI, C MOMOLLLH KOTOPbIX OCYLLECTBAAKTCA NOALEPXKaHUE KNETOUHOr0
roMeocTasa, PerynsiLus pocTa 1 pa3BUTHS pacTEHWIA, 3aMyCK MMMYHHOIO OTBeTa, NPOTUBOAENCTBIE NaToreHam
1 BPeAUTENSM.

K nentngam NpuUHATO OTHOCUTL COeAMHEHWUs, BKAOYatowme oT 2 4o 100 aMUHOKUCIOTHbLIX OCTATKOB
M UMetoL e MoNekynapHyt maccy meHee 10 k[a. CTpykTypa v (hyHKUMOHaNbHas pofb OLHUX NenTULOB
M3BECTHbI JOCTATOYHO AaBHO (HanpuMep, ryTaTWOH NPeLCTaBAAeT COO0M TPUNENTUA Y-TNyTaMUa-LUNCTEUHWT-
FAVLMH 1 ABAAETCA LUMPOKO PacnpoCTpaHeHHbIM 3HAOTeHHbIM aHTMoKcuganTom [1]). Apyrue nentugbl
OTKPbITbl OTHOCUTE/IbHO HEeJAaBHO, W BbISB/EHWE UX PYHKLMOHA/bHON aKTUBHOCTU HaxXO4WUTCA Ha CTaguu
CTaHOB/NeHWA. HekoTopble pacTUTeNbHbIe NenTuAbl 061adalT aHTUMUKPOOHO aKTUBHOCTLI U UrpakT
BaXXHY0 POJib B YCTOWUYMBOCTU pacTeHUin K gputonaToreHam [2]. Hanbonee n3yyeHHbIMWU aHTUMUKPOGHbIMU
nenTuaamu SBASKOTCA TUOHUHBI, AedeH3nHbl (DEF), reBeHO- 1 HOTTUHONOAO06HbIE NENTUABI, LUKNOTUABI.
OHM KOHCTUTYTUBHO NPUCYTCTBYIOT BO BCEX YaCTAX PACTEHMIA 1 BbICTYNAKOT KOMMOHEHTaMW BPOXAEHHOMO
nmmyHuTeta [3].

Pan nenTUAOB ABAAOTCA 3/IEMEHTaMW CUTHA/bHBLIX NyTeid, 06ecneynmBaloLLInNX MEXKIETOYHbIE B3anMO-
neicTemsa B buonornyecknx cuctemax [4; 5]. icxoas ns yHKUMOHaNbHOW aKTUBHOCTU, 3TN COEAMHEHMS
MPUHATO Ha3blBaTb MENTUAHLIMU FOPMOHaMK. B oT/Mymne OT OTHOCUTE/IbHO HEBONLLLIOrO KONNYeCTBa Kac-
CUYeCKUX (PUTOrOPMOHOB, NPeLCTaB/IEHHbIX ayKCUHaMu, LMTOKUHUHaMK, rubbepennnHamu, abcumn3oBoi
KWUCNOTOW N 3TUIEHOM, B PacTeHMAX 0OHapY>XEHO HEeCKO/IbKO ThiCAY FOPMOHOB NenTUAHON npupogbl [5].
Tak, B MogensHoM pacteHun Arabidopsis thaliana ngeHtuduumposaHo 6onee 1000 reHoB, KOAMPYOLWMX
nenTugbl C TON WX UHOW GNONOTMUYECKON aKTUBHOCTLIO [6]. MenTugHbie rOPMOHbI MOTYT KOHCTUTYTUBHO
MPUCYTCTBOBATb B PACTUTE/bHbIX TKAHAX UM MHAYLMPOBATLCSA B OTBET HA BHELLIHME BO3AENCTBUSA. DKCNpec-
CUA TeHOB KOHKPETHbIX M30(hOpM MENTUAOB NPOUCXOAUT B ONpefeneHHbIX opraHax U TKaHaX pacTeHus, Ha
pasHbIX CTaAUAX OHTOreHe3a W1, Kak NpaBusio, akTUBMUPYETCA Noj feNCTBMEM BUOTUYECKUX N aBNOTUYECKUX
CTPeccoBbIX (DaKTOpPOB.

B pacTeHusax nenTuabl UMEKT KaK BHEK/IETOUHYIO (anoniacT), Tak U BHYTPUKIETOUHYHO (LMTOMNnasmartuye-
ckast MembpaHa, LMTonnasMa, Bakyonb) nokanmsaumto [4]. OHn MoryT NpoayumnpoBaTbCs B pasiMyHbIX OpraHax
MW HaKanMBaTbCA B OTAE/IbHbIX TKaHSX (Hanpumep, B anugepmunce, NpoBoAsALLMX COCYAax, YCTbUYHBIX KNeT-
Kax). MenTuabl 4aCTO CMHTE3UPYIOTCA B BUAE MYNbTULOMEHHbIX O€MKOB-NpeALLEeCTBEHHUKOB UK 06pasytoTcs
B pe3ynbTaTe OrpaHNMYeHHOro NPOTe0/M3a, a TakxKe Apyrux cnocobos aerpagalmm 6enkos.

CurHa/ibHble NenTuabl MOXHO pasfeNinTb Ha TpU rpynnbl. [iBe M3 HUX NpeACcTaBAsOT COOO0 CeKpeTUpyeMble
nenTuabl, cofepxaLime N-KOHLEBYHO CUTHaNbHYHO MNOCeA0BaTEIbHOCTb, a OA4HA IPynMna BKAKYaeT HECEKPeTU-
pyemble nentugbl [7]. K cekpeTnpyembiM OTHOCATCA HE60/bLLME NOCTTPAHCAALNMOHHO MOAN(NLMPOBAHHbIE
nenTuAbl, KOTOpble NPOAYLMPYIOTCA NOCPELCTBOM MPOTEONMTUYECKOTO MPOLLECCUHTa, U BoraTtble LUCTEMHOM
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NnenTuabl, XapakTepusyoLwmnecs YeTHbIM YMC/IOM OCTaTKOB LMCTENHA, YUaCTBYIOLLMX B (DOPMUPOBAHUN BHYTPU-
MOJIEKYNAPHBIX ANCYNbPUAHBIX CBA3e. B HacToswee BpeMs MAEHTU(HMLMPOBAHO 9 CEMEACTB NOCTTPaHCAS-
LMOHHO MOAUMPULNPOBAHHLIX NeNTMAOB (Hanbonee nyyeHHbIMK cpegmn Hux sBnstoTcs CLAVATAS (CLV3),
RGF, PSK, PSY1, Ce P, CIF, IDA, PIP) n 13 cemelicTB 60ratbix uucremHoMm nentngos (RALF, EPF M EPfL,
SCR v gp.) [8]. CekpeTupyemble NenTuAbl BblAENAOTCA U3 KNETKU M MOTYT NacCUBHO AnGGYHANPOBaTb BO
BHEK/IETOYHOM MPOCTPAHCTBE, B3aMMOZECTBYA CO CNeuupuyeckuMy peLentopaMmy Ha MembpaHax cocefHUX
K/IETOK, NMB0 TPaHCNOPTUPOBATLCA B APYrue opraHbl Mo NpoBOAALLMM TKaHAM. HecekpeTupyemMble nNenTugbl,
K KOTOPbIM OTHOCATCA cucTeMuH (Sys), PEP, ENODA40, BbINOMHAOT CBOM (DYHKLNW B TOW XXe KNETKe, B KOTO-
POiA 6bIM CMHTE3MPOBaHbI, MO0 NMOMNajAlT B aNONAACT NPU Pa3pyLUEHUN KNETKW U aKTUBUPYIOT CUTHa/TbHbIE
CUCTEMbI COCELHUNX KNETOK.

XapakTepucTrKa pas3iMyHbIX Fpynn pacTUTebHbIX MENTUL0B NpefcTaBeHa B psje 6a3 AaHHbIX. B HacTos-
Lee BpeMsi Hanbonee NONHOW ABNsSETCA 6a3a AaHHbIX PlantPepDB, Bkntoyatouas 3848 yHMKaNbHbIX 3anucei
pacTuTeNbHbIX NENTUAOB, BbIAENEHHbIX U3 443 BUAOB pacTeHuid [9]. AHanM3 CTPYKTYpbl 3TUX NenTMAOB Mo-
KasblBaeT, YTo OKOJ/I0 75 % M3 HUX COCTOAT M3 50 1M MeHee aMMHOKMCNOTHBIX OCTATKOB, OCTasIbHbIe UMEIOT
AnvHy 6onee 50 aMUHOKUCIOTHBIX OCTATKOB.

B 3aBMCUMOCTYM OT BMONOTMYECKO aKTUBHOCTY BbIAENSAOT HECKO/bKO (DYHKLMOHANbHBIX FPynm NenT1AoB,
XOTS YCTAHOB/IEHO, YTO OfAMH U TOT XXe MenTWA MOXET 06/1afaTb HECKO/TbKUMY BULAMU BMONOrMUECKO aKTUB-
HocTu. B gaHHOI paboTe NpoBefeH aHa N3 COBPEMEHHBIX 3HAHWI 0 CTPYKTYpPe U G1OTIOTMYECKOR aKTUBHOCTU
NenTUAHbLIX FOPMOHOB, OCOBEHHOCTAX X 06Pa30BaHNSA N CUTHANMHTA.

bnonornyeckasa akTMBHOCTb NeNTUAHLIX ropmoHoB paCTEHMVI

CoBpeMeHHbIe UCCNef0BaHNA CBUAETENLCTBYHOT O TOM, YTO MENTUAHbIE FOPMOHBI PErYIMPYIOT Camble pasHo-
06pasHble BUOXMMUYECKME, OHTOrEHETUYECKME N (PU3NONOTMYECKUE MPOLLECCHI, KOOPAMHUPYS POCT M pas3BuTme
pacTeHWA, a TaKXXe X B3aMMOCBSA3b C OKpYyXKatoLlen cpegoli [4; 7; 8; 10; 11]. O6bI4HO OHW NPEACTaBAAKT CO-
6011 HebobLLME MOMEKy bl, cocToswme 13 10-50 aMMHOKMCNOTHBIX OCTAaTKOB, KOTOPble 06pa3ytoTcs U3 60nee
KPYMNHbIX 6eMKOB-NpeALLeCTBEHHUKOB UM HAMPAMYHO TPaHCMPYIOTCA U3 OTKPbIThIX PAMOK CUUTLIBAHUA NN60
MUkpoPHK 6e3 npoteonusa [5; 7; 12].

BONbLIMHCTBO OXapaKTepu30BaHHbIX HA CErOAHALIHMIA eHb PacTUTE/IbHbIX NENTULOB MNPOUCXOAAT U3 He-
(hYHKUMOHaNbHbIX 6eNKOB-NPeALLECTBEHHNKOB, Ha3biBaeMbIX Npebenkamu. 3penblii nentug obpasyeTcs nocne
ypaneHns N-KOHLEBOW CUrHafbHOW NnocnefoBaTensHOCTH, (DYHKLMA KOTOPOM 3aK/0YaeTcs B Hanpas/eHHO
cekpeLummn npebesika BE3MKYNaMun 3HL0MNA3MATUUYECKOro peTuKynyma. Bmecte ¢ TeM MMeIOTCA JaHHbIE O TOM,
YTO MeNTUAHbIE TOPMOHbLI MOTYT MPOUCXOAMTL U3 (DYHKLMOHAMbHLIX 6e/KOoB-MpeawecTBeHHUKOB [12]. Han-
60n1ee N3BECTHLIMW CUTHA/TbHBIMU NeNTUAaMK, OTHOCALLMMUCA K 3TOR rpynne, asnstoTca CAPE, MHLUENTUHBI
1 cy6TUNasHbIli Nnentug con. X npegllectseHHUKN 061aat0T (PYHKLMOHAIbHON aKTUBHOCTLIO, OT/IMYHON OT
aKTMBHOCTM nenTnaoB. K nentugam, 06pasyowmnmMes U3 0TKPbITbIX PaMOK CUMTbIBaHMSA, 0THOCATCS ENODA4O0,
PLS, ROT4 n HekoTopble gpyrue.

MenTUAHbIE TOPMOHbI MOTYT ObITb MOOGUALHBIMU WX CBA3aHHLIMK C MeMOpaHOW. Kak npasuio, oHW pac-
MO3HAKTCA CneuugpuyecKuMy peLentTopamu, B 60MbLLIMHCTBE Cy4YaeB MpeacTaBfeHHbIMU 6oraTbiMu neiLu-
HOM peuenToponogo6HbiMn kKnHasamu (LRR-RLK) [4; 5].

MenTWAHbIE TOPMOHbLI 06184aK0T MHOTUMU XapaKTepucTMKamum KnacCU4ecKux ropmMoHoB pacTeHuin. OHu pery-
NUPYIOT POCT 1 Pa3BUTUE PACTEHUI B HU3KMUX (HAHOMONAPHBIX) KOHLEHTPaLKsAX, MOryT TPaHCNOPTMPOBATLCA MO
CUMMNIACTY M anoniacTy Ha 60/bLUMe PacCTOAHMS, A1 UX Pacno3HaBaHus TPebyoTca MeMbpaHHbIe peLenTopbl,
a ina nepeeoja MOJeKy/ B aKTUBHOE COCTOSIHME YacTO He0OXOAMMbI MOAUPUKALLMN BTOPUYHbIX TPYMMMPOBOK.
Ha puc. 1 npuBegeHa cxema, AeMOHCTPMPYIOLLAS yyacTve NenTUAHbIX TOPMOHOB B pas3/iMyHbIX MpoLeccax
pocTa v pasBUTUS PacTUTENbHbIX OpraHM3MoB. K HacTosLeMy BpeMeHU NnokKasaHa ponb NenTUAHbIX CUTHaN0B
B 3aLLMTHbIX peakLusax pacTeHWi, NoAaep>XXaHUn NAEHTUYHOCTY CTBOJIOBbIX K/IETOK B anmKaibHbIX MepucTeMax
no6era 1 KOpHs, CAMOHECOBMECTUMOCTM NP ONbIJIEHUN KPECTOLBETHLIX PACTEHUI, a TakxKe nponngepawuu
N g hepeHLUNPOBKE KNETOK.

OfHOW 13 BaXXHEWLWUX PYHKLUMI NEeNnTUAHbIX TOPMOHOB SIBASIETCS UX y4acTue B Pa3BUTUM OTBETHON
peakuMn pacTUTENbHOIO OpraHWM3Ma Ha AelCTBME GUOTMUYECKMX U abUOTUUYECKMX CTPECCOBbLIX (DaKTOPOB,
a TaKxXe accouuauum pacTeHWin ¢ NonesHbIMM MUKpoopraHusmamu. Ha puc. 2 npefcraBfieHa CxXema, je-
MOHCTPUPYIOLLAa yyacTue pasinuyHbIX NenTUAoB B (POPMMUPOBAHWUM YCTONYMBOCTM PaCcTEHUIA K CTPECCOBBIM
BO3JENCTBMAM. 3TN COEANHEHUS ABNSIOTCS KOUYEBLIMU CUTHAbHBIMU KOMMOHEHTaMMW Npyu hOpMUPOBaHMM
UMMYHUTETA K ()UTONATOreHHbIM MUKPOOPraHM3MaMm, HaCEKOMbIM 1 HeMaTodaM. TakxKe OHWM UrPatoT BaXKHYHO
posib B afianTauum pacTeHUI K 3aCONEHUNI0, 3acyxe, rMno- 1 runepTepMum, femumnTy asoTa u gocgopa. Mpu-
YeM OAMH W TOT Xe NenTu MOXeT 06/1afaTb MHOXECTBOM Pas/IMUHbIX PYHKLMWIA UK BbINOAHATL OfHY Crie-
LnrYecKyto hyHKUNIO.
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Pa3BuTME YCTBUYHOIO Pa3BuUTME NUCTLEB Pa3BuTue noGera
annapata (EPF) (PSK, EPF) (CEP, CLE, GASA)
LiBeTeHue, ONi0A40TBOPEHNME, [LeneHne
06pasoBaHue ceMsH MepUCTEMaTUYECKMX KIETOK
(RALF, PSK, GASA, (CLE, PSY1, RGF1)
SCR, SCOOP)
IMpovecchl,
dopmMmpoBaHUE CEMSIH perynvpyemble nﬂ.owéi:)d):pe;i)L(l.VlcgngK:B
1 nnogos (PSK) nenTUaHbLIMA P (éLué‘ PSK)yA
ropMoHamm '
OnageHvie opraHoB DdopmMMpoBaHUE MOSICKOB
ugeTkKa (LLIA) Kacnapw (CIF)

Peakuyisi pacTeHui
Ha CTpeccoBble BO3AelicTBMS
(PEP, RALF, CLE, CEP,
PSK, GASA, SCOOP,
CAPE, Sys)

CumbroTryeckme
B3aMMOOTHOLLEHUS
N pasBUTKE KyGeHbKOB
(CLE, CEP, ENOD40, NCR)

PoCT v pa3BuTVe KOpHei
(RALF, CLE, CEP, PSK,
RGF1, SCOOP)

Puc. 1. YuyacTue nenTUAHbIX FOPMOHOB B MPOLLECcCax pocTa U pa3BUTUS pacTeHWit
Fig. 1. Participation of peptide hormones in the processes of plant growth and development

Puc. 2. YuacTue nenTuaHbiX FOPMOHOB B (DOPMMPOBaHKUM YCTOMUMBOCTI PAacTeHNI
K 6UOTMYECKUM M abUOTUUYECKM CTPECCOBLIM (haKTopam

Fig. 2. Participation of peptide hormones in the formation of plant resistance
to biotic and abiotic stress factors

XapaKTepucTrKa OCHOBHbIX Fpynmn NenTUAHbIX FTOPMOHOB PacTeHWiA

CucteMuHbl. CucteMuH (Sys) - MepBblii CUTHaNbHbLIA NenTug, MYHKLMOHaIbHas Ponb KOTOPOro 6Gblia
ycTaHoBneHa B 1991 r. y pacTeHuin Tomata [13]. OH cocTouT M3 18 aMUMHOKMCAOT € 4-6 ocTaTKamu NponnHa
1 KoHcepBaTUBHbLIM MOTMBOM PPKMQTD Ha C-koHue. [aHHbIli nenTug obpasyeTcs u3 6enka-npealecTBeHHMKa
npocuctemnHa (ProSys), cogepxallero 200 aMMHOKUCIOTHBLIX OCTaTKOB, MPXU MEXaHWYECKOM paHeHUun uam
NOBPEXAEHUN NNCTLEB HACEKOMbIMU-BpeAnUTeNAMU. CUCTEMUH BOCNIPUHUMAETCS peLenTopamMu U NpuBoauT
K 3anyCcKy CUCTEMHOI 3alUWTbl pacTeHunin [14].

Cxoxue nentubl 66111 06HapYXeHbl Y ApYTuX NpejcTaBuTeeil NacneHoBbIX pacTEHUN, TaKUX Kak Tabak,
KapTodenb 1 nepey, [15]. JaHHble NeNTUAbI CTPYKTYPHO OTIMYAIOTCS OT CUCTEMUHA TOMaTa. B 4acTHOCTU, OHK
COAEepXaT rMAPOKCUMPOIMH U NO3TOMY Ha3blBalOTCA rMapokcunponuHenctemmHamm (HysSys). HecmoTtps Ha
CTPYKTYpHbIe pas3nunuus, HysSys BbI3bIBAKOT CXOXMIA 6UONOrMYECKMIA OTBET - aKTUBALMIO CUCTEMHON YCTOW-
ynsocTK [16].

B 1999 r. Ha uMTONNa3MaTUUECKO MemMbpaHe KNEeTOK ToMaTa OblN UAEHTU(MULMPOBAH PeLenTop cCUcTeMUHA
SR160, npefcTaBnstoLLmia coboli TpaHCMeMOpaHHbI 6enok Maccoid 160 k[la, cofep Kallimil BHEKIETOUHBI JOMEH,
60raTbli1 NeNLMHOM, N BHYTPUKIETOUHbIN KMHa3HBIA foMeH [17]. Moka3saHo, 4To peuenTtop SR160 romonoruyeH
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peuenTopy 6paccuHonuga BRI1 ¢ BbICOKMM MPOLEHTOM WAEHTUUYHOCTU aMUHOKMCNOTHBLIX NOCNefoBaTe/lbHO-
cTei [18]. CTOUT OTMETUTB, YTO 3TO YHMKA/bHLIA 418 PacTEHWIA MPUMEP HaNMYMA PeLenTopa, 3anyCKaroLLero
(hYHKLMOHANBbHO pasHble CUrHa/bHbIE NMYTKW: 3alUUTHbLIA U PErynMpYoLWMiA NPOLECCHl pOCcTa U Pa3BUTUS.

Mpu B3aMMOJeNCcTBUMN CUCTEMMHA C peLienTopoM SR160 nponcxoaut MHAYKLMSA CUTHAILHOTO NYTW, KOTO-
pbliA BKNtOYaeT akTuBaumio MAP-KMHA3HOIO Kackafa, COCTOALLEro M3 rpynnbl MATOreHaKTUBMPYEMbIX MPO-
TeuHknHa3 (MAPK) [19], yBenuueHue KOHUEHTpaUMn MoHoB Ca2+B LMToNNa3Me, MUHrMb1npoBaHne NPOTOHHONA
AT®a3bl 1 6bICTPOE NOALLeNauYMBaHNE BHEKNETOUHOM cpefbl [20], akTusauuo hocdonnnassl A2u BbICBOOOX-
[leHVe NMHONEHOBOM KUCNOTbI, KOTOpas AaeT Hayano CUrHaIbHbIM OKCUIMNUHAM, TakKUM Kak (pUToamneHoBas
N Y)KaCMOHOBAA KUCNOTbI, & TaKXKe MOBbILEHWNE YPOBHSA 3KCMPECCUMN 3alMTHbIX TeHoB [14; 21; 22]. Mpu aTom
CUCTEMUH BbI3bIBaET NOAaBMEHME 3KCpeccun psaga POTOCUHTETUUECKUX FEHOB, CBA3aHHbIX C PUKCaLmen yrie-
posa 1 MeTaboiM3MOM YrneBofoB. TaknuM 06pa3oM, CUCTEMUH FeHEPUPYET U YCUIMBAET CUCTEMHBIN CUMHa,
aKTUBUPYS XKACMOHATHBIN MYTb, KOTOPbIA 3aNyCKaeT CUHTE3 COeAUHEHWIA, NPSMO UM KOCBEHHO BO3AE/CTBYO-
WMX Ha BpeguTenein. B paboTe [14] npvBOAATCA AaHHbIE O TOM, YTO NOA AeACTBUEM CMCTEMMHA MPOUCXOAUT
aKTMBaLusa 6nocnHTe3a 6onee 20 6eNKOB, CBA3AHHbIX C 3aLLUTOW PacTeHWA.

Pofb cucTeMrHa B peakumy Ha NoBpexaeHus Oblia BbIICHEHA B psAe UCCMeA0BaHMI C UCMO/b30BAHNEM
MYTaHTHbIX PaCTEHMIN CO CBEpPX3KCMpeccuen 6enka-npeaLiecTseHHUKa ProSys. CUCTEMUH NPOABASET aKTUB-
HOCTb B HAHO- 1 MMKOMOJISIPHbIX KOHLLEHTPaLUAX U CNOCO6GCTBYET YBEIMUEHWIO YCTONUMBOCTM PACTEHMIA K Ta-
KM BpeauTensam, Kak Tna (Macrosiphum euphorbiae), nmunHkm vewyekpbinbix (Spodoptera littoralis), dnTo-
natoreHHble rpubsbl (Botrytis cinerea u Alternaria alternata) [14; 16; 22]. MNMoka3aHo, YTO CBepPX3KCMpeccus
NPOCUCTEMUHA UHAYLIMPYET HaKOMNeHNe MHIMOMTOPOB NPOTea3, KOTOPble PacLLenaT He3aMeHMble aMUHO-
KNCNOTbI B KULLEYHUKE TPaBOSAAHbIX [23]. PacTeHus TomMata C BbICOKMM YPOBHEM 3KCMPECCUN MPOCUCTEMMHA
CUHTE3UPYIOT 60/IbLLIE NETYUUX OPraHNYecKUX COeanHeHNA, NpUBAeKatoLWUX NapasuTongoB T/n, B HACTHOCTK
Aphidius ervi [24].

HepasHWe nccnefoBaHWs NoKasanu, YTo NPOCUCTEMUH ABASETCS NPeALLECTBEHHUKOM He TO/IbKO CUCTEMUHA,
HO ¥ APYTUX HU3KOMOEKYNAPHBIX MENTUA0B, 06/1afatoLL X BEICOKOW 61010MMYECKO aKTUBHOCTBH, B YACTHOCTM
nenTuaoB, 0603Ha4YaeMblX Kak PS1-70 1 PS1-120 1 OTHOCALNXCS K CEMEACTBY BHYTPEHHE HEeYyNnopsaA0YEHHbIX
6enkoB (IDP) [25]. 3TK 6enku, He UMetoLLMe CTabUIbLHOW TPEXMEPHOIR CTPYKTYPbI, UTPatOT BaXKHYH POfib
B KNETOYHbIX MpoLeccax, CBA3aHHbIX C peakLuneli pacTeHUiA Ha CTpeccoBble BO3AeicTBMA. CTPYKTYpHasa nnac-
TUYHOCTb NO3BOJIAET UM NPUHMUMATL aNlbTEPHATUBHbIE KOH(hOPMaLMK, KOTOpble 06ecneunBatoT cneunuguyeckmne
B3aUMOJENCTBNSA CO MHOXECTBOM MOJEKY/SAPHbLIX CTPYKTYP, @ TaKXXe Y4acTBOBaTb B KOHTPO/E K/ETOUHOro
LMKna, MeTabonmamMa, ropMoHasibHOI Nepefaye curHanos [26].

Mentnabl RALF (rapid alkalinisationfactor). Monck cucTeMUHOB B pacTeHUsX Tabaka NpuBes K OTKPbI-
TUIO €LLe OAHOW rpynmnbl CUTHA/IbHBIX NENTUA0B, 06/1a4ar0LWMX CIOCOOHOCTLIO NoALLenayunBaTh BHEKIETOY-
Hyto cpeay, - RALF [27]. B HacTosiee BpeMs nentuabl RALF BbisiBNeHbl Y MHOTUX CEMEHHbIX PacTeHWUi,
BK/IHOYas apabugoncuc, ToMat, puc, NiieHnLy, coto, parnc. MoM1UMo 3TOro, OHU 06HAPYXKEHbI Y MOX006pa3HbIX
(Physcomitrellapatens), a Takxe B psife uTonaToreHHbIX 6akTepuii n Hematog [28]. Mentuabl RALF akcnpec-
CUPYIOTCA B Pa3/IMyHbIX TKAHAX M OpraHax pacTeHUA 1 PeryinpyroT X pa3MHOXEHMWE, Pa3BUTHE N PEaKL M0
Ha BHELLIHMe pa3apaxunTenn. Y pacteHuin A. thaliana cemeiticteo RALF BkntoyaeT 38 reHoB [29].

Mentnabl RALF 06pasytoTcs 13 6osee KpynHOro 6enka-npeaecTBeHHNKA, COCTosALLEro n3 115 aMUHOKNC-
NOTHbIX OCTATKOB, C Maccoi okono 5 kfla. AKTUBHAs YacTb NenTuaa BKIKOYaeT 49 aMMHOKUCNOT U COAEePXUT
4 KOHCepBaTUBHbIX OCTaTKa LMCTENH], KOTOPble POPMUPYIOT 2 AMCYNbHUAHBLIX MOCTUKA [27].

B 2014 r. 6bin ngeHTUGMUMpOoBaH peuenTop nentugos RALF - FERONIA (FER), npuHagnexatiuii K cemeii-
CTBY peLenToponofobHbix knHas (RLK1Ls) [30]. Obpa3osaHue komnnekca RALF - FER nHuuumpyeT 3anyck
nyTe CUrHaNbHOWN TPAHCAYKL MW, MPUBOASALLMX K U3MEHEHUIO psfa KNeTOYHbIX NPoLeccoB: hochopunnpoBaHuto
H -ATdasbl nnasmaTuyeckoin MeMbpaHbl U MHFMOMPOBaHNIO TPaHCNOPTa NPOTOHOB, B pPe3ynbTaTe Yero npo-
NCXOAUT NoALLenavnBaHne BHEKNeTOUHOro matpukea [30]; akTmeauum KanbLMANpoHMUaemoro kaHana MLO
(mildew resistance locus O) 1 yBeIMUEHMIO KOHLEHTpaLMUK LMTONIa3MaTuyeckoro Kanbumus [31]; aktueayuu
HAL®-okcuaassl U NOBbILLEHNUIO YPOBHS aKTUBHbLIX (hopM Kncnopoga (APK) B knetkax [32].

Mentnabl RALF urpatoT BaykKHYH pofb B PEryNALMM NPOLIECCOB POCTA U Pa3BUTUS paCTeHMIA. BONbLIMHCTBO
npeacTaBuTenei cemeiictea RALF BbI3bIBalOT MHIMGUPOBaHME POCTa MPOPOCTKOB U UX OTAENbHbIX OPraHoB
[27; 28; 33; 34]. Mpu 3K30reHHOM NPUMEHEHUN faHHbIX NENTUAO0B HabMOaeTCH pe3Koe TOPMOXKEHME pocTa
KOpHeli 1 06pa3oBaHNA KOPHEBbLIX BOMOCKOB [27]. WccnefoBaHms Ha TpaHCreHHbIX pacTeHuaxX apabuaoncuca
nokasasnm, 4to ceepxakcnpeccusa nentngos RALF1 n RALF23 npuBOAMT K NOABNEHNIO Kap/IMKOBbIX pacTe-
HWi1 [34], 4TO aBTOPbI CBA3LIBAIOT C 3aMef/IEHNEM pOCTa KNeTOK pacTskeHneM. VIHTMbupoBaHme pocTa Takxke
MOXeT BbITb BbI3BAHO TeM, YTO Komnaekc RALF - FER vHayuupyeT TpaHcKpunuuio peuentopos TIR1/AFB
(transport inhibitor response 1/ auxin-signaling F-box) u, kak cneacteme, yoUKBUTUH3ABUCUMYIO ferpajaumio
(haKTOpOB OTBETA Ha ayKCuWH [35]. VimMetoTcs faHHble 0 ToM, 4To nenTuabl RALF yyacTBytOT B 6paccmHocTepona-
onocpefoBaHHOM MopgoreHese KOpHs [36], T. €. MOTYT BbICTyNaTb HEraTUBHLIMU PErynaTopamMu pacTsXXeHus
K/ETOK, MPOSABNASA aHTarOHN3M C 6paccUHOCTEpPOMAMU.
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Kpome Toro, nentmasl RALF npuHMMatoT yyacTue B perynaumu npoiecca ABOWHOIO OMNIOA0TBOPEHUS,
B YAaCTHOCTU B Mepefaye CUTHANIOB MeXAY MYXCKUMU W XKEHCKMMUN rameTaMmu, pocte 1 obecnevyeHnn LLenocT-
HOCTW KOHYMKa NblfbLeBoi Tpy6ku [31]. OTMevaeTcs Hannune (HYHKLMOHAIbHON CBA3W MeXAY nentugamu
RALF 1 KafbLMeBbIMW CUTHANAMWU. Y CTAHOB/IEHO, YTO NpU HapyweHun RALF-curHanuHra He gopmmpyeTtcs
LMTO30MbHbIN rpagmeHT noHoB Ca2+ HeoOX04MMbIN AN 06pa30BaHNA MNblIbLEBOWA TPYOKU.

Mentugbl RALF4 n RALF34 aHTaroHUCTUYECKU PErynupytoT LLeN0CTHOCTb KETOUHON CTEHKM MNblIbLEBON
TPYO6KU 1 NpefoTBpaLLaloT ee NnpexxaeBpeMeHHbI pa3pbiB. Kak CBUAETENbCTBYIOT pe3ynbTaTbl paboThl [37],
B3aMMOJeCTBUe 3TUX NeNTUALO0B C peLenTopoM FER BbINOMHAET ABOSKYHO (DYHKLMWIO: C O4HON CTOPOHbLI, 06e-
crneynBaeT NPOHMKHOBEHWE CMEPMUA B PbibLe NECTUKA, C APYTrOi CTOPOHbLI, NPefOTBpaLLaeT MHOXECTBEHHOE
OM1040TBOPEHME.

ElLe ogHOI BaXXKHOM thyHKLUMen nenTnaoB RALF aBnseTca perynsums MMMYHHOTO 0TBeTa KNeTKu. pu Bos3-
LeCTBMN NaTOreHHbIX MUKPOOPraHM3MOB OHY CMOCOGHbI MHAYLMPOBATb [Ba COBEPLUEHHO Pa3HbIX MeXaH/3Ma
curHanuHra [38]. Mentuabl RALF, koTopble pacliennstTcsa cy6TUnM3nHNoAo6Ho cepmHoBOI npoTeasoli (S1P),
Takne kak RALF23 n RALF33, MmoryT nHrnbuposats reHepaymtio APK, BbI3BaHHYO 3/IMCMTOpaMm NaToreHa,
N CHKaTb UMMYHUTET pacTeHuiA. Mentuabl RALF, y KOTOpbIX OTCYTCTBYET CaiAT pacuienneHus S1P, HanpumMep
RALF17, cnoco6CTBYHOT poCTYy KOHLeHTpauun A®K 1 3anycky UMMYHHOro oTeeTa. AHanm3 610N10rnyeckoii
aKTMBHOCTY 34 B1A0B nenTnaos RALF in vitro nokasasn, 4To nx posib B UMMYHOMOZAYNALKUMW 3aBUCUT HE TO/bKO
0T caliToB pacuienneHns S1P [33]. IMMYHHbIA OTBET, MHAYLIMPOBaHHbIV nenTugamMu RALF, BKNoYaeT ceputo
CUTHA/TbHbIX peakuuid, TaKUX Kak akTuBaums MAP-KMHa3HOr0 Kackaza, NoBbllleHWe KOHLEHTpauum noHos Caz+
B LUTONMa3Me, U3MEHEHWE YPOBHS CTPECCOBbLIX FOPMOHOB [32; 39-41]. OTK peakuuu cnocobCTBYIOT yBeu-
YEHMIO YCTOMUMBOCTM pacTEHUI K BUOTUYECKMM CTpeccopam. Hanpumep, y pacTeHuit com nentuasl RALF4
n RALF24 nosbllaloT YCTOMYMBOCTb K Fusarium oxysporum [42]. ¥ pacTeHuit panca nentug RALF10 Bbi-
3blBaeT opmupoBaHne uMMyHuTeTa K Sclerotinia sclerotiorum [43]. Mpw 3TOM HeKOTOpbIE PUTONATOreHHbIE
rpvbbl U HeMAaTOAbl TAKXXe MOrYT CEKPeTUPOBaThL pacTuTesbHble roMmonory RALF ang nogaBneHns UMMYHHbIX
peakLuii X03g1MHa 1 MOBbILIEHWS ero BOCNPUMMUYMBOCTM K 60ne3HaAM [28; 44; 45].

Mentnabl RALF nrpatoT onpeaeneHHyo posb B YCTOMUMBOCTM pacTeHMIA K HE61aronpusTHbIM (hakTopam
abroTmueckoii npupogel. ImetoTcs faHHbIe 06 y4acTMmM 3TUX NenTuL0B B (JOPMMPOBAHUN YCTONYMBOCTM pac-
TEHUI K conesoMy cTpeccy [11; 46; 47]. Ceepxakcnpeccus nentuga RALF8 nosbiwaeT 4yBCTBUTENLHOCTb
apabugoncuca K 3acyxe. B pacteHusx xnonka nentug RALF33 aBnseTcs perynsatopom yCTOMYMBOCTM K XO-
NojoBOMY U coneBoMy cTpeccam [48]. OueBMAHO, UTO pasMuHble npefcTaBuTenu cemeiictsa RALF o6na-
[aloT pasHbIMU BUAAMU BUONOTMYECKO aKTUBHOCTM U BbIMOHAKOT B PACTUTENbHbIX OPraHn3mMax MHOXEeCTBO
(hYHKLMIA, obecneymBas MHOIOYPOBHEBYIO Perysaumio NpoLeccoB pocTa, pasBuUTUS 1 ajantauumm K Hebnaro-
NPUATHBIM (haKTopam cpegbl.

Mentnabl CLE (CLV3/embryo surrounding region-related). BaXXHbIM KOMNOHEHTOM KNE€TOYHOM CUTHa-
NN3aummn y pacTeHuid ABNSAETCH CeMECTBO NeNTUAHbIX ropMoHOB CLE. BrepBble FeH, KOAUPYIOLWMIA NenTug
CLE, 6b1n1 BbISIBNIEH Y KYKYpY3bl (Zea mays) B 1997 . [49]. B HacTosllLee Bpems UneHbl cemeiicTa reHos CLE
06Hapy>KeHbl y BCEX NCCNeA0BaHHbIX CEMEHHbIX PaCTEHWIA, a TakxKe nevyeHoYHnKa (Marchantiapolymorpha), mxa
(P. patens), 3eneHbix Bogopocneit (Chlamydomonas reinhardtii), 370 no3BonseT NpeanonoXuTb, YTo NeENTUAbI
CLE aBnsatoTCcs 3B0MOLNOHHO-KOHCEPBATUBHBIMW CUTHA/IbHbIMU coeanHeHnaMmun [50-53]. PacTeHusa A. thaliana
cofiepXat 32 uneHa cemeicta reHoB CLE, KoTopble KOAMPYIOT 27 pas/iMuHbIX 6enKoB-NpeLecTBEHHNKOB
anvHoi ot 50 o 100 aMUHOKMCNOTHLIX OCTATKOB [54]. MouTy BCe opraHbl Y TKaHW 3TOr0 pacTeHus, B TOM
yucne NUCTbA (3a UCKIHOUYEHMEM YCTbUYHbBIX KNIETOK), CTEONN, KOPHU, Pa3NnUYHbIe OpraHbl LBETKA, 3KCMpeccu-
pytoT 3 n 6onee reHa CLE. Skcnpeccns MHOTMX reHOB NEepeKpbIBAeTCA, U MeXAY HUMW MOTYT CyLLecTBOBaTb
aHTaroOHWCTUYECKNe NN CUHepreTnyeckme B3ammopeincTems [55].

Benkn CLE MMEIOT KOHCEPBATUBHYIO CTPYKTYPY, BKOUatoLLyto N-KOHLEBOW CEKPETOPHbIV CUTHa/bHbII
NenTuA U KOHCEPBATUBHbIA 12-14-aMMHOKMCNOTHbIA CLE-gomeH Ha C-KoHue [56]. Bblno 06Hapy>XeHo, 4To
HaMMeHbLUEN eaUHULLERA, MPOSBASIOLLENA aKTUBHOCTb, ABNSETCS NenTug u3 12 ammHoKMCNnoT. Hanpumep, 3penble
nentugbl CLV3 coctoAT u3 12 unm 13 ammHokumcnot (RTVP SGPDP LHH(H)), Bkntoyas 2 ocTaTka rmgpoKcunpo-
NnHa (0603HaYeHbl Kak P*), koTopble MOFYT ObITb FMKO3MMPOBaHbI (Yallle BCEro octaTkaMu apabuHosbl) [57].
I"nnko3nnuposaHHas opma CLV3 06nagaeT NoBblWEHHbIM CPOACTBOM K CBOMM peLenTopam.

B 3aBMCUMOCTY OT (hYHKLMOHANBHON aKTMBHOCTM BbIAENAOT YeThlpe rpynnbl nentngos CLE: 1) nentu-
[bl, NOAABNAOLLME pa3BUTHE anWKalbHOW MepucTeMbl U ANPHepeHLNPOBKY KIETOK MPOBOAALLNX COCYAOB;
2) NenTuabl, NPOSBASAIOLWME TOMBKO MEPUCTEMUHINOMPYIOLLYIO aKTUBHOCTb; 3) NenTUAbl, OCYLLECTBAAIOLLME
oM epeHLMPOBKY KIETOK COCY0B NPOTOKCUAEMbI; 4) NenTuAbl, He 0KasblBatoLLe ABHOIO BAUAHNUA Ha (heHO-
TUN pacTeHuid [5; 52].

Buonoruyeckas akTMBHoCTb NenTuaoB CLE 06ycnoBneHa nx B3aumMoLeincTBMEM C peLentopamu, 06HapyXeH-
HbIMM B 6O/ILLLUMHCTBE pacTUTENbHBIX TKaHel. Hanbonee pacnpocTpaHeHHbIe TUMbI PELLENTOPOB 3TOM CUrHANIbHOM
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CUCTEMbI BK/TIOYAKOT pPa3/NYHble KUHA3bl: Goratble NEALMHOM peLenToponofo6Hble MPOTENHKMHASEI, B TOM
yucne peuentoponogobHelie 6enku CLV1 n CLV2, peuentoponogo6bHyto npoTenHkmnHaly RPK2 (receptor-like
protein kinase 2), peuentopsl BAM (barely any meristems), CIK (CLV3 insensitive receptor kinases) n ncesgo-
KuHazy CORYNE (CRN) [53; 58; 59]. ¥ pacTteHuin A. thaliana oxapakTepn3oBaHO HECKO/LKO PeLenTopos,
C KOTOpbIMW MOTYT cBsi3blBaTbCA nentugabl CLE, - CLV1, CLV2, RPK2, peuentoponogo6Has NpoTeMHKUHa3a
ACR4, PXY/TDR 1 SOL2/CRN [54; 60-62]. ®YHKLNOHa/IbHbIE Pa3iMums MeXAY 3TUMU TUNaMU PELLENTOPHbIX
KOMMJIEKCOB U HUXKECTOSLLME KOMMOHEHTbI aKTUBUPYEMbIX CUTHASIbHBIX MYTei MoKa N3yyeHbl HeJOCTaTOUHO.
MmetoTcsa nccnefosaHus, cBuaeTeNsCTBYOWMe 06 yyacTum MAP-KuHasbl 1 G-6€/1K0B B 3TOM MPOLIECCe, a TaKKe
0 Ha/NM4YUK B3aMMOCBA3N MeXay nepefavein curHanos CLE n aykcuHa [63].

MenTnaHble ropmoHbl CLE perynunpytoT MHOrve bmanonoruyeckne npoueccol. Hanbonee 3Haummasi posnb
3TUX FOPMOHOB 3aK/H0UaeTCA B MOAAEPXKaHNM rOMeocTasa anmKanbHON MepucTeMbl mobera n KonyecTsa opra-
HOB LIBETKA, feNeHnn 1 AudhepeHLMPOBKE KNETOK MEPUCTEMbI KOPHER, (POPMUPOBAHNN apXUTEKTYPbl KOPHEBO
cucTembl, 06pa3oBaHNM NPOBOAALLUX COCYLO0B, ayTOPErynaumnm pasBnTms Kny6eHbKoB, perynsuum MMKOPU3HbIX
CUMOMOTUYECKMX OTHOLLEHWI [51; 52; 55; 57; 63].

HenpepbIBHLIA POCT OpraHoB Y pacTeHU 3aBUCUT OT nponudepauun u gndhhepeHLMPOBKN MepucTema-
TUYECKUX KNETOK, 4YTO 06ecneymBaeTcs CUrHaibHbIM nentugom CLV3 v TpaHCKPUNULMOHHBLIM (PakTopoMm
WUSCHEL (WUS), mexay KoTopbiMU opMUpyeTca oTpuLaTenbHas obpatHas cBasb [57]. TpaHckpunuum-
OHHbIW thakTop WUS nopfepxusaet HegnddepeHLUpoBaHHOE COCTOSHUE MEPUCTEMATUYECKMX KNIETOK [64].
CurHanbHbI nentung CLV3, Hao60poT, cnocobeTByeT nx AuddepeHumposke. Baaumogelicteue nentuga CLV3
¢ peuentopoM CLV1 npvBoAMT K MHTMOMPOBaHMIO TpaHCKpPUNUMOHHOMO (hakTopaWUS. Moagep>kaHne yHK-
LIMOHaNbHOI aKTUBHOCTM anmnKabHON MepucTeMbl Nobera TakXXe onocpefoBaHo napannenbHbiMy CLV'1-He3a-
BMCUMbIMW NYTAMMK, cBsi3aHHbIMKM ¢ peyenTopamm CLV2, CRN n LRR-RLK ERECTA [53].

3kcnpeccus reHa CLV3 HabnogaeTca NpeMmyLLecTBEHHO B NEPBOM 1 BTOPOM CNOSIX KNETOK LieHTPasbHO
30Hbl MEPUCTEMbBI. Y MYTaHTHbIX pacTeHU ¢ monyawmnmu reHamu clvl, clv2 n clv3 guddepeHuMpoBKa Kne-
TOK anvKasbHOW MepUCTeMbl Nobera 3ameIfeTcs, U pasmep LieHTPanbHOM 30HbI CU/IbHO YBennyneaeTcs [55].
Cxoxue aththeKTbl XapakTepHbl 4ns apyrux nentngoB CLE, Takmx kak CLE42 n CLE44. MokasaHo, 4To runep-
3KCNPEeCCUs reHOB, KOAMPYIOLLUX faHHble NENTUAbI, MPUBOANT K NOSIBNEHUIO KYCTapHUKOBUAHBIX Kap/IMKOBbIX
pacTeHWi, Y KOTOPbIX OTCYTCTBYET BepXyLLUEYHOe JOMUHUPOBaHUe [65].

B paboTe [52] ycTaHOBNEHO, YTO 3K30reHHoe npumeHeHne nentuaos CLEL - CLE7 unu cBepxakcnpeccus
NX NpeLUIecTBEHHWKOB MPUBOAAT K NOAAB/EHUNIO pereHepauny noberos A. thaliana, 4To 06ycnoBneHo penpec-
CUeld TpaHcKpunuuoHHoro daktopa WUS. Cxoxee 6uonorunyeckoe geitctene nentngbl CLE okasbiBaloT Ha
MepucTeMy KOpHeR, cnocobcTBya AndhepeHUMpoBKe KNeTok [65]. B paboTte [51] ycTaHOB/EHO, YTO B anunKasb-
HOn MepucTeMe KopHsl nenTuabl CLE sBnsitoTCa HeraTMBHbIMKM perynatopamu, a nentugbsl RGF (root growth
factor) - nonoXuTenbHLIMK perynsaTopamu NoLAepXXaHus AeneHns MepucTemMaTuyecknx KneTok.

Mentnabl CLE hyHKLUOHMPYIOT B eLLe 04HOM TUME AeNLNXCA KNeTOK, Ha3blBaeMbIX COCYAMCTON MepucTe-
MOWA, NN NpokambueM. MNpokambuanbHble KNETKW HaXoaaTCs MeXay 103MOi U KCunemoli n MoryT anddepeH-
uMpoBaTbCa B 06a TMNa npoBoAdALmnx cocyos. Mentuabl CLE 0Ka3biBalOT BAMSHUE Ha pa3BUTUE COCYJ0B Kak
B MPOCTPAHCTBe, TaK 1 Bo BpemMeHn [57]. Cyabby npokambuasbHbIX KNETOK onpeaensieT NenTug, Ha3blBaeMblid
(hakToOpOM MHITMBUpoBaHMA AndhepeHLMPOBKIM TpaxeapHbiX 31eMeHTOB (tracheary element differentiation in-
hibitoryfactor, TDIF). OH fiBnseTcs fjojekanenTniom ¢ 2 octatkamu rugpokcunponuda (HEVP SGP NPISN).
AMVHOKUCNIOTHaA nocnegoBaTeibHoCcTh nentuia TDIF naeHTUYHA aMUHOKUCIOTHOW NocnefoBaTeIbHOCTU
nentugos CLEA1 n CLE44 y apabugoncuca. MNMokasaHo, 4Tto runepakcnpeccus nentuga CLE44, a Takxke
3K30reHHas 06paboTKa pacTeHui apabugoncmca sTUM NENTMAOM CNOCOBGCTBYIOT AENEHMIO KNETOK NpoKamous
N UHTMBMPYIOT AN depeHUNpPOoBKY Keunemsl. Apyrue nentugbl CLE BAMAIOT Ha pa3suTre hnoamel. Hanpumep,
nentug CLE25 cnoco6eTByeT anddepeHympoBke pnosmbl, a nentug CLE45 ee nHrnéupyer [51]. Mpeactas-
NEHHbIe faHHbIe CBMAETENbCTBYHOT O CIOXHOM PEryNSTOPHON CMCTeMe, yNpaBstoLLeil pa3sBuTMeM NPOBOAALLNX
anemeHTOB. MNpegnonaraeTcs, 4to 6uonormyeckas akTMBHOCTL nenTuaos TDIF cBsizaHa € UX BAMSHWMEM Ha
PIN-onocpeaoBaHHbI MNOMSPHBIA TPAHCMOPT ayKcuHa [66].

CTOMT OTMeTUTb, 4TOo NenTugbl CLE nrpatoT BaXKHYO pOb He TONLKO B 3HAOIEHHbIX NporpamMmmax passu-
TUS pacTeHWA, HO 1 B peakUUsaX Ha AeiiCTBMNE (haKTOPOB CPefbl, BKKUAs CUMOMOTUYECKUE B3aUMOLENCTBUA
C MUKpoopraHmamamu. MokasaHo, 4To nentugbl CLE yyacTBytoT B 06pa3oBaHUM Kny6eHbKOB Y psga 6060BbIX
pacTeHWid, TakmMx Kak nsgseHel, (Lotusjaponicus), cos (Glycine max) n ntouepHa (Medicago truncatula) [55].
TakKe OHW UHAYUMPYIOTCA NpY B3aUMOLENCTBUM PacTEHWUI C (PUTOMATOreHHbIMU HEMaTo4amMu U MUKPOOpPra-
HM3Mamu. B paboTe [67] ycTaHOBMeHO, 4To nentuabl CLE MOryT OCyLLeCTBAATL MHAYKLMIO UMMYHUTeTa. OHW
BOCNPUHMMAIOTCA peLienTopoM 6akTepuansHoro 6enka narennnHa (FLS2) 1 BbI3bIBAOT CEPUIO BPOXAEHHbIX
MMMYHHbIX peakunii, orpaHMumnBaloLLMX pacnpocTpaHeHme 6akTepuanbHbIX uTonatoreHoB. Kpome Toro,
nentuabl CLE y4yacTBYOT B (DOPMUPOBaHUN YCTOMYMBOCTU pacTeHWii K abMOTUUECKMM CTpeccopam, Takum

10



O630pHble cTaTbn
Reviews

KaK 3acyxa 1 gemumnT makpoanemeHToB [59]. Tak, ak3oreHHas 06paboTKa pacTeHunin nentuaom CLEY nHay-
LMPYET 3aKpbITWe YCTbULL U NOBbILLAET YCTONYMBOCTb K 3aCyXe, UTO CBA3bIBAIOT C akTuBaumeihr MAPK3 1 aByx
CUTHa/bHbLIX KOMMOHEHTOB 3aMblKatloLWwmnX KneTok - ABK-npoTemHkmMHasbl OST1 (open stomata 1) u aHUOHHOIO
kaHana SLAC1 (slow anion channel 1) [10]. Mentng CLEA45 urpaeT 3HauMTeIbHYO POSb B peakuumn pactTeHui
Ha BbICOKOTEMMNepaTypHbIn cTpecc [68].

Mentuabl CLE yyacTBYIOT B perynsaumum a3oTHoro, ¢octhopHoOro 1 yrineBofHOro obmeHa pacteHuid. MNoka-
3aHO, YTO NPV HM3KOM YPOBHE a30Ta B K/eTKax NepuLmnkna KopHein aktueupytotes reHsl CLEL1, CLE3, CLE4
n CLE7, sTo npuBOAMT K NOAaBfIEHNIO pOCTa GOKOBbLIX KOpHei [69]. Mpu AOCTaTOMHOM KOMWYECTBE 3TOrO0
anemMeHTa ycunmeaeTcs akcnpeccus reHa CLE2. Mentug CLE14 onocpefyeT pa3BUTMe CTPECCOBOr0 CUrHana
NP1 HA3KOM CofiepXkaHnm ocgaToB B KOPHAX. OH 0Ka3blBaeT BUSHUE Ha COOTHOLLEHME NPOLLECCOB fe/eHuns
N AMhhepeHLMPOBKIM KNETOK annKanbHOW MepUCTEMbI KOPHSA, MHTMOMPYS NepBUYHBIA pocT KopHeit [70]. Bepo-
ATHO, 3TOT CUTHA/bHBIA Ny Thb MO3BO/SET PACTEHUAM afaNTUPOBATLCS K YPOBHIO (hoCaToB B Cpeje: B yCOBUAX
nX geuunta pacTeHUs U3MEHSOT CKOPOCTb POCTa KOPHE, YTo6bl YBENNUYNTL MOT/OLEHNE HEOOXOANMBIX
MaKpO3/1eMEHTOB.

Taknm 06pa3om, NpesAcTaBieHHbIe AaHHbIE CBUAETENLCTBYIOT 0 TOM, UTO nentugbl CLE feiicTBYIOT kak Me-
[MaTopbl 3KONOTMYECKMX U PU3NONOTUYECKUX CTUMYOB, 06ecneunBas CTPOryto KOOpAMHaLUMIO BHYTPEHHUX
NPOLLECCOB Pa3BUTUSA PacTEHUI Npu afanTaumMm K U3MEHAIOLLUMCS YCNOBUAM CPeabl.

Mentugbl PEP (plant elicitorpeptides). BaxHyt0 posib B YCTONYUBOCTY PACTEHMIN K CTPECCOBBLIM (PaKTOpam
urpatoT nentugbl PEP, o6nagatoLye snncMTOpHbIMY CBOCTBaMU. OHUM NpeACcTaBNsAoT co60l B6oNbLUYI0 rpynny
nenTuLOB, cofepXaLinx ot 23 40 36 aMUHOKMCNOTHBLIX OCTATKOB. [laHHble NenTuibl 06pasyoTcs B pacTeHUAX
13 6onee KPynHbIX 6eNKOB-NPeALLEecTBEHHUKOB B OTBET Ha CTPECCOBbLIE BO3AECTBUSA, BOCMIPUHNMAKOTCA pac-
TUTE/IbHLIMW K/IETKaMn € NOMOLLbIO CMELM(pUYECKUX PELLEeNTOPOB N 3aMyCKatloT Kackag 3alUTHbIX peakLuii,
TaKUX Kak akTuBauus MpoTeMHKMHA3 1 (hocopunmnpoBaHmne 6enkoB, 06pa3oBaHNe BTOPUYHBLIX MECCEHIPKEPOB,
CUHTE3 CTPECCOBbLIX TOPMOHOB W MOBbLILIEHWE YPOBHA 3KCMPECCUN 3aALLUTHBLIX FEHOB, MPUBOJALLMX B UTOre
K (hopMmnpoBaHUIo utoummyHuTeTa [71-74].

MepBbIil NpeacTaBNTENb NENTUAHBIX 3MMCUTOPOB PacTEHWIA 6bin BbigeneH B 2006 I. u3 nuctbeB A. thaliana
1 Ha3BaH AtPepl [75]. AaHHbIi nentug coctouT us 23 ammHokncnot (ATKVKAKQRGKEKVSSGRPGQHN) 1 06-
pasyetcs M3 C-TepMUHanbHOrO KOHUA 60nee KpynHoro 6enka-npegwectseHHMka PROPEPL. K HacToswemy
BpemeHu nentuabl PEP ngeHTUduumposaHbl y 6onee yem 50 BUAOB pacTeHWUI M3 CEMECTB KPECTOLBETHbIX,
nacneHoBbIX, 6060BbIX, PO30LBETHLIX W 3M1aK0BbIX [76]. B pacTeHuax A. thaliana o6Hapy>keHO 8 roMonoros
AtPep 1, COOTBETCTBEHHO, 8 6e/IKOB-NpeALIeCTBEHHUKOB, KOTOPbIE KOAMPYIOTCA HEGOMbLUUM CEMENCTBOM re-
HOB. Y apabugoncuca 66110 naeHTuguuuposaHo 8 reHos PROPEP [77], y Kykypy3bl - 7 reHoB PROPEP [78],
y 6pokkonu - 9 reHoB PROPEP [79]. ¥ apyrux BUaoB NCCNeA0BaHHbIX PACTEHMI NX KONMYECTBO, Kak NpaBuno,
orpaHuyeHo 1-2 reHamu [80].

Benkn PROPEP 06Hapy»eHbl B ABYX pa3HbIX CYBKNETOUHbIX KOMNapTMeHTaX - LUT030/1e U ToHonnacte [76].
VNHAYKUNA TeHOB, KOAMPYIOLWMX faHHbIE 6eNKKU, OCYLLECTBASETCA NPYU MeXaHUYECKOM NMOBPEXAEHUN TUCTLEB
6aKTepnanbHbIMU, TPUOKOBBLIMW U BUPYCHbLIMK NaTOreHaMu, a TakxKe Npu 06paboTke pacTEHWUI CTPECCOBbLIMM
ropMmoHamu [81-83]. YcTaHoBMEHO, 4TO PEP-3aBUCMas nepegaya CUrHan0oB BbI3bIBAET aKTUBaLMIO (UTOUMMY-
HUTETa U MPUBOANT K YBEIMYEHWNIO YCTOWUYMBOCTM pacTeHMIA K CTPECCOBLIM BO3AEACTBUAM KaK BMOTUYECKONA,
Tak 1 abuoTunyeckol npupoabl [71; 76; 79; 84; 85].

PeLenTopbl 3HAOreHHbIX NeNTUAHLIX 3NUCUTOPOB, 0603HaYaeMble Kak PEPR, npeacTaBnstoT coboi TpaHc-
MeMOpaHHble 6efiKK, PacnoNOXEHHbIE Ha LIMTONa3MaTMYecKo MemM6paHe 1 NpuHagnexatiue K knaccy 6oratbix
nenunHoOM peulenToponofobHbIX KnHa3 [86; 87]. Ha npumepe nentugHoro anucutopa AtPepl ycTaHOBNEHO,
YTO MPKU ero B3aUMOAeNCTBUM C peLenToOpoM HabMIoAa0TCA MOBbLILIEHWE YPOBHSA LUK/INYECKOro ryaHO3WH-
MOHO(ocaTa 1 aKT1BaLmMs HyKNeoTMA3aBMCUMbIX KaTMOHHbIX KaHanoB CNGC2 (cyclic nucleotide-gated cation
channel 2), o6ecneymBatoLLMX BX04 BHEKNETOYHOMO KasbLus B LUTONNA3MY. YBeNnUYeHne KOHLUEHTpaL M MOHOB
Ca2+3anyckaeT psig Ca2+3aBUCUMbIX MYTER CUTHANM3aUUK, NPMBOAALLMX K akTuBaumm HALP-okcnaassl 1 no-
BbILUEHWIO YPOBHA CYyNepoKCUAHbIX aHUOH-PaAMNKaIOB M Nepekncy BoA0poAa B anonnacte, akTuBaLumm Kab-
MOZLY/INHA 1 Ka/lbMOAYIMHMOL06HbIX 6e71K0B 1 cHTe3y NO B KNeTke, a TakKe aKTUBaL MU Ka/lbLniA3aBNCUMbIX
NpoTenmHKMHa3 [88; 89]. MexaHun3mbl PEP-curHannHra u nx posb B yCTOMYMBOCTM PacTUTENbHbLIX OPraH13MOB
K BMOTUYECKMM CTPECCOBLIM (haKTopam paHee 6binu NpefAcTaB/eHbl B 0630pHOI cTaTbe [90].

B pa6oTe [91] NpoAemMOHCTPUPOBAHO, YTO NeNTUAHbIE 3NUCUTOPLI OKa3bIBAOT BAUSHUE HA YCTOMYUBOCTb
pacTeHWin He TO/IbKO K BUMOTUUECKUM, HO U K aBMOTUYECKUM HEBaronpuATHLIM (akTopam, Hanpumep OK1cIu-
TeNbHOMY cTpeccy. [oKa3aHo, YTO 3K30reHHas 06paboTka pacTeHuid nenTugoM AtPepl Bbi3blBAET MHAYKLMUIO
CUTHAJIbHbIX CUCTEM C yyacTuem APK, akTUBaLMIO aHTUOKCUAAHTHbLIX (DEPMEHTOB NEPOKCUAA3bI U CYNepoKcua-
AMCMYTa3sbl, B pe3yfibTate Yero NpOUCXOAUT CHUXEHWE CKOPOCTM OKUCIUTENbHbIX MPOLECCOB B pacTeHUsX,
NOABEPrHYThIX OKNCAMTENbHOMY cTpeccy. OUeBUAHO, UTO nenTuabl PEP npeacTaBasioT cO60i BaXKHOE 3BEHO
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B (DOPMUPOBAHN YCTOMUNBOCTY PacTeHNIA K pa3HO06pa3HbIM CTPECCOBLIM BO3[ENCTBMAM, YCUINBAA 3aLLUTHbIIA
OTBET KNeTKW. Ha npumepe 6GPOKKOMM NPOAEMOHCTPUPOBaHa poib NenTnaos PEP B yCTOWYMBOCTY pacTeHMiA
K 3aconeHunto [79]. ABTopbl NOKasanm, YTo 3K30reHHas 06paboTka NPOpoCTKOB nenTuaom BoPep4 nosbiwaet
NX TONEPaHTHOCTb K N30bITOYHOMY KOMIMYECTBY X/I0PUAA HATPUSA B CPeLe 3a CHET CHUMXKEHMWS COOTHOLWeHMs Na+
1 K+ B uMTonnasme, NOBbILLEHUS YPOBHA abCLM30BON KACNOTLI U CTUMYNSALUM HAKOMNMEHUS BOCKA U KYTUHA
B /INCTbAX. Kpome TOro, UMeKTCs faHHble 0 TOM, YTO Npu BOCNpuATAW NenTuaos AtPep NMpoMcXoaaT NoBbl-
LLeHNe YPOBHA 3TU/IEHA U XKACMOHOBOW KMCNOTbI [92], akTMBaLMs CUHTEe3a BTOPUYHbLIX MeTabonntos [85],
TOPMOXKEHME pOCTa KOPHEBOI cucTembl [93; 94].

Mentnabl CEP (C-terminally encoded peptides). 3HaunTenbHy0 posb B peakLun pacTeHWUA Ha AeiAcTBMe
(haKTOpOB cpefbl NrpatoT NenTuaHble ropMoHbl CEP. OHM npeAcTaBnsAoT cO60i NOCTTPAHCAALUMOHHO MOAM-
(hmumpoBaHHbIe NenTUabl, 0bpasyroLmecs U3 KoHcepBaTMBHOro C-kKoHUa 6enka-npeiwecTBeHHKa U COCTosA-
wme n3 14 nnn 15 aMMHOKUCAOTHbIX 0cTaTKoB [95]. 3penble nentuabl CEP cogepxat 11160 2 rugpokcunm-
POBaHHbIX UK apabMHO3MNNPOBaHHbLIX OCTaTKa NPOIMHA, YTO BANAET Ha MMOKOCTL 6efiKa M ero cnocobHOCTb
B3aMMOAECTBOBATL C peLienTopamm [96].

leHbl, KoaupyloLWwue 6efiky - npeAlwecTBEHHUKN NenTtuaos CEP, naeHTUUUMPOBaHbI B TakKUX pacTe-
HUsX, Kak apabugoncuc, cos, copro, panc, Kykypysa u puc [97]. B reHome A. thaliana o6Hapy»eHo 15 reHoB
CEP [98]. x akcnpeccus nameHseTcs nof AelCTBUEM PasfMUHbIX abMOTUYECKUX CTPECCoB, B TOM 4uChe
HM3KOro YpOBHSA a3oTa B cpefie. MokasaHo, 4to nentuibl CEP 13 KNeToK KOpHSA NOCTYNaloT B KCUeMY U nepe-
MeLLaTCa B HanpasfieHUn nobera, rae B3aumogeiicTeytoT ¢ peuentopamu CEPR1 n CEPR2 [99]. Y pacTeHwi
nouepHsl (M. truncatula) ux optonorom siBnsetcs peuentop CRA2 (compact root architecture 2) [100]. Mpu
B3aumMofeicTeumn nentngos CEP ¢ peuentopamu MHAYLMPYETCA Cepus peakLuuii, MPUBOAALLNX K M3MEHEHUIO
apXUTEKTYPbl KOPHA. Y CTaHOBMEHO, YTo NenTuasl CEP 0Ka3biBalOT BIMSAHME HAa NOAAPHBIA TPAHCNOPT ayKcuHa
N MHTMBMPYIOT POCT KOPHE, HO NMpW 3TOM CMOCOGCTBYHOT 06pa3oBaHNI0 KNyOeHbKOB 1 poCcTy noberos [101].
Pa3nnyHble romonorn CEP MoryT o6nagatb pasHbIMW TUNamu 61Monornyeckoii aktuHocTh. Tak, nentng CEPS
OTpuMUAaTENbHO BAKSET Ha Pa3BUTME MEPBMYHBIX U OOKOBbLIX KOPHE y apabuaoncuca, HO Npu 3TOM YBEIMYMBaeT
YCTONYMBOCTb PACTEHUA K OCMOTUYECKOMY cTpeccy 1 3acyxe [102]. Mentua CEP1 cnoco6CTBYeT NOMIOLWEHMIO
HUTPaTOB KOPHAMMW MOCPEACTBOM aKTMBALMW FeHOB, KOAUPYIOLWMX [yTaTUOH3aBUCUMbIe OKCUA0PenYKTasbl
knacca Il (rnyTapefoKCHHbI), KOTOpPble MOMOXUTENIbHO BAUAIOT Ha 3KCNPECCUIO TEHOB BbICOKOA((MMUHHOIO
nepeHocumnka HUTpaToB [103]. ABTOpamu NOKaszaHo, YTO perynsatopHele Nyt CEPL cBfA3aHbl C LUTOKUHUHO-
BbIM CUTHA/IMHIOM, 61arogaps Yemy obecneymBaeTcs nyyllas KOOPAMHALUA acCUMUAALMM a30Ta B YCI0BUAX
a30THOIO ro/I0faHNA 1 pocTa KOPHEN.

CynbhaTupoBaHHble NeNTUAHbIE TOPMOHbI. Kak cnefyeT 13 Ha3BaHUs, K JaHHOW rpynne ropMoHOB OT-
HOCATCS NOCTTPAHCAALMOHHO MOAM(ULMPOBaHHbIE NenTuAbl, aKTUBALMSA KOTOPbIX CBSA3aHa C cynbhaTupo-
BaHWEM O[HOTO W/IM HECKOMIbKMX OCTATKOB TUPO3UHA. DTOT MPOLECC NPOUCXOANT C YHaCTUEM CheLnanbHOro
thepMeHTa - TUPO3UINPOTENHCYNb(OTPaHCHepasbl, NepeHocsLLen cynbdat ¢ hochoageHo3nHpoctocynbhaTa
Ha r’MAPOKCUBHYIO TPYMNy OnpefeneHHbIX TUPO3UHOBLIX OCTATKOB 6e/iKa-npejLlecTBeHHMKa ¢ 06pa3oBaHNEM
TMPO3UH-CYNb(haTHOro agmpa [104]. Y cTaHOBNEHO, YTO KOHCEPBATUBHLIM MOTMBOM A1 Cynb(aTupoBaHus sSB-
nseTcs nocnefoBaTeNlbHOCTbL acnaparmHoBas KucnoTa - TMpo3uH (DY) Ha N-KoHLUe 6enka-npefLecTBEHHNKA.
Cynb(haTHbIn hparMeHT 06ecneymBaeT CTabUNIbHOCTb U BbICOKYH) GMOIOTMYECKYH0 aKTUBHOCTb MENTUAHOIO
ropmMoHa, CreymnguUYHOCTb ero pacno3HaeaHus peuentopom [105]. CornacHo faHHbIM, NpUBeLEHHBLIM B pabo-
Te [106], HecynbaTMpoBaHHbIE NeNTUAbLI UMetoT B 185 pa3 60/1ee HU3KOe CPOACTBO K peLienTopy. OHW aKTUBHbI
B MUKPOMOJSIPHBLIX KOHLEHTpauusx, Torga Kak 6uonornyeckas akTMBHOCTb Cy/baTupoBaHHbIX NenTUA0B
HabnaeTcs B HAaHOMONAPHOM fAuanasoHe. [NTOMUMO BbICOKUX CNeLUMUUHOCTM 1 CPOACTBA K peLenTopam,
TUPO3UHCYNb(aTUPOBaHHbIE MENTUAbI 4OCTATOYHO CTAbU/IbHBI B YCIOBUSX BapbypoBaHua pH cpefbl, 4TO 06yCnoB-
NBaEeT NX aKTUBHOCTb B anonaacTe nNpu BbICOKOR KncnoTHocTu [107].

K HacTosLeMy BpeMeH 06HapyXeHO HECKO/bKO TUMOB Cy/b(aTUpoBaHHbIX NeNTUAHbLIX FOPMOHOB - (UTO-
cynbthokuHbl (PSK), nentug PSY1 (plantpeptide containing sulfated tyrosine 1), hakTop pocTa KOPHeBOI Me-
puctembl RGF1 (root meristem growthfactor 1), haktopbl LenoctHocTy nosickos Kacnapwu CIF (Casparian strip
integrityfactors) [105; 108].

duTocynboknHbI. Briepsble (UTOCYIbPOKMHbI Ob1IM 06HAPYXXEHbI B Ky/bType KNeTOK cnapxu (Asparagus
officinalis) Kak nonoxutenbHble akTopbl Nponndepaummn [109]. OHM nNpeacTaBNAKOT CO60M NeHTanenTUabl
(Y 1Y TQ), cogepxaline 2 cynbdaTMpoBaHHbIX 0CTaTKa TUPO3UHa (00603HaUeHbl Kak Y ). PUTOCYNb(OKUHBI
06pasytoTca u3 6enKoB-NpesLlecTBEHHUKOB, COCTOAWMX U3 75-123 aMuHOKMCNOT [110]. STM JOCTATOUYHO KOH-
cepBaTVBHbIe 6e/IKY BbIIBEHbI Y 53 BUOB 04HOA0MLHBIX U ABY0NbHBLIX pacTeHWiA, Bktovas A. thaliana, coto
(G. soja), panc (Brassica napus), Kykypy3y (Z. mays), puc (Oryza sativa) n gp. [105]. PacTeHns apabugoncuca
coepXaT 7 reHOB 6eNKOB - MpefLecTBeHHMKOB PSK. TpaHCKPUNTOMHbIA aHa1M3 No3BOAU/ BbISIBUTb, YTO 3KC-
npeccus UToCyNbHOKMHOB OCYLLECTBSETCA BO BCEX TKAHAX M HA BCEX CTaAMAX pa3BUTKA pacTeHwid [111].
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OfHako Hanbonee BbICOKUIA YPOBEHb 3KCMPECCUN FEHOB, KOAMPYIOLLMX AaHHble NeNTUAbl, 0OHAPY>KEH B anu-
KanbHbIX MepucTemax rnobera n KOpHS, 4YTO CBMAETENLCTBYET 06 yyacTum UToCyNb(OKMHOB B npoLeccax
[leNneHuns KNeTok.

®uToCcyNbGOKMHbI BOCMPUHUMAIOTCS NI0KaNM30BaHHLIMM B N1a3MaTUyecKoin MembpaHe 60raTbiMm NefLMHOM
peLenToponofo6HbIMM NPOTENHKUHa3aMK, 0603HavaemMbiMK Kak PSKR1 n PSKR2 [107]. CssA3biBaHMe PSK
C peLenTopoM MPOUCXOAWT rNaBHbLIM 06pa30oM 3a cHeT 06pa30BaHus BOLOPOLHbLIX CBA3EN, NPW 3TOM Cy/b(haTHble
(hparmMeHTbl B3aMOAENCTBYIOT CO crnelmrnyeckumm caitamu peuentopa [112]. Ansa ycnewHoro npoTekaHus
3TOro npouecca TPebyTCA KUCbIE YCNOBUSA CPeabl, T. €. 3aKUCNeHKe anoniacta MoXeT CTUMYIMPOBaTL BOC-
npusaThe GUTOCYNbHMOKNHOB U YCUIMBATL Nepesady curHana.

MokasaHo, 4To peuentop PSKR1 o6pasyeT HaHOoKnacTep ¢ H+AT®daszamn AHAL n AHA2 (Arabidopsis
H-ATPases) 1 noHHbiMn KaHanamy CNGC17, akTuBMpYeMbIMU LMKAUYECKUMI HyKneoTugamm (cyclic nu-
cleotide-gated cation channel 17) [113]. Momumo 3Toro, peuentop PSKR1 o6nagaet ryaHuMnaTUMKNa3HOA
aKTMBHOCTbIO. ObpasoBaHue Komnnekca PSK - PSKR1 nprBOAWT K 3aMyCKy CepUMN CUTHaNbHbIX NyTeld, TaKNX
Kak Ca2 -CUrHafMHT, ryaHUnaTuMKnasHbliA U KanbMOAY/IMH3aBUCUMbIA CUTHanUHT [114; 115].

®UTOCYNb(OKMHBI BbINOAHAT MHOXECTBO (PU3NOIOTUYECKUX PYHKLMA. OHU CTUMYAUPYIOT cOMaTuye-
CKunii ambpuroreHes [116] n obpa3oBaHMe aABeHTUBHbIX KOpHel [117]. Ha npyuMepe pacTeHmMit UMHHMK (Zinnia
elegans) yctaHoBneHO, 4To PSK yyacTBytOT B Anh(PepeHLMPOBKe KNeTOK Me3oduana 1 (hoopMmpoBaHMmM npo-
BOAALLMX cocyoB [118]. duTocynbhoKMHbLI CNOCOBCTBYIOT YAJMHEHUIO TUMOKOTUNS, POCTY IMCTLEB N KOPHENA,
npuyeM pocTOCTUMYNIMpPYIOLLaa akTUBHOCTL PSK 06ycnoBneHa He UHAYKUUeW AeneHnUs KNeTok, a yBenuye-
HuveM mnx pasmepos [105; 109]. ®u3snonormnyeckas akTMBHOCTb PUTOCY/TbHOKUHOB MOXET ObITh CBSi3aHa C WX
B/IUSHWUEM Ha COOTHOLLEHWE (PUTOrOPMOHOB: OHU aKTUBUPYIOT CUHTE3 ayKCMHa U MHIMbUpyoT 06pa3oBaHme
aTuneHa [119; 120].

MmetoTCs faHHble O TOM, YTO (PUTOCY/Ib(IOKNHBI UTPaKOT BAXHYIO POJib B MPOLECCE CEMEHHOr0 pasmMHo-
YKEHUSA pacTeHUi, CNOCOBCTBYOT NPOPACTAHUIO NbifbLbl U YANMNHEHWIO NbiNbLEBO TPy6KM [121]. ABTOpamu
OTMEeYeHO, YTO pacTeHNS, y KOTOPbIX OTCYTCTBYHOT peLlenTopbl PUTOCYIbPOKNHOB, MPOU3BOAAT MEHbLLIE CEMSH.

Eule oaHoli BaXXHOIN (hyHKLMEA DUTOCYNb(MOKMHOB ABAAETCA y4yacTMe B Pa3BUTUN MMMYHHbIX peaKLuii
pacTeHuii. VIHTepecHO OTMETUTb, YTO B 3aBUCMMOCTM OT TMNa NnatoreHa PUToCyIbOKNHbLI MOTYT MO-pasHOMY
BAMSATb HA UMMYHUTET. Tak, B paboTax [122; 123] ycTaHOB/IEHO, YTO MyTaHTHbIE pacTeHUs apabugoncuca, Hevys-
cTBUTeNbHbIe K PSK, 6b11n 6051ee BOCMPUUMYMBLI K HEKPOTPOGHBLIM (rTonaToreHHbIM rpmbam A. brassicicola
n S. sclerotiorum n 6aktepusm Ralstonia solanacearum. Npu 3TOM YCTOWUYMBOCTbL PacTeHUI K reMu- n 6uo-
Tpotham, TakmMm Kak Pseudomonas syringae n Hyaloperonospora arabidopsidis, Ha060poT, NoBbILWaNach.

PUTOCYNbHOKMHBI 0Ka3bIBAOT BAUAHME Ha YCTOWUYMBOCTb PaCTeHUA K aBMOTUYECKUM HeraTUBHbIM (DaK-
Topam. Tak, Npy OCMOTUYECKOM CTPEecCe B pacTeHMsAX apabuponcuca yBenM4MBaeTCs aKcnpeccus 4 reHos
thuTocynbdoknHoB - PSK1, PSK3, PSK4 1 PSK5 [124]. CornacHo gaHHbIM, NpefcTaBfeHHbIM B paboTe [10],
pacTeHus1, CBEPX3aKCMNpeccupyoLLme npefecTBeEHHUK PSK1, XxapakTepusyoTcs He TObKO YCUIEHHbIM POCTOM
KOPHEiA 1 TMNOKOTWASA, HO U NOBbILLIEHHOW YCTONYMBOCTBLIO K 3aCyXe.

MockonbKy GUTOCYbOKUHBI aKTUBUPYIOT Nepesady CUrHanoB ayKCUHa 1 3anyCK ayKCUH3aBUCUMOTO Kaslb-
umneBoro curHanuura [119; 125], npegnonaraetcs, YTO OHM YNPaBAAOT MeXaHW3Mamu nepepacnpegeneHns
PECYPCOB pacTeHWii, KOOPAUHUPYSA NPOLLECChl POCcTa U MMMYHHbIX peakuuii, 1 3TO N03BOMSET BbipaboTaTh
Hambosiee NOAXOAALLYIO CTPATErMI0 MPU afanTaunm pacTeHUIA K U3MEHSOLLMMCSA YCIOBUSM BHELLHEN cpegbl.

MenTunaPSY1. JaHHbI nenTua 6bin BbiAENEH U3 KybTypbl KNETOK MOAENbHOro pacTeHms Arabidopsis [126].
OH npeacTaBnseT cob0oi cynbMaTMpoBaHHbI 1 FIMKO3UANPOBAHHBIA NenTng, COCTOALMIA 13 18 aMUHOKMCAOT.
Mentng PSY1 o6pasyeTcs U3 He60MbLLOMO 6enka-npeaLUIecTBeHHMKA, CofepXXalero 75 aMMHOKMCNOTHbIX OCTaT-
KOB 1 KoAupyemoro y apabugoncuca 3 saepHbiMn reHamu. Mogo6Ho gutocynbokuHam, nentug PSY1 cno-
CO6CTBYET NponngepaLmn 1 yBenyeHuo pa3mepoB K1eToK. OH 3KCNPeccupyeTcs B pasinyHbIX pacTUTe NbHbIX
TKaHAX, HO Hanbonee BbLICOKNIA YPOBEHb IKCNPECCUM XapaKTepeH AN8 30Hbl YAJIMHEHUS KOPHS U anuKaibHOM
MepucTeMbl nobera [126]. 3anyck PSY 1-curHanuHra ocyLLecTBseTcs ¢ NOMOLLLIO cneLmguyeckoro peLenTtopa
PSY1R, nocne yero nponcxofdt aktmeauma H -ATdaszbl AHAZ2, 3aKnCieHne BHEKeTOYHOro NPOCTPaHCTBa
1 MOBbILLIEHNE PACTHXXKUMOCTUN KNETOUHOM CTeHKM [127].

MexaHN4YecKoe NOBPeXAeHNe YCUMBaeT aKcnpeccuto nentuaa PSY1, uto CBMAETENbCTBYET O er0 BaXKHOI
PONN B YCTOMUYMBOCTM pacTEHUI K 6MoTnUeckum cTpeccopam [105]. Hanpumep, B paboTte [128] npuBogsaTcs
JaHHbIe 0 TOM, UTO Mepegaya cUrHanoB PSY noBbIlaeT yCTONYMBOCTL PACTEHUIA K HEKPOTPOGhHOMY prTOoNa-
TOreHHomy rpuby A. brassicicola.

PakTOppOoCTa KopHeBoi MepucTeMbl RGF1. BbI/10 3aMeYeH0, YTO A4/19 MyTaHTHbIX pacTeHuin Arabidopsis
tpst-1 ¢ HM3KOI aKTMBHOCTLIO (hepMeHTa TUPO3UANPOTENHCYNb(OTPaHChepasbl XapakTepeH 0cobblil heHoTUN
C KOPOTKUMU KOpHAMKU. O6paboTka pacTeHmin nentugamu PSK n PSY1 He BoccTaHaBnvMBana fedekTbl MyTaHTOB
tpst-1, UTO yKa3blBaIO Ha HaNNUKMe ApYruX NENTUAOB, PErYANPYIOLLUX POCT KOpHeN [5]. Mouck cynbhaTnpoBaH-
HbIX FOPMOHOB C JaHHbIM BUAOM BMONOrMYECKOW aKTUBHOCTY NPUBEN K 06HapYXeHUIo NenTuaa, Ha3BaHHOro
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thakTOpoM pocTa KopHeBoli MepucteMbl RGF1 [109]. 9K30reHHOe NPUMEHEHWE 3TOr0 NenTuAa BO30GHOBNANO
MepMCTEMATMUYECKYHO aKTMBHOCTb MYTaHTHbIX pacTeHuii Arabidopsis tpst-1, a COBMECTHOE MCMO/b3oBaHue
RGF1, PSK 1 PSY1 nonHocTblo BOCCTAHABNMBAN0O POCT KOPHENA.

B HacToslLLee BpeMs 06HapY>KEHO HECKO/IbKO NeNTUA0B, OTHOCALLMXCA K ceMelcTBY RGF. OHM COCTOAT U3
13-18 aMUHOKMCNIOTHBIX OCTATKOB U COAEPXKAT TUMUUHBINA 418 CyNb(aTMpOoBaHHbIX NenTuao8 DY-MOTUB U Bbl-
COKOKOHCepBaTUBHbI/ MMAPOKCUIMPOBAHHBIN 0CTATOK NposinHa. MenTtuabl RGF BOCNPUHUMAOTCS C MOMOLLbIO
peuentopoB RGFR1 - RGFR5, uTo NpvBOAUT K MOC/EAYIOLLIEMY B3aMMHOMY TPaHC(OCHOPUINPOBAHMIO LIUTO-
N1a3mMaTM4ecknX KMHa3HbIX JOMEHOB U 3anyCKY CUTHa/IbHOMo Kackaja ¢ yqactuem MAP-kuHasbl [129]. Mommmo
CBOEI aKTUBHOCTY B annKanbHON MepucTeMe KOpHS, nentuibl RGF KOHTPOAMpPYOT rpaBuTpONM3M, pasBuTue
OOKOBbIX KOPHEli 1 KOpPHEBbIX BO/IOCKOB [130]. YneHbl cemelicTBa RGF BAMSAIOT Ha MOTOK ayKCMHa, U3MEHSs
pacnpegeneHne nepeHocumka aykcmHa PIN2 [131]. YcTaHOBNEHO, UTO Y pacTeHuid A. thaliana nentng RGF1
perynupyeT akTUBHOCTb NMEePBUYHOI KOPHEBOI MEPUCTEMbI U NPW 3TOM NOAABAAET Pa3BUTME BOKOBLIX KOPHEN
nyTeM aKTMBaLMK 3KCMPeccum TpaHCKpUnumoHHoro gaktopa PUCHI yepe3 MAP-KMHa3HbI curHanuHr [132].

dakTopbl LenocTHocTKM nosicko Kacnapu CIF. OTHOCKTENbHO HEAaBHO B paCcTEHMAX 06HapYXXeHa eLle
ofHa rpynna cynbatupoBaHHbIX nentugos (CIF), KOHTPOAUPYHOLWMX NPOLECC OTNOXEHUA TUAPOPOBHbIX
KOMMOHEHTOB K/IETOUYHOWN CTEHKWN (IMrHUHA UK cybepuHa) B KNeTkax aHaogepmel [133]. B oTanuve ot gpyrux
TUPO3UHCYNbaTUPOBaHHbIX NenTUA0B CIF BbINOMHAKT OAHY BbICOKOCMELUNPUUHYIO (YHKLMIO - (DOPMUPOBa-
Hue nosickoB Kacnapu, 4to 1 06yCcnoBuio UX Ha3BaHue.

eHom A. thaliana cogepXxuT 5 reHoB, kogupytowmx nentugsl cemerictea CIF, coctoswme n3 82 amMHOKMKC-
NOTHbIX 0cTaTKOB [134]. Ha C-KoHLe 6e/1K0oB-MpesLLUIecTBeHHUKOB HAX0ANTCA BbICOKOKOHCEPBATUBHBIN JOMEH,
Jarounii Hayano 3penoii opme nentngos CIF. Mentuasl CIF cocToaT u3 21-24 aMUMHOKKCAOT ¢ 1 cynbdaTtn-
POBaHHbLIM TUPO3UHOM U 2 TMAPOKCUIMPOBAHHLIMU OCTaTKaMy NPoSnHa.

CTOWUT OTMETUTL, 4TO NenTuabl CIF AeACTBYIOT NOKaNbHO, MPEMMYLLECTBEHHO OHMW SKCMPECCUPYIOTCS B CTENe
MepBUYHbIX U 6OKOBbIX KOpHeid [135]. CynbhaTnpoBaHNe OCTaTKOB TMPO3MHA 06ecrneyunBaeT MoMHy 6uo-
nornyeckyto aktmeHocTb CIF 1 ux BbICOKOE CpoACTBO K peuentopamM GSO1/SGN3 n GSO2/SGN3, KoTopble
NOKanM3ytTCcs Ha MemMbpaHax KNeToK SHAOAEPMbl M OTHOCATCA K MOACEMECTBY 60raTbiX NeiLUHOM peuen-
TOpONoAo6HbIX KMHa3 [136]. Baammogeiicteme CIF ¢ peuenTopom MpMBOANT K YBENMYEHWNIO KOHLEHTpaLmm
nepekMcy BOLOPOAA B anonsacTe, akTuBaLum crnelmprnyeckux nepokcmaas 1 nonumepusaLum MOHOAUIHOMOB,
B pe3y/ibTaTe Yero obpasyeTcsa IMTHUH 1 (hopMUpyoTCcs Nosicku Kacnapu.

Mentnabl ENOD40 (early nodulin 40). Ans 6060BbIX pacTEHWI XapaKTepHO Hanuumne creympuyecKmnx
NenTWUAOB, PErynupyowmx B3aMMOOTHOLLEHUS PACTEHUA-X035IMHA C CUMOMOTMYECKUMIN HBaKTepusMu poja
Rhizobium, a Takxe (hopmmpoBaHue Kny6eHbKOB, unu Hogyn. K Takum nentugam otHocutcs ENODA40. Pas-
BUTME HOLY/Ibl 3aBUCUT OT CKOOPAMHUPOBAHHOM 3KCMPECCUMUN PacTUTEeNbHbIX U 6akTepnanbHbIX reHoB. [eH
HogynuHa enod40 6bICTPO MHAYUMUPYETCA PU30O6UAMY B NEPULNKIIE KOPHS Y AENALLNXCA KNETKAX KOpbl 3a4aTka
Kny6eHbKa [137].

3BeCTHa CTPYKTypa Mo MeHbLUen Mepe AByx nentuaoB ENOD40, coctoawmx n3 12 n 24 aMMHOKUCNOT-
HbIX ocTaTkoB. O6a MenTuga CBA3LIBAKTCA C OE/IKOM HOLY/IMHOM, KOTOPbIA B3aUMOLECTBYET C (DePMEHTOM
caxapo3ocuHTasoi [138]. OueBmaHo, yto NenTuabl ENOD40 yyacTBytOT B perynsumm Metabosimama caxaposbi
B a30TPUKCUPYHOLLMX KTyBeHbKaX, 1 3TO B 3HAYNTENLHOI CTEMNEHW BANSET HA CKOPOCTb UX pa3BuTuA. IokasaHo,
4TO TpaHCreHHble pacteHus nouepHol (M truncatula) co cBepxakcnpeccueit reHa enod40 xapakTepusyroTcs
YCKOPEHHbIM (DOPMUPOBAHUEM CTPYKTYpbl KN1YyOeHbKa, TOrfa Kak pacTeHUs ¢ YMeHbLUEHHbIM KO/IMYeCTBOM
TpaHcKpunToB enod40 06pa3ytoT NNLLIb HECKONBKO MOAUDULMPOBaHHbIX KIYyOeHbKOMOLOBHbIX CTPYKTYp [139].

eHbl enod40 BbICOKOKOHCEPBATUBHLI Y pa3/inyHbIX BUAOB 6060BbLIX pacTeHUn. Takke OHU 06HapyXXeHb!
Y HEKOTOPbIX pacTeHWUIA 13 Apyrux ceMeincTs, Takux kak Tabak (Nicotiana tabacum) u puc (O. sativa) [140; 141].
®OYHKLMWN AaHHbIX NENTUAOB Y 3TUX PACTEHMI MOKA HE U3YYEHbI.

MenTtngbl NCR (nodule cysteine-rich). BaxHyto ponb B (POPMUPOBaAHMMN KIyOEHbKOB UrpaeT eLle ofHa
rpynna nenTuUAHbIX FOPMOHOB pacTeHuii - NCR. o CTpyKType 3Tu MenTuibl CXOXU C aHTUMUKPOGHLIMM
nentugamm geceHsnHamu [142]. Kak npaBuno, oHu cogepxaT 25-55 aMMHOKMCNIOTHBIX OCTATKOB, B TOM YKC/e
4 nnn 6 0CTaTKOB LMCTEMHA. AMUHOKMCNOTHbIE NocnefoBaTeibHOCTM NenTtuaoB NCR mMoryT 6bITb pasHo06pas-
HbIMW, B CBSI3M C YEM OHU AENATCA HA KaTUOHHbIE, aHWOHHbIEe U HelTpanbHble. CTpykTypa NCR B OCHOBHOM
He ynopsigoyeHa, O4eHb AMHAMUYHA 1 CLUMTa NOCPEACTBOM ANCYb(UAHBIX CBA3EN.

Bo6oBble KynbTypbl SKCNPECCUMPYIOT 3HaUMTeNbHOe Konu4yecTso nentuaoB NCR. Y MouUepHbl YCEYEHHOW
(M. truncatula) 66110 BbisiBNeHO 60nee 650 nentngos NCR, y ntouepHbl noceBHoM (M. sativa) - 469, y ropoxa
(Pisum sativum) - 353, y HyTa (Cicer arietinum) - 63 nentnga NCR [143; 144]. MNpu 3TOM reHbl, KOAUPYOLLMe
NCR, He 06HapyxeHbl B coe (G. max) u nagseHue (L. japonicus). OTcyTcTBre nenTugoB NCR y HEKOTOPbIX
6060BbIX pacTeHWA CBUAETENLCTBYET O TOM, UTO OHU He ABNAKOTCA 0053aTe/IbHbIMU KOMMOHEHTaMU a30T(hUK-
caumun. BeposTHee Bcero, ¢ NOMOLLbIO 3TUX NENTUAOB PACTEHUA KOHTPONMPYIOT Pa3BUTUE CUMOUOTUYECKINX
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6akTepuii B Lenax onTMMM3auumn npouecca asoTukcauun. Y pacTeHuid, cuHTesupyowux nentugbl NCR,
NX KONNYECTBO M COCTaB OKasblBalOT BAMSHWE Ha CTEMeHb pasBuTmna 6akTeponaos [144; 145]. MokasaHo, UTo
[aHHble NeNTUAbI CEKPETUPYIOTCA Yepe3 pacTUTe lbHble MeMOpPaHb! U MPOHUKAIOT B 6aKTepouabl, Bbi3biBas U3-
MeHeHUs AnhepeHLNPOBKIN KNeTOK. HeaaBHME UCCNefoBaHUA CBUAETE/ILCTBYIOT O TOM, YTO OfMH U3 CaMblX
KopoTkux nentugos NCR - NCR247, cocToswuin n3 24 aMUHOKMUCIIOT, - CMOCOOGCTBYET YCBOEHUIO Xefesa
N YBEIMYEHUIO aKTUBHOCTU 6aKTeponaHOW HMTporeHasbl [146]. MoTepa oTAenbHbIX reHoB NCR Bbi3biBaeT
ObICTpoe cTapeHue GakTepouaos. Kpome TOro, yCTaHOBNEHO, YTO YpOBeHb akcnpeccun nentugos NCR 3a-
BMCUT OT COfepXXaHus HUTPATOB B cpefe. B yacTHoCTU, npu fobaBneHUn HUTpaTa akcnpeccus reHoB NCR
B pacTeHusaX CHuxaeTca [145].

Mentngbl EPF (epidermal pattern factor) n EPFL (EPF-like). Mentugbl EPF n EPFL cocToaT 13
45-76 aMMHOKUCNOT C 6 UK 8 KOHCepBATUBHbLIMY OCTATKaAMU LIUCTENHA, ONPefensowmmMmmn Ux PyHKLMOHab-
HYI0 aKTUBHOCTb [147]. Ponb 3TUX NenTUA0B rnaBHbIM 06pa3oM CBs3aHa C pa3sBUTUEM M PYHKLNOHMPOBaHMEM
YCTbUL,. 3aMblKaloLMe KNeTKN yCTbUL, 06pa3yoTca Npyu aCUMMETPUUYHOM AeNeHUN MEPUCTEMOUAHBIX MaTEPUH-
CKMX KNeToK. HYacToTa fefieHna laHHbIX KNETOK, KOTopas KoHTponupyeTca nentugamu EPF n EPFL, aBnsaetca
OCHOBHbIM (PaKTOPOM, OrMpesenstow M KONNYECTBO YCTbUYHBIX U HEYCTbUYHbIX 3NUAePMasibHbIX K/IETOK.

B pacTeHusaX NpoUCXoamMT CUHTE3 HECKO/IbKUX YieHOB cemeiicTBa EPF 1 EPFL. OHU 06HapyxXeHbl y A. thalia-
na [148], puca (O. sativa) [149] n apyrux pacTeHuid, B ToM yncne mxa (P patens) u nnayHka (S. moellen-
dorffii) [5].

B kauecTBe peuentopos nentugos EPF u EPFL BbiCTynatoT peLentoponogobHble kKuHasbl ERECTA (ER),
ERL1 (ER-like 1), ERL2 (ER-like 2) n peuentoponofobHblii 6eok TMM (too many mouths) [150]. CurHasl
nentugos EPF1, EPF2 n EPFL9 BocnpuHumatoTcs Komnaekcom TMM - ER, uto npusoguT K 3anycky MAP-
KunHa3Horo kackaga YODA-MKK-MPK.

PasnuyHble YneHbl cemeiicTBa EPF n EPFL okasbiBalOT pasHOHanpaB/eHHOE AeiicTBME Ha hopMUpOBaHMe
YCTbUYHbIX KNeToK. Mentuabl EPF1 n EPF2 akcnpeccnpyoTca UCKNOUYMUTENBHO B 3NMMAEPMANbHBIX K/IeTKaX
N ABNAKOTCA OTPMLATENbHLIMY PErYyNATOpaMu NAOTHOCTN yCTbuy, [148]. CBepxakcnpeccus reHos EPF1 n EPF2
6MOKNpYeT 06pasoBaHmMe ycTbuL, HaobopoT, noTepst NX PyHKLMOHANbHON aKTUBHOCTM Bbi3blBAET Ype3MePHOE
[leneHve 1 yBennyeHne KoNMYecTsa ycTblL,. MoN0XMUTeNbHBIM PErYNATOPOM B NpoLecce (hopMUPOBaHUS YCTbNL,
asnseTcs nentug EPFLY, unn STOMAGEN [151]. OH o6pa3yeTcs B K/ieTKax mMe3oduana U KOHKypupyet
¢ nentugamu EPF1 n EPF2 3a cBs3biBaHMe ¢ komniekcoM TMM - ER. Takum 06pa3oM, aHTaroHUCTUYeCKme
B3aVIMOOTHOLLIEHUS MEXAY STUMW FOPMOHAMM NO3BOJIAKOT OCYLLECTB/ATL PEryNALMIO KONIMYECTBA yCTbUL, B CO-
OTBETCTBUU C 3HAOTEHHbLIMW MPOrpaMmMamMm pasBUTKS.

MimetoTcs uccnefoBaHus, CBULETENILCTBYIOLLME O TOM, YTO OLMH U3 TEHOB, KOAUPYHOLLMX YeHbl CEMelicTBa
EPFL, cneunduyeckmn skcnpeccmpyeTtcs B MOrpaHMYHbIX JOMeHaX pasnnyHbIX OpraHoB nobera n perynupyet
pasmep MepucTembl nobera, pacnosioXKeHNe NUCTLEB U CeMAMNOYek, a Takxxe mopgoreHes kpaa nucta [152].

Mentunabl GASA (gibberellic acid-stimulatedArabidopsis). HuskomonekynspHole 6enkun GASA npefcTtas-
NS0T COB0W NPOAYKTLI CEMeACTBA FreHOB apabuaoncuca, CTUMYINPYEMbIX TM66epenNMHOBO KUCNOTOR. [ns H1X
XapakTepHO Hanmuyme N -KOHLEBOro CUrHa/IbHOr0 JOMEeHa, rMApoUILHOIO CpefHero cermeHTa u C-KOHLEBOro
KOHCepBATUBHOI O JOMEHa, COCTOALLEr0 NPUMEPHO 13 60 aMMHOKMUCNOT ¢ 12 ocTaTkamu uuctenHa [153]. AnmHa
6enKOB MOXET CU/IbHO BapbupoBaTbCs. Hanpumep, y apabugoncuca o6HapyxeHbl 6enkn GASA, cogepxalyme
OT 87 10 275 aMUHOKUCNOTHBIX 0CTaTKOB. benkn GASA 06bI4HO 06pa3ytoT 5-6 AnCYb(UAHLIX CBA3EN, KOTOpbIe
Heob6X0AMMbI 15 cTabunmsalmn NPoCcTPaHCTBEHHOW CTPYKTYPbI, & TaKXKe B3auMOAENCTBUA C ApYrumn 6enka-
MU. T1pK 3TOM OTCYTCTBME K/THOUEBLIX AaMUHOKUCIOTHBIX OCTAaTKOB LIUCTEMHA MOXKET MPUBECTU K 06pa30BaHunIo
He()yYHKLMOHANbHOIO AOMEHA WU, KaK CNeacTBue, K notepe 61MON0rMYecKoin akTMBHOCTM nentuaa [154; 155].

NaeHTuuumnpoBaHo okono 445 reHos, Kogupyowmx 6enku GASA, y 33 BUOB pacTeHuid [156]. Pe-
3ynbTaTbl BUONHPOPMALNOHHOIO aHaNMN3a JaHHbIX NMOKa3bIBatOT, YTO reHbl GASA UMEKTCS Y MHOTUX BU0B
COCY[LMCTbIX PaCTEHUIA, HO OTCYTCTBYHOT Y MXOB U 3€/IeHbIX BOOpOCAei. Hanpumep, pacTeHus KyKypysbl
1 puca cogepxxat no 10 uneHoB cemeiicTBa reHoB GASA, B reHOMe COM U MSITKOM MLUEHULbI AEHTU(GULUPO-
BaHO no 37 reHoB GASA, Toraa KaK y TBEp/IOi MiIeHWLbI BbISIBNEHO TONMbKO 19 Takmnx reHoB [157; 158]. eHbl,
Kogupytowme 6enkn GASA, MHAYLMPYIOTCA (PUTOrOPMOHaMM M YHacTBYHOT B 3aMycke pafa CUrHaibHbIX ny-
Tein [159]. Bbino NokasaHo, YTo TPaHCKPMNUMS reHoB GASA CyLIECTBEHHO U3MEHSIETCS B OTBET Ha 3K30TEHHYHO
06paboTKy rmb6epennMHoOBON 1 abcuusoBoit kKncnotamm [158]. Mpeanonaraetcs, yto 6enkn GASA urpatoT
BaXXHYIO POJib B CNIOXHbIX MEPEKPECTHBLIX B3aUMOLENCTBUAX MEXAY CUTHANTbHLIMU NYTAMU, MHAYLUPYEMbIMU
Pa3NMYHbIMU (PUTOTOPMOHAMMU.

®dyHKUMM nenTngoB GASA [0CTaTOYHO MHOr006pasHbl M 3aBUCAT OT CyOK/IETOYHOrO PacnonoXeHus.
Ha npvmepe TBepAoi nweHnLbl YCTaHOBEHO, YTO 6OMbLUMHCTBO NenTuaoB GASA Nokanu3ykTcs B anoniac-
Te, HO HEKOTOPbIE M3 HMX pacrnofiaraloTca B LMTOMIa3MaTuyeckoin membpaHe 1 aHgomMeM6paHax [159]. UneHsl
cemeiicTBa GASA perynupytoT MHOrMe r3nonornyeckue NpoLecchbl pacTeHUIA, MPUYEM OHWU MOTYT BbIMOHATD
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KaK CX0AHble, TaK 1 NPOTUBOMNOMOXHbIE (yHKUMK. Hanpumep, cBepxakcnpeccus reHa GASA4 npnBoguT K yBe-
NINYEHUIO MACChl CEMSIH M YPOXKANHOCTM pacTeHuit, TOrAa kak ceepxakcnpeccusi reHa GASAS CHUKaeT CKOPOCTb
pocTta cTebnsa u 3agepXxnsaeT useteHne [160].

Mentnabl GASA aKTMBHO y4acTBYHOT B peakLusX pacTeHWs Ha AeliCTBNE abNOTUUYECKMX HEFaTUBHbIX (hak-
TOPOB, TaKUX KaK OCMOTUYECKUI cTpecc, Y d-n3nyyeHmne, runeptepmmna n ap. [155]. YcTaHOBAEHO, 4YTO npu
HebnaronpuATHLIX BO34ENCTBUAX cpelbl 3Kcrpeccus reHa GASAL4 noBblwaeTcs, a akcnpeccus reHa GASAD,
Hao6opoT, cHkaeTcs [161]. Kpome Toro, reHbl GASA MHAYLMPYOTCA BUOTUYECKMMM CTPecCopamm, TaKMMm
KakK (bMTOnaToreHHble rpubbl, 6akTepun, BUPYChl, @ TAKXKE HeMaTodbl, YTO MpeAnosiaraeT UX BaXHYH pofib
B (hopMUPOBaHUM UMMYHUTETa pacTeHns [159].

HepaBHWe nccnefoBaHWs CBUAETENLCTBYIOT O TOM, YTO yyacTue nentuaoB GASA B pocTe pacTeHUi U ux
peakumax Ha CTPecc 0nocpeaoBaHo TPAHCKPUNUUOHHLIM (hakTopoM DELLA, ABNAIOWMMCS HEraTUBHbLIM pery-
NATOPOM rM66epenIMHOBLIX CUTHAMI0B, U CUHTE30M 6e/KOB TennoBoro woka [159]. OaHako PyHKLMOHaNbHAs
CBA3b MEXJY 3TUMW KOMMOHEHTaMM NOKa He 13y4yeHa.

Mentnabl IDA (inflorescence deficient in abscission) n IDL (IDA-like). Mentugbl IDA n IDL 6biin
NAEHTUDULMPOBAHbI KaK (haKTopbl, KOTOPbIE MHULUUPYIOT ONaZieHne OpraHoB LiBeTKa Nnocse onaoj0TBOpeHUs
1 hopMmpoBaHus cemsH [162]. PacTeHns apabuaoncuca cogepxxat 6 uneHos cemeiictea IDA n IDL. 3Tu nen-
TUAbl 06pasyroTca 13 Heb6oNbLLOrO 6efka-npeaLecTBeHHMKa, COCTOALWEro U3 77 aMUHOKUC/IOTHBIX OCTAaTKOB.
CurHanbHbIi nentug IDA BKAOYaeT 26 aMUMHOKICIOT, PacrofioXKeHHbIX Ha N-KOHLe 6enKa-npeaLecTBEHHMKA.

MenTtuabl IDA B3aMogeincTBytoT ¢ peuentopamm HAESA (HAE) nHSL2 (HAE-like 2), pacnonoXeHHbIMK
Ha NMOBEPXHOCTMW K/ETOK OTAENUTENbHOrO C10s, YTO NPUBOAUT K 3anycky MAP-KMHA3HOIO Kackaja 1 noBbl-
LUEHWNIO YPOBHS 3KCMPECCUW TeHOB, KOAMPYIOLMUX PepMeHTbI, OCYLLECTBAAIOWME TMAPOM3 Noaucaxapuaos
K/IETOYHbIX CTEHOK [163].

B reHome apabugoncuca BbissBNeHo 8 reHoB IDA 1 IDL, 3Kcnpeccus KOTOpbIX YBENNUMBAETCS NPU CHUKe-
HWUW B TKaHSAX YPOBHA ayKCMHOB W MOBbILIEHUN KOHLEHTpaLuM aTuneHa [162]. OB6bIYHO 3TO NPOUCXOANUT NpK
CTapeHnM NNCTLEB U LiBETKOB, CO3PEBAHUN M/IOA0B, HO MOXET OCYLLECTBAATLCA 1 NOJ AeICTBUEM CTPECCOBbIX
(hakTopoB. MMetoTcA gaHHble 06 yyacTum nentugos IDA B onageHUn nucTbeB npu 3acyxe [164]. 3Ti nentu-
Obl MHOYLMPYIOT paspyLUeHne KNeTOUYHOW CTEHKN 1, CefoBaTeNbHO, pa3fefieHne KIeToK, Bbi3biBas OnajeHue
OpraHos.

Elle oaHa BaxxHas hyHKUmMs nentmnaoB IDA - perynaums pocta 60KoBbIX KOpHeit [163]. B kneTkax 0CHOB-
HOro KOpHS AaHHble NenTuAbl akTUBUPYIOT IKCNPECCUIO TEHOB, CNOCOBCTBYIOLMX Pa3pbIXIEHUIO0 KNETOUHbIX
CTEHOK KOpbl 1 POCTY BOKOBbIX KOPHEN.

Mentnabl SCR (S-locus cystein-rich). MenTugbl SCR 6b1M 06HapPYXeHbl Y KPEeCTOLBETHBLIX PAaCTEHWIA.
OHu cocToAT M3 47-60 aMUHOKMCNOTHLIX OCTATKOB W COAepxaTt 8 ocTaTKoB umucTemHa [165]. Ans nentugos
SCR xapakTepHa KoOHcepBaTUBHas TPeXMepHas CTPYKTYpa, COCTosALLasn 13 a-Cnupanm U TpexLenovyeqyHoro aHTm-
napannenbHoro P-nucTa, cTabunusMpoBaHHOro 4 gncynb@uaHbiMu ceszamu [166].

[aHHble nenTuabl CoAepXKaTca B MNblibLe 1 0TBEYAOT 32 CAMOHECOBMECTUMOCTb, NO3BONAIOLLYIO N36eXaTb
CaMoOomnn0A0TBOpeHNs. Mpyn nonagaHum NblIbLEBONO 3epPHA Ha Pbl/ibLEe NeCTMKA NPOUCXOAUT B3aMMOAENCTBME
curHanbHoro nentuaa SCR nbinbLbl C peLlenTopHOl KMHa3oi SRK (S-locus receptor kinase), pacnono)eHHoiA
Ha naasmaTnyeckoli MembpaHe KNeTOK MecTuka. B pe3ynbTaTe 3TOro MHAYLMPYETCS KMHA3HbIA Kackag, npu-
BOAALLMIA K aKTMBALMM aKBaNOPMHOB U 06€3BOXKMBAHMNIO NMOBEPXHOCTU MECTUKA, CNEACTBMEM YEro ABATCA
Aerngpataumns n oTTOpXXeHue Nbibubl [167].

Mentnabl SCOOP (serine-rich endogenous peptides). Y npeactaBuTenei ceMencTBa KpecTOLBETHbIX ObIo
BbISIBNIEHO €LLle OfHO CreLngunyecKoe CeMeCTBO BOraTbiX CEPMHOM 3HA0reHHbIX NenTuaos - SCOOP [168]. 3Tn
nenTuibl 06pasytoT TPEXMEPHYHO CTPYKTYPY B POPME LUNUIbKK, 06HaXKas 2 0CTaTKa CepuHa, Onpesenstonx
NX (DYHKLMOHA/IbHYIO aKTUBHOCTb.

PacteHus A. thaliana cogepxat 14 reHoB, Kogupyowux 6enkun - npegwectseHHMkn SCOOP [168]. Men-
Tnabl SCOOP 0THOCATCA K CEKPETUPYEMbIM NENTUAAM C Pa3/IMYHbLIMU TUNaMK (YHKLNOHATbHO aKTUBHOCTH,
O/HaKO rNaBHOW N3 HUX ABNSETCA 3aLLMTHAA aKTUBHOCTb. HEKOTOpbIe NenTuabl JaHHOr0 CEMENCTBa, Hanpumep
SCOOP12, yyacTBYIOT B Nepejaye 3alMTHbIX CUTHAI0B NOCPELCTBOM X BOCMPUATAA PELLENTOPHLIM KOMMJIEK-
com, Bkatovatowmm MIK2 (male discoverer 1-interacting receptor-like kinase 2) [169; 170].

YcTaHoBneHo, uTo nentug SCOOP12 BAMSIET HA YCTOMUMBOCTbL PACTEHWIA K huTonaToreHam, OKUCUTENbHOMY
CTpeccy, a TakXe OMpefenseT pocT KOpHEBOM cuctembl [168]. PacTeHus ¢ getheKTOM reHa, KOAUPYIOLLEro faH-
HbIA nenTua, 60nee BOCNPUMMUMBLI K Erwinia amylovora, HO Npy 3TOM AN HUX XapaKTepeH YCUNEHHbI pocT
KopHeii. MoKasaHo, YTo 3K30reHHas 06paboTKa pacTeHWiA apabugoncmuca CUHTETUYECKMM nenTuaom SCOOP12
BbI3blBaET Pa3BUTUE Pa3NYHbLIX 3alUTHBIX peakuunii, B TOM ynucne nopgepxaHve A®K-romeocTasa 1 aktu-
BaLMiO hoconmMnuAHOro curHansHoro nytu [171]. B pa6ote [170] npo4eMOHCTPMPOBaHO, YTO BOCMPUSATUE
3HporeHHoro nentuaa SCOOP12 peuentopom MIK2 nHAYLMPYET XKaCMOHATHbIN CUTHANbHBIA NYTb Y NPUBOAUT
K MOBbILLEHWNIO YCTOMUYMBOCTM apabugoncuca K TpaBosiiHbLIM HaCeKOMbIM, TakuM Kak S. littoralis.
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Mentng SCOOP10 yyacTByeT B perynsiyumn npoLeccos LgeTeHns [172]. MyTaummn reHoB, KOANPYHOLWNX AaH-
HbIA NenTng, NPUBOAAT K YBEJTMUEHNIO SKCMPECCUM LIBETOUHBIX reHoB LEAFY 1 60nee paHHeMY nepexofy K re-
HepaTMBHON CTafMMN OHTOreHesa.

MenTtngbl CAPE (CAP-derivedpeptides). M3aHayanbHO nentugbl CAPE 661N MAeHTUPULNPOBaHbLI Y pac-
TeHWIA ToMaTa Kak Y/1eHbl CyrnepceMeincTaa 6oraTbiX LMCTEMHOM OEMKOB, CBSA3aHHbIX ¢ naToreHesom (PR1) [173].
B HacToAwee Bpems M3BecTHO, 4yTo nentugbl CAPE wmnpoko pacnpoctpaHeHsbl. OHW BCTpeYaroTCs Y npescTra-
BUTENEN Kak ABYA0MbHbIX, TaK U 0HOAO0NbHbIX pacTeHWn [174].

Mentnabl CAPE cocToAT 13 11 aMMHOKUC/IOTHBIX OCTATKOB C KOHCepBaTUBHbIM MOTUBOM PAGNYIGARPY,
pacnonoxeHHbIM Ha C-KoHLUe 6enka-npeALlecTBeHHUKA. Ha npumMepe pacTeHwii TomaTa u apabmaoncuca no-
Ka3aHo, 4To nenTuasl CAPE yyacTBYIOT He TO/IbKO B UMMYHHOM OTBETE PacTeHWiA Ha AelicTBMe (UTONATOreHoB
N HAaCEKOMbIX-BpeamnTenei, HO U B peakLnn Ha 3aconeHne. Hanpumvep, obpasoBaHmne nentmaa AtCAPEL B pac-
TeHuaAXx A. thaliana akTuupyeTcs Npu nx 06paboTke XNopmMaom Hatpusa [174]. STOT NeNTUA CHWKAET Tose-
PaHTHOCTb PaCTEHWIA K 3aCONEHMIO, NOAABASAA HECKOIbKO FeHOB CONMeYCTOMUYMBOCTU, OTBETCTBEHHBIX 3a CUHTE3
OCMOJ/IMTUKOB, AEeTOKCUKALMIO NPOAYKTOB 06MeHa, 3aLLMUTY KNETOUYHbLIX MeMOpaH, a TakXKe 3aKpblBaHUWe YCTbUL,.

3akJiroyeHue

HecMOoTps Ha TO UTO BbISIB/IEHWE U UCCNe0BaHME NENTUAHLIX FOPMOHOB PaCTEHWI HAYaN0Ch TObKO B KOH-
ue XX B., K HaCTOALLEMY BPEMEHWN HAKOM/EHO OFPOMHOE KOMMYeCTBO IKCMEPUMEHTA/IbHbLIX AaHHbIX, CBUAe-
TeNbCTBYIOLMX O 3HAYMTENbHON PONK 3TUX COEAUHEHWUI B PEryNALUN BUOXUMUYECKUX U (DU3NONIOTMUYECKNX
MPOLLECCOB PacTUTE/IbHbIX OpPraHM3MoB. NenTuHbIE FTOPMOHbI LUMPOKO PacrnpoCTpaHeHbl B LLAPCTBE pacTeHUIA.
OHV npeacTaBnsatOT COB0M BaXKHOE 3BEHO B (DYHKLUMOHUPOBAHWUM CUTHAMIbHBLIX MyTeR, obecrneynBatoLmx pe-
ryNSUMi0 KNeTOYHOro LMKNa, KOOPAMHALMIO pocTa U pasBUTUS pacTUTENIbHOrO OpraHvM3Ma, ero B3avMOCBA3b
C OKpYy>)KatoLLeli cpefoi.

B pacTeHusax 06Hapy>eHO HECKOMbKO ThICAY CUMHaNbHbIX NenTuaoB. O4HU U3 HUX XapaKTepHbl 418 BCeX
pacTuUTeNIbHbIX OPraH13mMoB, Apyrue - TOMbKO AN onpefeneHHbIX ceMencTB. MenTugHble rOpMOHbI 06nataloT
MHOTMMU XapakTepucTUKamy KnaccuyecKux ropMOHOB, B YHaCTHOCTY BOCMIPUHUMAIOTCS C MOMOLLbIO cneuupu-
YeCKUX PeLLenTOpOoB M NPOSBAAIOT aKTUBHOCTb B HU3KUX KOHLEHTpaLmMax. Paa nenTuaHbIX FOPMOHOB KOHCTUTY-
TUBHO MPUCYTCTBYIOT B PACTUTE/IbHbIX TKaHAX, HEKOTOPbIE UHAYLMPYIOTCSA B OTBET Ha BHELLHWE BO3JelCTBUSA
6roTNYeCcKOol 1 abuoTUYECKO Npuposl. MOMUMO perynsuumy NpoLeccoB pocTa U pasBUTUSA, OLHON U3 BaX-
HeALWKnX (YHKUWUIA NeNTUAHLIX TOPMOHOB ABMSETCA (POPMUPOBAHUE YCTONYMBOCTN PacTEHMIN K CTPECCOBbLIM
BO34eNcTBMAM. OHM (DYHKLMOHUPYIOT KakK MeaunaTopbl BHELLUHUX CTUMYOB, 06ecneymBas agantauunio pactu-
Te/IbHbIX OPraHU3MOB K U3MEHAIOLLMMCS YCNOBMAM cpefbl. ViccnefoBaHne MeXaHU3MOB CUTHAUHIA NeNTULHbIX
rOPMOHOB HaXOAMTCA Ha CTafuK CTaHOB/IEHMS. OUYEeBUAHO, YTO UX PacLUM(POBKa NO3BONT He TOMLKO MOHATb
(hM310N0rMYECKYHO PO TOFO UM MHOTO NenTuaa, Ho 1 pa3paboTaTb HOBble CTpaTerMm ynpasneHns npowec-
camu pocTa pacTeHWU 1 NOBbLILIEHUS UX YCTONYMBOCTUN K CTPECCOBBLIM (haKTopam.
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HAHOCTPYKTYPUPOBAHHbLI OKCUA LIMHKA:
PO/Ib PUN3NKO-XUMNYECKWNX CBONCTB
B BMOJIOTMYECKOI AKTVBHOCTMW
N NMOTEHUMNANBHOW LUMTOTOKCUYHOCTU MATEPUANA

H0. M. TAPMAS3A, A. B. TAMALLUEBCKWWNA E. . CNTOBOXXAHWHA112)3

Pecny6AMKaHCKWIA HayYHO-NPaKTUYeCKWii LeHTp TpaHcdy3Monorum u MeguLuHCKNX 6uoTexHONOorui,
JonruHoBckuiA TpakT, 160, 220053, r. MuHck, Benapych
MHCTUTYT 6MOGIM3NKM 1 KNneTOYHOI MH>KeHepun HAH Benapycy,
yn. Akagemudeckas, 27, 220072, r. MuHck, Benapycb
3benopycckuii rocyaapcTBeHHbIN yHuBepcuTeT, np. HesasucumocTw, 4, 220030, r. MuHck, benapycb

AHHOTaLMSA. 3a nocneaHue 4Ba AeCATUNETUS HAHOTEXHOMIOTUW CTaNv NPeACTaBASATb MHTEPEC He TONbKO A1 HAayKK,
HO 1 [/19 NPOMBbILLSIEHHOCTU. Vcnonb30BaHWe HaHOTEXHO/IOFMYECKUX MOAX040B 06eCcneymnsio BO3MOXHOCTb MOyYeHns!
pas3NYHbIX HAHOYACTML, U HOBbIX MaTepUasioB Ha X OCHOBE CO CMeLM(UUYECKUMY CBOACTBAMM, OT/IMYHBLIMU OT CBOCTB
MUKpOaHaioroB. K TakvM HOBbIM MaTepuasiaM MOXHO OTHECTU HAHOCTPYKTYPUPOBaHHbIW OKCU LIMHKA, KOTOPbIiA Hallen
NpUMeHeHWe B GMOMEANLIMHCKOM CEKTOPE, BK/OYasi GU0BU3yaM3aLuio U apecHyto JOCTaBKY /IEKapCTBEHHbIX CPeACTB.
Mpou3BOACTBO YaCTWL, B HAHOPA3MEPHOM Mana3oHe Mo3BOJIM/0 3HAUUTE/IBHO YBEIMUNTL aKTUBHYIO NoLLadb NoBepX-
HOCTM JaHHOT0 TUMa MaTepuasioB B 3aHUMAEMOM 06bLEME, UTO M MPUBENO K YYULIEHUID UX XUMUYECKUX, 3/eKTpuye-
CKMX, MarHUTHBbIX, CTPYKTYPHbIX U (M/11) MOPONOrMYecKnx cBoiicTB. OHAKO B 3aBMCMMOCTI OT CNoco6a NPOHUKHOBE-
HVS1 B OPraHn3m YefioBeKa HaHOUYacTULLbl MOTYT MepeMeLLaThbCsl B Pas/iMuHble OpraHbl U TKaHW, rae crnocoGHbI BbI3bIBaTb
no6oYHble 3teKTbl. [s NPOBeJeHUsi TOKCUKOOTMYECKMX UCCEA0BaHN HE06X0AMMO CMOAEIMPOBATL in vitro B3avmo-
JelicTBUE MEXY HaHOUaCTMLAMM U KINETOUHbIMW CUCTEMAaMK in Vivo, a A1l BO3MOXHOCTM COOTHECEHUS /T06bIX TOKCK-
YECKMX peaKkLuii ¢ TUMOM HaHoYacTuL, TPe6yeTCs BbISICHUTb, B KaKoi CTEMEHN OHU CMOCO6GHbI acop6MpoBaTbCs Ha Krie-
TOYHOIA MOBEPXHOCTM U NPOHWKATHL BHYTPb KETOK. VI3BECTHO, YTO LUTOTOKCUYHOCTL HAHOCTPYKTYPVPOBAHHOIO OKCMaa
LIMHKA TaKXXe MOXET CYLLeCTBEHHO 3aBUCETb OT €ro (PU3UKO-XMMUYECKUX CBOWCTB, B YaCTHOCTU OT pasmepa U (OpMbl
yacTuu,. Mo 3Toli NpMUMHE MOHUMMAaHWE B3aUMOCBS3N MEX/AY LUTOTOKCUYHOCTBIO U (hM3UKO-XMMUYECKMU CBOCTBAMU
HaHOYacTWL, NPeACTABSETCS aKTya/lbHbIM A5 O6bEKTUBHOM OLEHKM BO3MOXHbIX PUCKOB OT WX BO3feicTBUS. Takum
o6pasom, B HacTosiLLLeM 0630pe PacCMOTPEHbI OCHOBHbIE MeXaHW3Mbl BO3AeCTBUSI HAHOMATEPUAIoB HA OPraHU3M Yeso-
BEKA, PO/b UX (PU3NKO-XMMUYECKUX CBOCTB B GMOMOrMUECKOli aKTUBHOCTH, a TAKXXe BOMPOCHI NOTEHLMANbHON LUTOTOK-
CUYHOCTW HAaHOCTPYKTYPUPOBAHHOTO OKCUAA LMHKA.
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KntoueBble CN10Ba: HAHOCTPYKTYPUPOBaHHBIN OKCUS LUMHKA; PU3MKO-XMMUYECKIME CBOWCTBA; G1uopacnpesesieHne HaHo-
yacTuu; 6ronormyeckas akTMBHOCTb HAHOMATEPUA/IOB; LUTOTOKCUUYHOCTb; aKTUBHbIe (DOPMbI KUC/IOPOAA; anomnTos.

BnarogapHocTb. PaboTa BbiNosHeHa Npu (hMHAHCOBOW Moffep>kke Benopycckoro pecnyb6ankaHckoro oHga yH-
JamMeHTanbHbIX uccnegoBaHuii (rpaHT Ne 517-128, 2017-2019 rr.) n pamo4yHOW NporpamMmMmbl EBponeiickoro cotosa no
HayKe M MHHOBaUusAM « opn3oHT-2020» (nognporpamma Mapumn CknogoBckoii-Kiopu, rpaHT Ne 778157 (CanBioSe),
2018-2023 rr.).

NANOSTRUCTURED ZINC OXIDE:
ROLE OF PHYSICO-CHEMICAL PROPERTIES
INTO THE BIOLOGICAL ACTIVITY
AND POTENTIAL CYTOTOXICITY OF THE MATERIAL

Y. M. HARMAZAa A. V. TAMASHEVSKH, E. I. SLOBOZHANINAabc

&Republican Scientific and Practical Centrefor Transfusiology and Medical Biotechnology,
160 Dawginawski Tract, Minsk 220053, Belarus
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Corresponding author: Y. M. Harmaza (@armaza@yandex.ru)

Abstract. Over the past two decades, nanotechnology has become interesting not only for science, but also for indust-
ry. Application of nanotechnological approaches has provided opportunities for obtaining various nanoparticles and new
materials based on them with specific properties different from the properties of microanalogues. These new materials
include nanostructured zinc oxide, which has found application into the biomedical sector, including bioimaging and tar-
geted drug delivery. The production of particles in the nanoscale range has made it possible to increase the active surface
area of this type of materials in the occupied volume, which has led to an improvement into their chemical, electrical,
magnetic, structural and (or) morphological properties. However, depending on the entry type to the human body, nano-
particles can travel to various organs and tissues, where they can cause side effects. So, it is important in vitro to simulate
the interaction in vivo between nanoparticles and cellular systems for toxicological studies. Moreover, in order to correlate
any toxic reactions with the type of nanoparticles, it is necessary to find out the degree of their ability to adsorb on the cell
surface and penetrate inside cell. It is known that the cytotoxicity of nanostructured zinc oxide can also significantly de-
pend on its physico-chemical properties, in particular on the size and shape of the particles. For this reason, understanding
the relationship between cytotoxicity and the physico-chemical properties of nanoparticles seems relevant for the objec-
tive assessment of possible risks associated with their exposure. Thus, the review provides a comprehensive overview of
the main mechanisms of nanomaterials action on the human organism, the role of their physico-chemical properties into the
biological activity, as well as the questions of potential cytotoxicity of nanostructured zinc oxide.

Keywords: nanostructured zinc oxide; physico-chemical properties; biodistribution of nanoparticles; biological acti-
vity of nanomaterials; cytotoxicity; reactive oxygen species; apoptosis.
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BBepgeHune

HayuHble JOCTMXKEHUA B 06/1aCTU HAHOTEXHOMOIMIA 1 B cthepe NX NPUMEHEHUS MPUHOCAT 3HAYUTENbHYHO
Mosib3y 3KOHOMUKE ¥ 06LLecTBY. M0 HEKOTOPLIM OLIEHKaM, B HACTOsALLee BpeMs HAaHOTEXHONOM MUY CYLLLECTBEHHO
YCWUIMNIN CBOE BINSHUE B MPOMbILLIEHHOM CEKTOPE, M EMKOCTb UX PblHKa COCTaBu/1a 0Koso 3 TpAH gonn. CLUA.
MpnynHa, NOo KOTOPOI UHXEHepHble HaHOMaTepunansl (MHM) cTann nonynspHbIMK, FNaBHbIM 06pa3om 3a-
KH0UaeTCs B YHUKa/IbHbIX (IU3NKO-XUMMUYECKMX CBOMCTBAaX, 06eCneUnBatoLLMX UM OFPOMHbIV NOTeHUMan ans
npvMeHeHnsa B 6uomegnumte [1]. K HaHopasmepHbIM 06beKTaM 06bIYHO OTHOCAT Monekynbl (0,5 HM), Kna-
cTepbl (1 HM), HaHo4yacTuubl (HY) (1-100 HM), KonnougHble YacTuubl (3-100 HM), Bupyckl (100 HM). Kak
BMAHO, HY conocTaBuMbl C MONEKyNaMn eCTECTBEHHOIO MPOUCXOXAEHUA, MPY 3TOM OHW HAMHOTO MEeHbLLE,
yeMm bakTepuasibHble KNeTKn (103 HM) Ny KNEeTKU MAEKOMUTaOWUX (Hanpumep, SpUTPOLUTLI U NeAKOLNTLI
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(okono 104HM)). YMeHbLLEHME pa3Mepa YacTuL, 40 TaKOr0 YPOBHS 3HAUUTENbHO YBEIMUMBAET M0LWab aKTUBHOM
MOBEPXHOCTW HAaHOMAaTEPUaoB, YTO HEMOCPEACTBEHHO NPUBOAUT K YYULLEHNIO UX XUMUYECKUX, S/IEKTpUYe-
CKMX, MarHUTHbIX, CTPYKTYPHBIX 11 (M) MOPOIOrMUECKMX XapaKTepUCTUK. 0 3TOM NpuyMHe HaHOMaTepWabl
4acTo MproBbpeTardT CBOWCTBA, OT/IMYHbLIE OT CBOWCTB MUKPOAHA/IOr0OB, Y HAXOAAT LUIMPOKOE MPUMEHEHME BO
MHOIX 06/1acTAX NOBCEAHEBHOM XKN3HM U B 60Nee BbICOKOTEXHOMOMMYHbIX Npon3BoAacTBax [1; 2].

B 3aBMCUMOCTM OT cNOCO6a NPOHWMKHOBEHUS (Yepe3 AblXaTefbHble MyTH, XXeNyA0UYHO-KULLEYHbIA TPaKT Uau
KOXy) HU mMoryT pacnpocTpaHsaTbCs Mo BCEMY OpraHu3mMy nnbo rnepemMeLLaThecs B pas/iMyHble opraHbl U TKaHU
N MHAYUMPOBATb B HUX MO6OYHbIe 30h(heKTbl. [ HAHOTOKCMKOMOTUYECKMX UCCIEA0BAHUA 0COBYH BaXXHOCTb
npeacTaBnseT MOAENNPOBaHME in vitro B3anmopeicTBua Mexay HY 1 KneToyHbIMK cucTemMamu in vivo. Ha-
npumep, 418 NpPoBeAeHUs Koppenauumy Mexay tunom HY n 0TBeTOM €O CTOPOHbLI OpraHn3Ma HeobxoLumo
BbISICHUTb, afCOPOUPYIOTCS YacTuLbl Ha MOBEPXHOCTU K/IETKU WAWN MPOHMKAKOT B €e LUTOMNIa3MaTuyeckoe
NpocTpaHCcTBO [3]. YHMKaNbHble (U3NMKO-XUMUYECKME CBoicTBa MHM, Takne Kak pa3mep, NMOBEPXHOCTHas
CTPYKTYpa, pacTBOPMMOCTb, (hOpMa U arperaTHoe COoCcTosiHMe [4], Takke ABNSAIOTCA NPUUNHOW NX BCECTOPOH-
HEro Hay4HOro 1CcCcnefoBaHNs Kak BO3MOXHbIX YY>KEPOHbIX COeMHEHWA 418 OpraHM3Ma C UCMO/b30BaHNEM
LUMPOKOrO CMEKTPa MEeXANCUUNANHAPHBIX MOAXO0A0B - 0T (DU3UKO-XUMUYECKUX J0 MefuKo-6ronorndecknx [1].
Moka3aHo, YTO UMTOTOKCMYHOCTb Pas/IMyHbIX HAHOMATepPUaoB 3Ha4YMTe/lbHO BapbUPYEeTCs B 3aBMCUMOCTM OT
nx pasmepa 1 ¢opmbl [3], 4TO CBUAETENLCTBYET O CYLLECTBEHHOM BK/age B 3TOT MPOLECcC MMEHHO (U3MKO-
XUMMWUECKUX CBOWACTB.

HaHOCTpYKTYpUpOBaHHLI OKCUZ LMHKa (ZnO) Hallen WrpoKoe NpYMeHeHNe B GMOMEeANLMHCKOM CEKTOpE,
BK/IHO4as BUOBU3YaAIN3aALIMIO U af[PECHYIO JOCTABKY IEKapCTBEHHbIX cpeAcTs [1-4]. Kpome Toro, HaHOCTPYKTYpbI
ZnO ABASKOTCA OLHUM U3 MaTepuaioB, NCMNOMb3YEMbIX 415 CO3AaHNA NMMYHOCEHCOPOB, 3a CYET NX 6O/bLLOIA
N0LWanM NOBEPXHOCTY N XUMMWYECKOI cTabunbHOCTH [5; 6]. [0 3Toli NpuUYnHe NOHNMaHNe B3aMOCBSI3N MEXIY
610N0rMYECKO aKTUBHOCTBIO, LUTOTOKCUYHOCTBLIO U (hM3UKO-XMMUYEeCKMM cBocTBamMy HY ZnO npepcTas-
NAETCH aKTyaNnbHbIM A4/ 00bEKTUBHOW OLEHKMN MOTEHLMAIbHbLIX PUCKOB OT UX BO3LENACTBMS.

MexaH13Mbl BO3AeNCTBMS HAHOMATEPUA/IOB
Ha OpraHn3M 4esioBeKa 1 Ux bropacnpeaeneHue

C pocToM KoMMepUmanusauum MHM cyLecTBeHHO YBENMUYMBAETCA BEPOATHOCTb UX BO3AENCTBUSA Ha Opra-
HM3M YenoBeka. MocKoNbKY TOKCUYHOCTL MIHM, Kak npaBuo, cBA3aHa ¢ UX pacnpoCTPaHEHHOCTbIO U UHep-
LIMOHHOCTbH0, 3 (EKTUBHOM L0301 Y NPOSOMKUTENbHOCTLIO BO3LENCTBUSA, TO HEOOXOAMM TLLATENbHBIA cUCTe-
MaTMYeCcKUiA aHann3 BANAHUA 3TUX MaTepnanoB Ha venoseka [7]. B uenom HY cnocobHbl BCTynath B NPsSMOL
KOHTAKT C OpPraH1M3MoM 4efioBeKa Mo YeTbIPEM OCHOBHbLIM MYTAM, TaKUM KaK NPOHUKHOBEHME Yepes KOy,
npornatbiBaHue, BAbIXaHWe 1 CMCTeMHbIN BXoZ, [8]. MoCKoMbKY 0Aex/aa, NeKapCcTBEHHbIE Npenapathl, KOCMeTUKa
1 pa3iMyHble CPeLCTBa MO0 YX04y 3a KOxen cofepxat HU, nX KOHTaKT ¢ KOXeN MPonCcXoAnT Kak npefHamMmepeHHo,
Tak 1 cny4yainHo. Kpome Toro, Bo3pactaeT ucnons3osaHue MIHM B nuwLeBbIX NpofyKTax (B KayecTse [106aBOK)
1 hapmaLeBTMUECKUX npenapaTax, B CBA3W C YeM /04N B Pa3BUTbIX CTpaHaxX eXefHEBHO NOTPebnsT npu-
6nm3mTensHo 101210 M4 yacTumy Ha Yenoseka [7].

[bixaTebHbliA TPaKT - OfUH U3 OCHOBHbIX MYTei MPOHMKHOBEHUS B YenoBeyecknii opraHnsm HY, cogep-
Xawmxcs B 3arps3HeHHoW aTmocdepe. MocTynuBLIMe Yepes AblXaTesbHbliA TpakT HY ocaxgaloTcs BO BCeX
061acTAX AbIXaTe/IbHbIX NyTeN: KPYMnHble YaCTULbI MOTYT ObITb OT(UNLTPOBaHbI B BEPXHMX OTAeNax, TOrAa Kak
6onee MefKMe YacTULLbl 06HapyXmnBatoTca B nepugepnyeckux otgenax [9]. Mocne nornoweHms Yepes anuTennia
nerknx HY nonagatoT B KPOBb U MMAY, LOCTUras TakuM 00pa3oM KNeTOK KOCTHOrO MOo3ra, MMM{aTmnyecKmnx
Y3108, CeNe3eHKu, cepaLa unm nboro Apyroro opraHa v jaxe raHr/imes LeHTpaibHOW HepBHOM cucteMbl [10].

HecmoTps Ha cnoco6 noctynneHusa HY, nx pacnpefeneHne B opraHn3me CU/bHO 3aBUCUT OT NOBEPXHOCT-
HbIX XapakTepucTuk [11], a TakxKe OT cocTasa, pasmepa 1 3apsaga. HY goctatoyHo manbl, 4TO 06YC/OBMBAET
MX CNOCOGHOCTb MPOHUKATL B HeOO/MbLUME KANUANAPbLI N0 BCEMY Tey W NepeMeLlaTbcs Yepes K/eTOUHbIe
6apbepbl, MO3TOMY OHM MOTYT MOMaAaTth B LMTO30/b KNETKM C MOMOLLLIO Pa3MYHbIX MEXaHWU3MOB U B3aMMO-
[encTBOBaTb C CYOKMETOUHBIMU CTPYKTYpaMu 1 opraHaMmu-mueHamu [7]. COOTBETCTBEHHO, Takue agdeKThbl,
Kak BOCMasieHne, OKUC/IMTENbHbIV CTPECC M aKTUBaL M MONEKYNAPHbLIX KNETOUHbIX NPOLECcCOB, CKOpee BCero,
pa3BUBAKOTCA He TO/IbKO B OpraHe MOCTYMN/IEHUSA, HO U B OpraHax-mutleHsx [11].

W3BecTHO, uTo HY MOryT aKTMBHO NPOHMUKATb B KETKW MyTeM (paroumTosa, NMHOLUTO3a, KIaTpUH3aBu-
CYMOrO 3HAOLUWTO3a, KNaTPUH- U KaBEOSIMHHE3aBUCUMOTO 3HAOLMTO3a UM KaBeO/IMHOMOCPEeL0BaHHOIO 3HAO-
untosa [12; 13]. HY, nHTepHann3mpoBaHHbIe NOCPEACTBOM aKTUBHOIO TpaHCMOPTa, 06bIYHO MEPEHOCATCS B Be-
3UKYNApPHbIE CTPYKTYPbI, KOTOPbIE 3aTeEM CAMBAOTCA C (harosM3ocoMamu UauM sHA0COMaMu. AnbTepHaTUBHO
HY Takxke MOryT nepeHoCuTbCs B LIMTO30/1b, TPAHCMOPTMPOBATLCS Yepe3 KaBeoCOMbl B 3HAOMNa3MaTUYECKUIA
PETUKYNYM NGO «MepeceKaTb» KNETKY, UCNOMb3ya TPaHCLMTOTUYECKME MPOoLLecchl. MOMUMO aKTUBHOMO TpaHc-
nopta, HY cnocobHbl MPOHUKATL B K/ETKY Yepes naasMaTtuyeckyto MemopaHy nyTeM NaccuBHOM Anddy3nu.
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3 umMTonna3mMbl OHM 3aTEM MOTYT JOCTaBNATLCA K CYOKIETOUHBIM KOMNApTMEHTaM, TaKUM Kak 84p0 Y MUTOXOHA-
pun. 3TU YHMKaNTbHbIE CBOMCTBA HY genaroT nx maTepuanom, NoaxXOAsdLMM 41 TepaneBTUYECKOro 1 guarHo-
CTMYECKOro npuMeHeHns. OfHaKO NpW 3TOM OHU MOTYT NoNajath B OpraHbl-MULLEHW, @ UMEHHO B LLeHTPasIbHYI0
HEPBHYHO CUCTEMY, KOTOpPas CUAbHO YA3BMMA AnS MOTeHUMaNbHbIX HEONAronpusTHbIX Bo3aeicTBuiA [14; 15].
Takum 06pa30oM, Ype3BblYaiHO Masible pasmepbl HY no3BoAAOT MM MPOHUKaTh B KAETKU U TPaHCMOPTUPO-
BaTbCA B MX LMTO30/IbHOM MPOCTpaHCcTBe [15], npryem pasHble NCCef0BaHMS MOKa3aau 04eHb ObICTPbIN BXOZ
HaHOCTPYKTYP B KNETKM KpoBM in vitro. MonagaHue HY B KNeTKy, CybKneToYHas noKanusaums n cnocobHOCTb
KaTanm3nmpoBaTb OKUCANTENbHbIE MPOLIECCHI 3aBUCAT OT XMMUYECKUX CBOICTB, pasmepa 1 ()opMbl HaHOMaTe-
prana, KoTopble U ONpeaensaoT CKOpoCcTb TpaHcnopta MIHM B KneTky.

HY moryT nonacth B 84p0 NOCPEACTBOM TpaHCNOpTa Yepes afepHble nopbl, NyTeM Anuddy3un yepes agep-
HYI0 MemM6paHy WM Xe 0Ka3aTbCsl B HEM CNy4aiiHO B pe3ynbTaTe TOro, YTo sigepHas MembpaHa gerpagupyet
BO BPeMs npouecca feNeHns KNeTok, a 3aTeM peopraHun3yeTcs B KaXaoe fodepHee fapo [11]. 3ToT cnocob
MOrnoLLeHNs 1 CBOBOAHOIO ABMXKEHMUS BHYTPY KNeTKX genaeT HY oyeHb onacHbIMK, Tak Kak OHU noayvatoT
NpsAMOi JOCTyN K 6e/1KaM LMTOMNAas3mbl U opraHennaMm. B 3aBMCUMOCTY OT NOKanu3aumu BHyTpu Knetku HY
MOryT 00YC/10B/IMBATL ONpefeNieHHble NOBPEXAeHNS KNeToYHbIX opraHenn n AHK kak npsamo, Tak U KOCBEHHO,
B3aumopgeiicTys ¢ AHK-cBsizaHHbIMY 6enkamn. [eiACTBMTeNbHO, MCCEA0BaHNS in Vivo 1 in vitro AeMOHCTpU-
PYOT CNOCOBHOCTL HAHOMATEPUAIOB BbI3blBaTb NoBpexaeHne AHK [16; 17]. KocBeHHoe nospexaeHne JHK
MOXEeT npomcxoanTb 6e3 BlammogeiicTemss HU ¢ monekynoin AHK Hanpsmyto, ans atoro 6yaeT AOCTaTOYHO
B3ammogeicTemst HY ¢ 6enkamm, yyacTBYOLLMMM B NpoLiecce AeneHns knetok. Kpome Toro, HY cnocoGHbI
BbI3bIBaTb Pa3/IMUHble KMETOUHbIE peakLuun, KOTOpble, B CBOK O4epedb, NMPUBOAAT K FEHOTOKCMYHOCTU, Ha-
npumep, Yepes akTMBALMIO OKUC/IMTENILHOTO CTPEecca, BOCNaNUTENbHbIX NPOLECCOB U (MK) abeppaHTHbIX
CUrHaNbHbIX peakunii [16]. B page pabot [18; 19] nokaszaHa BO3MOXHOCTb B3auMoeincTemst HY ¢ KneTouHbIMU
mMembpaHaMu 1 MPOAEMOHCTPUPOBAHbI HEFraTUBHbIE 3P(EKTbI B OTHOLLEHNN NX PU3NKO-XMMUYECKOrO COCTOS-
Hus. Takoe B3aMMOAECTBME JOCTUraeTcs Moo 3a cueT agcopbumm HY Ha KNeToUYHOW NOBEpPXHOCTM, b0
3a CYET HAPYLUEHUA LLeNOCTHOCTM MeMOpaHbl, YTO NPUBOAMT K 06pa30oBaHMIO MOp, PadKMXeHU0 MemBpaHb!
N NepekKUCHOMY OKUCEHUIO NnnuaoB [18]. Pe3ynbTaToM BHe3arnHOro yBeM4eHns npoHULLaeMoCTU BHYTPEH-
Hell MUTOXOHAPUANBHON MeMOpaHbl MOXET CTaTb NOTeps PYHKLMN MUTOXOHAPWIA U, Kak CNefcTBMe, 3anycK
anonToTMYecknx u (Mnn) HekpoTmyecknx npoueccos [20]. Hapsagy ¢ aTum HY MoryT npoHMKaTb B OpraHuam
4esI0BEKa 1 B3aMMOLECTBOBATb C KOMMOHEHTaMU UMMYHHO CUCTEMbI, UHAYLMPYS BOCMA/IMTENbHbIE MPOLIECCHI,
annepruyeckme peakuum, nam okKasblBaTb HEMOCPEACTBEHHOE BAMSHME Ha KETKU UMMYHHOI cucTeMbl [21].
370 B3aMMOENCTBME NPUBOAUT K MOBbILLIEHHOMY BbICBOOOXAEHWIO PA3/IMUYHBIX CUTHAbHBIX MOJIEKY/T UMMYH-
HOW cMCTeMbI, BKOYas LMTOKUHBLI. OfHAaKO OCTaeTcs OTKPbITbIM BOMPOC O TOM, KaK MMeHHO HY BegyT cebs
B K/IETKE W B3aMMOZENCTBYHOT C e KOMMOHEHTaMM.

Posb (hM3NKO-XMMNYECKUX CBOMCTB HaHOMaTepuasioB
B NX B10/10rNYECKOn aKTUBHOCTU

HaHopa3mep - 3TO OCHOBHasi (PU3MKO-XMMUYecKass 0COBEHHOCTb, KoTopasi oTimyaeT MHM oT aHanoros
60bLwmnx pasmepos [1]. C ymeHbLLEHNEM pa3mepa YBeM4mMBaoTCd MOBUILHOCTb, BO3MOXHOCTb TpaHCNnop-
TUPOBKW 1 AOCTYMHOCTb YacTUL, B OKpYXatoLLeM npocTpaHcTee. Kpome Toro, HU umeroT orpomMHyto naoLlais
MOBEPXHOCTM NO CPaBHEHMIO C TaKUMM Xe 06pa3oBaHNAMY 60/1ee KPYMHbIX pasMepoB Npu yCNoBUM UX COMO-
CTaB/IEHUA B OMHAKOBOM 3aHVMaeMOM 06beMe. ITOT (hakT MOXET OblTb OLHOM M3 MPUYUH, N0 KOTopbIM HY
B UTOre 0KasblBalOTCA 60/1ee TOKCUUYHbIMK, YeM YacTuLbl 601bLLIKMX pasMepoB K3 TOFO Xe martepuana. Apyru-
MW CNoBamu, YMEHbLLEHME pa3Mepa YacTul, HanpaMyro CBS3aHO C YBeIMYeHWEM NIOWaAn UX NOBEPXHOCTH
(No cpaBHEHMIO C MakKpovacTULaMu, 3aHUMAKOLLMMU TOT XKe 06beM), UTO NO3BOSET 6O/bLUEMY YACTY UX aTOMOB
n (M) MONEKYN HaXOAUTLCA HA NMOBEPXHOCTU MaTepuana, a He BHYTpU Hero. COOTBETCTBEHHO, YBEIMUYEHWE
naowaan noBepxXHOCTU onpegensieT NoTeHUNaNbHOe YACI0 PeakLMOHHOCMOCOBHbIX rpymnn Ha NOBEPXHOCTU
HY, uTo BNOSHE MOXET NPUBECTU K NOBbLILUEHWUIO BMONOTMYECKO aKTUBHOCTU HaHOMaTepuana [1; 22].

[pyrvM oyeHb BaXHbIM (DU3UKO-XUMUYECKUM (DaKTOPOM, KOTOPbLIA BHOCUT BKfaj B noBefeHue n 6u1o-
niornyeckne peakumn MHM, sBnseTtca AMCNepcMoOHHOE COCTOSIHME B cucTeme yactul. OHo onpegenseTtcs
OTHOLUEHWEM KOMMYeCTBa OTAENbHbIX YaCTUL, B CYCMEH3MOHHON cpefie K KONUYECTBY arfomepaTos [22; 23].
Kak 13BecTHO, YacTuLbl ByayT CTPEMUTLCS arfIoOMepupoBaThCA BO B3BELLEHHOM COCTOSIHWM, €C/N YCNOBUSA NS
CTabubHOM AMcnepcumn OTCYTCTBYIOT. DTU arioMepaTbl MOryT (hopMUpoBaThCs 6arofaps cunam NPUTSHIKEHNS
MeX Ay yactuuamu (Hanpumep, ruapothobHbIM B3aUMOLENCTBUAM, cunam BaH-fep-Baanbca) nnm 3a cHeT B3au-
MOZeCTBMS MONeKyn (Hanpumep, NOAMMepPOB, 6e/IKoB, NONMcaxapuios 1 T. N.) B OKpyxatoLlei cpege. Ctout
OTMETWUTb, YTO YEM MeHbLUE pa3Mep 4YacTul, TeM CUNbHEE CUbl NMPUTSXKEHUS, KOTOPble BO3HUKAOT MeXay
HUMKU. TakuM 06pa3om, HacTULbl MOTYT (hOPMUPOBATL arperatbl COBEPLUEHHO pasHbIX POPM 1 pa3mMepoB, YTO
TakKXe CyLLeCTBEHHO BUAET HA UX CBOWCTBA 1, COOTBETCTBEHHO, NOTEHLMNANILHYIO TOKCUYHOCTL [24].
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Kak 1 B cnyyae ¢ pa3MepoM, YacTuLbl B CYCMEH3NOHHOM Cpefe MOryT UMeTb (JOPMy, OT/IMYHYIO OT (hOpPMbI,
3a/aBaemMoii Npu CUHTEe3e (ChepnyecKoil, oBasibHOM, Ky6UYeCKOl, MPU3MEHHO, cnupanbHoi 1 T. n.). Bans-
HMe (hOPMbl HAaHOYACTML, HA UX WHTEPHaNM3aLni pacCMOTPEHO B paboTe [25], rae NpoAeMOHCTPUPOBAHO,
4TO clhepmyecKme YacTULLbl MOrOWAKTCA KNeTKamMu B 5 pa3 ath(heKTUBHee, YeM CTepXKHeobpasHble YacTULbl
aHanornyHoro pasmepa. Mofo6Hble BbIBOAbI GbiAM cAenaHbl U aBTOpaMU HACTOALLel CTaTby NPU U3yYeHUN
B3aMMO/ENCTBMS HAHOCTPYKTYPMUPOBAHHOTO ZnO pasnnyHoin opmbl (CTEPXHU U chepuyecKme 4acTuLlbl)
C NepuMeprnyecKNM MOHOHYK/IeapHbIMUN KNeTKaMun KpoBu YenoBeka [19; 26].

XumMnyeckme 0CO6eHHOCTU MOBEPXHOCTU HAHOMATEpMaa BK/OYAOT LWWMPOKNIA CMEKTP CBOICTB, KOTOpPbIE
CNOCO6HbI ONpeaensiTe MexaHU3M B3aMMOLENCTBUSA YacTUL, C BMOMOIEKYNaMU 1 BUONOTUYECKUMM CUCTEMAMMU.
HanpumMep, NOBepXHOCTHbIN 3apsag HY nMeeT 600bLLOE 3HAYEHWE 418 UHAYKLUUKM BMONOTMYeCKnUX 3th(heKTOB.
OH sB1sIeTCA OCHOBHBLIM (haKTOpPOM, OMnpefensoLM UCNEePCUOHHbIE CBOMCTBA YacTuL, 1 afcopbLmio NOHOB
1 BMOMONEKY/, KOTOpble MOTYT BAMATL Ha MPOLECC B3aMMOAEACTBNSA KNETOK C YacTuuamu. MoBepXHOCTHbIiA
3apsg TBepAbIX YacTuL, OLEHMBAETCA Yepe3 onpedeneHne nx gleta-noteHuymana [23; 24].

Pasnmums B (hM3MKO-XMMUYECKMX cBOMCTBaX HY 1 60onee KpynHbIX YacTul, ONpefenstoT UX NoBeAeHue
1 buopacnpegeneHvie B opraHu3me ¢ NOCNeLyoLLein TpaHcnoKaumel (0T nonagaHus B opraHuamM 4o B3aumogeit-
CTBMSA C KNETOUHbLIMU CTPYKTYpamu) [27]. B To BpeMs Kak 60/bLINHCTBO 3PPEKTOB BAUSHUSA Ha «MEPBUYHbIA»
opraH (Kak 6bI/10 CKa3aHOo BblLLE, Yalle BCero aTo fbIXaTe/bHble MyTWU) MOTYT ObITb OAMHAKOBLIMU AN HACTHUL,
060MX pa3mepoB, ANHEKTLI BAUSHNS HA «BTOPUYHbLIE» OPraHbl (Hanpumep, KPOBETBOPHYIO CUCTEMY) MOTYT
pasnuuatbes. TakuM 06pa3oM, CyLLecTBeHHbIe 0COOEHHOCTU, KOTOpble BblgensoT HY cpeam 60nee KpynHbIX
aHasioroB, - 3TO UX NOTEHUMaNbHbIE TOKCUYECKUE CBOMCTBA U HEOObIYHOE GUOKMHETUYECKOE MOBESEHME.

HaHOCTpyKTYypupoBaHHbIA ZnO MMEET rekcaroHalbHy0 KPpUCTa/IMYECKYO PEeLUeTKY, COCTOSLLYIO U3 He-
CKOJIbKMX M0CKOCTEl C TeTpasapuyeck CKOOPAMHUPOBaHHbLIMUY aToMaMu O2 1 Zn2+ pacrofioeHHbIMU NooYe-
peLHo BLONb OcW. TeTpasgpuyeckas koopavHauua ZnO 06ycnosnvMBaeT 06pa3oBaHue CTPYKTYPbl, HECUMMETPUY-
HOW OTHOCMTENLHO LieHTPa CUMMETPUN, TAe KaXKAblli aHNOH OKPY>KEeH YeTbIpbMs KaTMOHaMU B yriax TeTpasgpa,
YTO MPUBOAUT K CMOHTAHHOI MONApPU3aLnK, a TakKe K pacXoAMMOCTM B MOBEPXHOCTHOWM 3Heprun [28; 29].
Brnarogaps yHUKanbHbIM (PU3UKO-XMMUYECKMM CBOWCTBAaM, TakMM KaK BbICOKas XMMUYECKasi CTabubHOCTb,
60/bLUIONM AMana3oH MOroLWeHNs n3nyyeHus 1 HoTocTabunabHOCTb, ZnO ABNSETCA NpuBReKaTensHbiM MHM
NS WNPOKOro npuMeHeHns [29]. Kpome Toro, B HaHOMacLuTabe yactuubl ZnO MMEKT 0CO6eHHbIe XapakTe-
PUCTUKK, @ UMEHHO BbICOKYO U303/1EKTPUYECKYIO TOUKY M (hOTOKATaNUTUYECKYHO aKTUBHOCTb.

Bnarogaps cBouM (hoTOKaTanMTUYeCKMM cBoiicTBaM HYU ZnO npu nonagaH1m B KNETKY CMOCOOHbI MOBbILWATh
cofepxaHue akTuBHbIX hopm Kucnopoga (APK) B umtonnasme, 4to 06YCNOBAMBAET UX YHUKASIbHbIE aHTK-
6akTepunanbHble cBoiicTBa. HU ZnO MMeloT NOMOXKNTEbHBIA NOBEPXHOCTHbIV 3apsiA 1 MO3TOMY XOPOLLIO B3au-
MOZENCTBYIOT C OTPULATENbHO 3apsXKeHHbIMU BaKTepraibHbIMU MeMbpaHaMm, YTO 061eryaeT NPOHUKHOBEHWE
4acTuL, B KNEeTKW U CNOCOBCTBYET 3anyCcKy B HUX anonTOTUYECKMX MPOLEeccoB. ITW 0COBEHHOCTU NO3BONSAIOT
MCNONb30BaTh faHHblE HaHOMaTepuasbl B KayecTBe [006aBOK K 6aKTepuumaam, npuMeHsieMbiM B CTOMAaTO/0-
rum n kocmetonorum [30]. M3oanekTpuyeckas Touka HY ZnO HaxogmTca B o6nactu pH ~9. Mpu MeHbLnX
3HayeHusX pH vacTuybl ZNO NOBEPXHOCTHO MPOTOHUPYHOTCA A0 hopMbl ZNOHZ, 4To AaeT UM BO3MOXXHOCTb
0CTaBaTbCA MOSIOXKUTESIBHO 3apPSXKEHHLIMU B AManasoHe pH, COOTBETCTBYOLLEM (DU3MONOTNYECKUM XMAKOCTAM
opraHusmMa (T. €. UX MOXHO UCMO0Jb30BaTh B KAYECTBE HOCUTENEW NEKAPCTBEHHbIX BelecTs U T. n.) [5]. Kom-
6VHMpOBaHME POTOMOMUHECLEHTHbIX CBOMCTB HY ZNnO ¢ aHTM6aKTepuraibHbIMU OTKPbLIBAET MHOTr006€LLatoLLIMe
nepcneKkTUBbI 4N UX NpUMeHeHns B TepaHocTuke [30]. bonee 10 neT Ha3af Ha Ky/bType KNeToK paka AMYHUKOB
yenoseka OVCAR-3 6blfia NpoaeMOHCTPUPOBaHA BO3MOXHOCTb MCMOMb30BaHUA ZnO B hOTOAMHAMUYECKON Te-
panuu B cCOYeTaHUU C YXKe U3BECTHLIMU NMPOTMBOONYX0NEBLIMU NpenapaTamu [31].

Buonornyeckasi akTMBHOCTb Y NOTEHLMAbHAS LIUTOTOKCUYHOCTb
HaHOCTPYKTYPUPOBAHHOIO OKCUAA LIMHKA

M3BecTHO, 4To HY ZNnO nposBnstoT 601ee BbICOKYHO CTENEHb TOKCUYHOCTM B psge TUMOB KEeTOK NO Cpas-
HeHuto ¢ HY okenaos apyrux MeTannos. MNornoweHne HY kneTkamu, KOTOPOE, Kak 6bl/10 CKa3aHo BblLUe, 3aBUCUT
OT NOBEPXHOCTHbIX CBOWCTB HAHOMAaTepuana, ABASeTCA HE06XOAMMbIM YC/IOBUEM /15 aHANM3a LMTOTOKCUYHOCTHY,
onocpeposaHHoi HY [32]. UTo6bl 061bEKTUBHO OLEHUTL BEPOATHOCTL LIUTOTOKCUYHOCTU HY 1 ux npoBocnanu-
TeNbHbIA MNOTEHLMAN iNn Vitro, BaXKHO YYMTbIBaTb 0CO6EHHOCTU B3aUMOAECTBYIOLLMX TUMOB K/ETOK. B cnydae
¢ ZnO 6bI110 NOKA3aHo, YTO IMHUK OMYXO/EBbIX KNETOK 60/1ee BOCMPUMMYMBLI K AeACTBUIO faHHbIX HY, uem
3[10poBble KNeTkn. Kpome Toro, B psage paboT NpogemMoHCTPUpoBaHo, 4to HY ZnO nHAYLMPYIOT CENEKTUBHYIO
LIMTOTOKCUYHOCTb B KNETKax renatoLe/IloNSapHONA KapuHOMbl HepG2, anntenmanbHbIX KneTkax nerkux A549,
KneTKax B6poHXManbHOro anuTenus yenoseka BEAS-2B [33]. B cBolo odepefdpb, UMTOTOKCMYHOCTL HY ZnO
He Bcerga cneuumnyHa 4ns onyxoneBbiX KNetok. Hanpumep, B pabote [34] oTMeyeHO, UTO NpU MHKybHaLmm

28



O630pHble cTaTbn
Reviews

NepBUYHBIX NEPUPEPUYECKMX MOHOHYK/IEAPHBIX KNeTOK KpoBuM yenoBeka ¢ HY ZnO He 6b1n10 06Hapy>keHo
TOKCUYECKOro ahheKTa, TOrAa Kak npy Ux BO3LeCTBMU Ha MOHOLMTAPHbIE AeHAPUTHbIE KNETKM Habtoganack
[10303aBUCKMAsA LUTOTOKCMYECKas peakLms.

MpyvHMMas BO BHUMaHWE YCUIEHHYIO TOKCUMYHOCTb HY ZnO B OTHOLWLEHMM BbICTPO NPOANGEpUpPYOLLMX
NAOPUMNOTEHTHbIX, HO HeAU(epPeHUUPOBAHHbIX KNETOK HE3aBUCUMO OT NPUPOLI UX NPOUCXOXAEHNS (ony-
XO0NEeBble UM 0ObIYHbIE), MHOTUE HAHOTOKCUKONOrMYeCKNe 1CCneoBaHNs OCHOBbLIBAIOTCS Ha MCNONb30BaHUM
CTabU/IbHbIX KNETOUHbIX MHUNA [3; 32; 33]. 3T0 06CTOATENLCTBO 3aTPYAHAET CPaBHUTE/bHbIN aHaNn3 npogunei
TOKcMYHOCTU HY ZnO 1 3KCTpanonsuunio NoayyYeHHbIX JaHHbIX 415 MOHUMaHWUSA BO3MOXHbIX HE6Nar onpuaTHbIX
nocnencTeuii BosgeicTena HY Ha yenoseka. OfHako, y4nuTbiBas HEOOX0AMMOCTbL COKPALLEHNSA UCMO0/b30BaHUS
B MCCNeLOBaHMAX XXUBOTHbIX Y MPUHUMas BO BHUMaHMWE 3Ha4YMTeNbHbIe BUAOBbIE Pa3nnums (HanprmMep, B CTpoe-
HWW NErKnx), KOTopble BMAIOT Ha NocneytoLlee B3anMOENCTBUE YACTULL, UMEHHO CTabW/bHbIE KNETOUHbIE
NIMHUW Yallle BCero NPUMeHsIIOTCA Kak MOJe/IbHble CUCTEMbI in Vitro Ans aHanusa LuMToToKcnyHocTn HY. Mpu
KY/NIbTUBMPOBAHUY KNETOK MOXET NPOUCXOANTL ocaxaeHue HY, 4To NpuBOAMT K YCUNIEHUIO NX KOHTaKTa C KeT-
Kamu. STOT BaXKHbIIi (haKTOp HEOBXO0AMMO YUMTbIBATb MPU UCCNELOBAHUU IEFOYHOR TOKCUYHOCTM, KO B3aMMO-
neictene HY ¢ KneTkamm NPOMCXOAMT Ha rpaHuLEe pa3aena Bo3fayx - XUAKOCTb (ganee - ycnosmsa ALI) [35].
MoMUMO TMNa KNeToK, Ha pe3ynbTaTbl HAHOTOKCMKO/IOTMYECKMX TECTOB MOTYT BANATL (IU3NYECKME XapaKTe-
puctukn HY (pasmep 1 thopma) 1 okpy>Katowlas cpega. Hanpumep, 6bI710 NoKasaHo, UTo Baumogeicteme HY
ZnO ¢ hochatamun, NPUCYTCTBYIOLLMMU B KNETOUYHOWN KyNbTypanbHOW cpefe, MOBbIAET LUTOTOKCUYECKNUI
noteHyman vactumy, [36].

TokcmyHocTb HY ZnO Takke MOXeT 3aBUCETb OT KOHLeHTpaLmun 6enka B cpefe 411 KyNbTUBMPOBaHUS Kie-
TOK, YTO 06BACHAETCA NPUCOEUHEHMEM BeNKOB K MoBepxHOCTU HY 1 ee akpaHMpoBaHueMm (T. e. HY cnoco6HbI
BIMSITb HA BTOPUYHbIE CTPYKTYpPb! 6eN1KOB). bbIf0 NoKasaHo, 4To B3aumogeincTeme HY ZnO ¢ Takumu 6enkamu,
Kak a-naktanb6ymuH (HY ZnO grnameTtpom 4-7 HM) nnm 6enok ToxR xonepHoro BuépuoHa (HY ZnO anamet-
pom —25 HM), CONPOBOXAAETCS MoAntMKaLueid Ux CTPYKTypbl [37]. B cBOKO o4epefb, MHAYLMpOBaHHbIe HY
N3MeHEeHMs B CTPYKTYpe aficopOMpoBaHHbIX 6eNKOB MOTYT BANATL Ha UX AaNbHENLLYH 6MopeakTUBHOCTL [37].
OfHako BONpoc 0 TOM, Kak agcopbums 6enka Ha mosepxHocTn HY ZnO BAnseT Ha HAHOTOKCMYECKUE CBOMCTBA
yacTuL, ocTaeTcsa €1abomsyyeHHbIM 1 TpebyeT fabHeRwunx nccnegosaHunii. Mogugukaums nosepxHocty HY
ZnO pa3IMYHbIMK NOKPLITUAMMW TAKXKe MOXET 3HaUNTE/TIbHO U3MEHATb MX LUTOTOKCUYECKMIA noTeHuman [32].
N3-3a 60/1bLUOIN BEIMUMHBLI OTHOLLEHUA NIOWaamn noBepxHOCcTM HY K X macce OHU 06/1a8at0T MOBEPXHOCTHOA
pPeakTUBHOCTLIO U NO CPaBHEHUIO C 60Jiee KPYMHBLIMK YacTMLAMM MOTYT BbI3blBaTb Ype3MepHOe MOBPeXaeHNe
KneTok [38]. ABTopbl paboTbl [39] NpeanonoXnnam, YTo CyLLeCTBYET KPUTUYECKMNIA pasMep, OT KOTOPOro 3a-
BUCUT LMTOTOKCUYHOCTL HY ZnO. Ho uMetoLerocs KoanyecTsa MHPoOpMaLMm B NOAAEPXKKY 3TOW rMnoTesbl
noka HegocTaTouHo. Hanpumep, 6b110 nokasaHo, 4to HY ZnO (—100 HM) CUAbHO BAUAIOT Ha (harouuTapHYyo
aKTUBHOCTb K/IETOK OCTPO MOHOLMTAapHOW nelikeMnmn yenoseka THP-1 no cpaBHeHUIO ¢ MUKPOpPa3MepHbIMU
yacTtuuamm ZnO (5 mkm) [40].

VIHTepecHbIM (hakToM aBNseTcs BAnsHMe dopmbl HY ZnO Ha UX UMTOTOKCMYECKUiA noTeHuman. Tak, B pa-
60Te [39] npoAeMOHCTPUPOBaHoO, 4YTo cthepmyeckne HY ZnO (guametp 10-30 HM) NPOSBAAIOT 601€€e CUbHYHO
LMTOTOKCMYHOCTb B OTHOLUEHUU K/IETOYHOW SIMHUUN MbILUMHBLIX Makpotaros Ana-1 no cpaBHeHWO C HaHO-
cTepXkHAMK ZnO. B cTaTbe [26] Ha OCHOBE CPaBHUTE/IbHOI OLLEHKU MOMIEKYNAPHOr0 AeNCTBUSA ABYX Pa3NYHbIX
thopm HY ZnO Ha KNeTKu Takxke 6bIn caenaH BbiBOA 0 60/1€e CUIbHOM LUUTOTOKCUYECKOM 3(heKTe MMEHHO
y cthepmyeckmnx vyacTul.

Mpy n3yyeHnn TOKCMUYHOCTK aspo30/ibHbIX HY ZnO B KneTkax A549, KynbTuBUpyembix B ycnoBuax AL,
KOTOpble MMUTUPYIOT CNOXHbIA XapakTep cpefbl Nerkux in vivo, Oblia BbiSIBNEHA aKTUBALMA 3KCNPeccum
npoBocnannTenbHbIX UMTOKMHOB (IL-8, IL-6 u GM-CSF) 6e3 BAMAHWSA HA LMTOTOKCMYHOCTbL MO CPaBHEHUIO
C TEMM XXe KNeTKaMu, KyNbTUBUPYEMbIMU B BOLHbIX YCN0BUAX. HO NOA0OHLIN 3ath(heKT He HabN0AaNCs ANA TEHOB,
acCOLMUPOBAHHbIX C OKUCUTENIbHLIM CTPEccoM (Hanpumep, reHoB, KOAWPYIOLWMX reMoKcureHasy 1-ro tuna
N cynepokcuaancMyTasy 2-ro Tmna). Takum obpa3oM, aBTOPbl NMOKasanu, 4YTo CybKynbTypbl B ycnosuax ALl
MOTYT aBaTb MeHbLLE TOXHOOTPULLATE/IbHbIX PE3YNLTATOB NPU U3YUYEHUN UMMYHOTOKCUYHOCTH, YEM KETKM,
MOrpy>XeHHble B KynbTypanbHyto cpedy [41]. BmecTe ¢ Tem 6bl710 06HapPY>KEHO pa3BUTUE OKWUCANTENLHOMO
cTpecca B KneTkax A549, KynbTUBMPYEMbIX B yCnoBuUaX ALl 1 He NOrpY>XeHHbIX B BOAY, NPV BO3AECTBUN
a3po30nbHbIX HY ZnO. OpHako Nofo6Hble 3((eKTbl PErMCTPUPOBAIUCL MPU BbICOKMX KOHUEHTpaumsax HY
Zn0O, NpUBOJALLMX K HAPYLLEHWIO LeNIOCTHOCTM KNIETOUHBLIX MeM6paH 1 BbICBOOOXAEHWNIO NakTaTaernapore-
Ha3bl [42]. BO3MOXHO, CTeneHb B3aumogeincTemst HY ZnO ¢ kneTkamu, KynbTUBUPYEMbIMU B yCnoBusix ALl
WV B YCIOBUAX MOTPYXKEHWSA, MOXET OT/IMYaThCA, eCN YUNTbIBATh AUHAMUKY pacTeopeHus HY ZnO un ux
nocnegytouiee B3aMMOoAecTeme ¢ KNeTKol. Mocne Bosgeincteus HY ZnO y cybkynbTyp B ycnosmax ALI 66110
3aperucTpMpoBaHO 3HauNTEIbHO 60Jiee HU3KOe COAepXKaHne BHYTPUKNETOUHbIX MOHOB LIMHKA (B 3 pa3a MeHb-
LLIe) MO CPaBHEHWUIO C MOTrPY>KEHHLIMU ANUTENNANIbHBIMU KNeTKaMu Mblwy C10. KpoMme Toro, nokasaHo, 4To
KO/IMYECTBO UOHOB LIMHKA B K/ETKAaX, Ky/NbTUBUPYeEMbIX B ycnosuax ALI, ysenuumnock yepes 3 4 MHKybauuu,
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a B MOTrPY>XEHHbIX K/IETKaX MOCTOAHHO POC/0 C TeYeHWeM BpemeHuW. [ 06bACHEHUS pasHULbl B YPOBHAX
BHYTPUK/IETOUYHOW KOHLEHTPAL, MM MOHOB LiMHKa Bblfia NpefioKeHa rmnoTesa 0 AuHammnke ocaxgeHns HY ZnO
Ha MOBEPXHOCTM KNeToK [43].

OueHKa UMTOTOKCUYHOCTM HY ZnO MOXET 6bIThb CNOXHOW 3ajayeil, Tak Kak OHY MOTyT pacTBOPSATLCS
B LMTO30/1€ 1 BbICBOOOXAaTh MOHLI (shedding-effect), koTopble camu no cebe cnocobHbI HapyLaTh PYHKLMO-
HUPOBaHMe MHOIMX BHYTPUK/IETOUYHbIX KOMMOHEHTOB. [1poBefieHHbIe K HACcTOALLEMY BPEMEHMN UCC/eL0BaHUA
LEMOHCTPUPYIOT, YTO, NO-BUAMMOMY, CPa3y HECKO/IbKO (haKTOPOB BHOCAT BK/af B LMTOTOKCUYECKUIA NOTEH-
uvan HY ZnO. K aTum haktopam OTHOCATCA PU3MKO-XUMUYECKME XapaKTePUCTUKK cammnx HY, nepBuYHbIe
VMMMYHHbIEe OTBETbI B3aMMOAENCTBYIOLLMX KNETOK, a TaKXKe YCN0BUSA KY/IbTUBNPOBAHMS, BKIOYAsA KOMMOHEHTbI
nuTaTenbHbIX cpeg [31-43].

B nocnefHee Bpems onocpegosaHHas HY ZnO UMTOTOKCMYHOCTb M3YYaeTcsl BO MHOMMX NabopaTopmsx Kak
in vivo, Tak 1 in vitro Ha pas3INYHbIX KNeTKaX U KNeTOYHbIX MHUAX MaeKonuTatowmx [44]. AHanus nutepartypbl
nokasas, YTo K KNoYeBbIM (hakTopam, 00yCnOBAMBAKOLMM LUTOTOKCUYHOCTL HY ZnO, MOXHO OTHeCTu: 1) BHe-
1 BHYTPUK/IETOUYHOE pacTBopeHne HY; 2) amucbanaHc KNeToYHOro pefoKCc-CTaTyca, Bbi3blBAOLLMIA HAKOMNEHNE
A®K; 3) 3anyck nNpoLeccoB NporpaMmmMmnpyemMoit KneTouHom rmbenu (anontosa). KpaTko pacCMOTPUM KaXKablii
13 3TUX (PaKTOPOB.

LintoTokcnuHocTb HY ZnO, cBA3aHHaA ¢ NX pacTBopeHueM. PactBopeHne HY ZnO cuutaeTca ogHOMN 13
OCHOBHbIX MPUYNH UX LUTOTOKCUYHOCTU. VIHTEPECHO, YTO B TO BPeMSA Kak O4HW UCCNef0BaTeNv NpeLnonarator,
YTO BHeK/NeTOYHOe pacTBopeHne HY ZnO 0TBETCTBEHHO 3a LLUTOTOKCUYHOCTb, APYTue YUYeHble JEMOHCTPU-
PYIOT, YTO JOMTO NpogosiKaroLeecs nornoweHme HY ZnO kneTkamu 1 nocnegyoLLee nx pacCTBOPeHne B N30-
COMax NPUBOAAT K MOBbILIEHWIO LIMTO30/IbHOTO YPOBHSA MOHOB LMHKA, KOTOPOE BMOCNEACTBUU UHAYLMPYET
LIMTOTOKCMYHOCTb [44]. MornoweHne NOHOB ZNn2+ BbICBOGOXAEHHbIX 13 HY 1 pacTBOPEHHbIX BO BHEK/IETOYHO
cpefe, cCKopee BCEro, MPOMCXOAWT Yepes LUHKOBbIe TpaHcrnopTepbl ceMeiicTea ZIP, nokanu3oBaHHble Ha Mo-
BEPXHOCTM MemOpaH, a fanee K/eTKW NOKaIU3YyT 3TU U3BbITOYHbIE NOHLI BHYTPY BE3UKY/, U3BECTHbLIX Kak
LIMHKOCOMbI [45].

PeHTreHo(hyopecLEeHTHbIA aHan3 U CKaHUpYyHoLlas 3N1eKTPOHHAas MUKPOCKONWS BbisBuan 200-KkpaTHoe
YBENNYEHNE KOHLUEHTpaLMn NOHOB LWHKA B KneTKax, o6paboTaHHbIX HY ZnO [46]. OagHako B KneTkax, npo-
WNHKYOMPOBAHHBIX C COOTBETCTBYIOLLUMU KOHLeHTpauuamu ZnCl2, cofepxaHue cBOOOLHbIX MOHOB LMHKA 6b110
3HaUNTENLHO Bbiwe [26]. MI36bITOK MOHOB LIMHKA B KNETOYHOM KynbTypanbHON cpefe 13-3a pactsopeHus HY
ZnO MOXeT NPUBECTU K NOTEPE LLe/IOCTHOCTU KNIETOUHON MeMBpaHbl, BbICBOOOXAEHWIO LIMTO30/1bHOM laKTaT-
JernaporeHasbl 1 NocneayoLwen rnbenn KNeToK no nyTy anonTo3a. Y CTaHOB/EHO, YTO BHEK/IETOUHOE PacTBo-
peHune HY ZnO (—30 % npu caMoli BbICOKOM TeCTUPYEMOI KOHLEHTPaLun) B KyNbTypaslbHOW cpefe UHAyLupyeT
He()POTOKCMUYHOCTb B FNOMEPYSAPHBLIX U TYBYNAPHbLIX KNeTKax Movku yenoseka [47]. ABTopbl paboTbl [48]
nokasanm, 4to HY ZnO cnocobHbl MHAYLMPOBaTb LUTOTOKCUYHOCTb TOMLKO MpW NPSIMOM BO3AEACTBMU Ha
MOHOUUTBI. BO3MOXHbIM 06bSICHEHNEM 3TUX NPOTUBOPEUUBLIX PE3Y/IbTATOB AB/AETCA 06pa3oBaHMe NIoXo pac-
TBOPUMOIO aMOP(HOro LIMHK-KapboHaT-thochaTHOro HaHOPa3MepPHOro 0caaka, KOTOPbIil CMOCO6eH 3alnTTb
K/MIETKM OT TOKCUYECKOTO BO3AENCTBNS BHEK/IETOUHbIX MOHOB LiMHKa [36].

OO6Hapy>XeHHas CBEpPX3KCpeccus reHoB METa/INIOTUOHEMHOB B KNeTKaxX CBA3aHa C XenaTupoBaHMEM UOHOB
MeTasI0B W, C/iefoBaTeNbHO, C 3anycKoM MexaHU3MOB aeToKcuKkauun [45]. Bosgeiictene HY ZnO Ha MoHOLM-
TapHble AeHAPUTHbIE KNETKW, MOHOLMUTaPHbIE Makpogary 4enoBeka u KNeTOUHYI0 IMHUI0 T-1nM(o61acTHOM
neilkemMuu yenoseka Jurkat NpMBOAUIO K YCUNEHUIO aKTUBHOCTU OOLLMX reHOB METaN/I0TUOHENHOB, [A0-
KasblBas, 4to HY ZnO aBNAOTCA UCTOYHMKAMMW MOHOB LIMHKA, MPUHMUMAIOLWNX YyYacTUe B KNETOYHOM MeTa-
6onusme [49]. AHanormyHoe HabnwgeHne 6bIN0 cAenaHo, Korga KnetouHas IMHUA Nerkux yenoseka L-132
nopsepranacs Bosgelictauio HY ZnO (guameTp —50 HM) B TedeHMe 24 4, HO NPOgun/ib PaCTBOPEHUS U3YUEHHbIX
HY ZnO npu stom He nccnegosanca [50]. YuntbiBasd 0THOCUTENbHYIO HecTabunbHOCTb HY ZnO npu HM3KUX
3HayeHuAX pH, K1cnoe MUKPOOKPYXKEHME OMYXOJEBbIX K/IETOK CNOCOBCTBYET BHEKIETOUHOMY PACTBOPEHUIO
HY ZnO (—100 % nocne BO3AeNCTBNA B TedeHMe 24 4 npu pH 4-6), 4TO MOXET NPUBECTM K HakonneHno AD®K,
paspyLUEHNI0O MUTOXOHAPWUANIbHLIX MeMOpaH 1 0CTaHOBKE K/IETOYHOrO LuMKna [51]. 3TUM MOXHO 06BSCHUTBL
60nee BbICOKYH LUMTOTOKCUMYHOCTb HY ZnO B OTHOLIEHUW PAKOBbIX KNETOYHBIX IMHWIA, 0 YeM c006LLanoch
paHee [44].

OucnepcHasa npupoga HY ZnO urpaeT BaXKHYO pofib B UTOrOBOM LIMTOTOKCUYHOCTW. XOTS pacTBOPEHME
HY ZnO sBnseTcs NpesnocbiNKoi AN UX LUTOTOKCUYHOCTU, B HACTOsILLEE BPeMSA HET e4MHOI0 MHEHUs OT-
HOCUTENbHO NPeAnoYTUTENILHOr0 MecTa pacTBopeHns HU ZnO (BHYyTpY UK BHe KNeTKu). Kpome Toro, noka
HeACHO, MoYeMy pasIMyaroTCcsa MeXaHU3Mbl, ONOCPEAYIOLLME LUTOTOKCUYHOCTb, KOTOPas MHAYLMPOBaHA MOHa-
MW LMHKa, BbICBOOOXAEHHBIMU U3 HAHO- M MUKpPoYacTuL, ZnO. CUMTaeTCs, YTO aHa/IMTUYECKNE METOAbI HacTo
nepeoLeHMBAIOT KONMYECTBO MOHOB LIMHKA, BbICBOOOAMBLUMXCA M3 HY B KyNbTypasibHYIO Cpedy, W 06LWniA BKNas,
TakKnX MOHOB B UTOTFOBYHO LIMTOTOKCMYHOCTb HY cocTaBnseT nuwb okono 10 % [52].
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CnefyeT OTMETUTB, YTO PE3y/ibTaTbl UCCNELOBAHMA LUTOTOKCUYHOCTM HY CUIbHO BapbupyIOT NPY UCMOoSb-
30BaHUN Pa3HbIX TUMOB K/IETOK U3-3a Pasfiina B MeXaH13Max KETOYHOrO MOr/OLLEHUS, Y MO3TOMY KO/IMYECTBO
HY, HanpsMyto B3aMMO/ENCTBYOLLMX C KNETKaMK, Takxke 6yaeT pasHbiM. Moandmkaumsa nosepxHocT HY ZnO
pas3fIMyHbIMUN NOKPBLITUAMU 415 U3MEHEHUSA XapaKTEPUCTMK PACTBOPEHMUSA MOXET CHU3UTL NX TOKCUYHOCTb. Bbino
YCTaHOB/IEHO, YTO 060/104Ka U3 OKCUAA TUTaHa, NokpbiBatoLwas HY ZnO, yMeHbLUAET CKOPOCTb BbICBOBOXAEHNUS
MOHOB LMHKA NP B3aMMOJeCTBUY C KneTKamu [53], B pe3ynbTaTe Yero CHUXaeTcs UTOroBas LUTOTOKCUYHOCTb
HY kak BHe KNeTKW, Tak U BHYTpY Hee. B KayecTBe afbTEPHATUBHOIO MOAX0Aa MOXHO NPeLioKuTb Moaudu-
LMpoBaTh MOBEPXHOCTHbIE cBOCTBA HY ZnO Takum 06pa3oM, YTOObl YCUIUTL UX NOMOWEHUE KNeTKamu, He
M3MEHAS MNPy 3TOM CKOPOCTb PaCTBOPEHMS HaHOMaTepuana BHYTpU KneTku [54]. CnefoBaTensHO, HOBbIE MOA-
XO0[bl, HANpaB/ieHHbIe Ha U3yyeHue pacTBopeHuUs HY ZnO, MOryT nomMoys MoBbICUTL 6M06E30MNaCHOCTL UCMOSIb-
30BaHWA 3TUX HAHOMATEPUAOB B BUOMELNLIMHCKUX MPUNOXKEHUAX.

LUpnTtoTokcmuHocTb HY ZnO, cBa3aHHada ¢ HakorneHem ADPK B knetkax. A®PK, Takue Kak rugpo-
KCW/bHbIE, CYNEepOKCUAHbIE pafuKasibl U NePeKUCh BOLOPOLA, ABNAIOTCA PEakKLMOHHOCNOCOBHbIMU MOSIEKY1aMN,
COCTOALMMY M3 aHWOHCOLEPXKALLMX aTOMOB KMCNOpPOoAa. HapyLueHne OKUCINTeIbHO-BOCCTAHOBUTENBHOIO
6anaHca KNeTok MOXEeT 6bITb BbI3BAHO CHVXKEHWEM BbIPAOOTKN aHTUOKCUAAHTOB UM U3MEHEHUEM UX CNOCO6-
HOCTW BOCCTaHaB/IMBaTb OKUC/INTENbHbIE NOBpPeXaeHus. CneicTBMEM 3TUX NPOLLECCOB B K/IETKAaX CTAHOBUTCS
aKTUBALMA CUTHANIbHBIX KaCKafoB, NPMBOAALLASA B UTOTe K LLUTOTOKCUYHOCTKW. B paboTe [55] 6bina npegnoxeHa
nepapxmyeckas Mofeflb Pa3BUTUS OKUCAUTENBHOrO CTpecca ANa Aa/ibHenllero 06bACHEHNS NOBPEXAeHWI
KNeTKK, onocpeaoBaHHbix HY. B 370 Mogenu peakums 1-ro ypoBHSA XapakTepusyeTcs yCcuieHnem akTUBHOCTH
aHTUOKCUMAAHTHBIX CUCTEM, 3a Heil cnefyeT peakumus 2-ro YpoBHS, BK/IKOHaOLLas akTUBALMIO CUTHA/IbHBIX NYy-
Teit NF-kB (cemeiicTBO TPaHCKPUMLMNOHHbBIX hakTopoB) nnn MAPK (MUTOreHakTUBMpYeMasi MPOTENHKMHA3A)
M 3anycKatolas peakumio 3-ro ypoBHsl, KOTOpas NpuBOAUT K rmbenn KMeTok no nytu anontosa. Mcxopa u3s
aHanu3a nuTepaTypHbIX AaHHbIX, 6b11 BbIABUHYT NOCTYNAT 0 ZNnO-UHAYLIMPOBAHHOM MOBbILLEHUN COAEPXKAHUA
A®K B pasnnmyHbIX TUNax KneTok. lNokasaHo, 4To MOLWHas aHTUOKCUAAHTHAA aKTUBHOCTb KneToK BEAS-2B
nocne npeaBapuTenbHO MHKy6aumy ¢ H202nomoria um nyylle nepeHocuTb Bo3aelicTene HYU ZnO [56]. 3T0T
pesynbTaT CBUAETENLCTBYET 06 3CCEHUMANBHON PONv NOALEPXKAHUSA KNETOUHOIO OKUC/TUTEIbHO-BOCCTaHOBM-
TenbHOro 6anaHca B hM3M0I0TMYECKOM AnanasoHe B NPOLLECCe BbKMBaHWSA KIETOK Npuw Bosgeictaun HY ZnO.
UT06bl NOHATL, ONocpefoBaHO obpasoBaHne APK Bozgeicteuem HY ZnO mnm e MX UMTOTOKCUYHOCTLIHO,
aBTOpbl paboThbl [57] U3yunnm cnocobHOCTb KETOYHOW MMHUK AS549 NposBNATL aHTUOKCUMAAHTHBIN OTBET Moc/e
BO3LeNCTBMNA CYOLUTOTOKCMYECKOWA KOHUeHTpaumum HY ZnO. O Hanuumm oTBeTa CBUAETENbCTBOBAIO MOBbI-
LLEHHOE COAepXXaHne MapKepa OKUC/IMTEIbHO-BOCCTAHOBUTE/bHbLIX MPOLECCOB - TeMOKCUreHasbl-1. Makcumym
€ro KOHLEeHTpauum 6611 JOCTUTHYT Yepe3 6 4 nocne Bosgeictsms HY ZnO, npu 3ToM 6a3a/ibHbIi YpOBeHb
HabnJancs yxxe cnycta 24 4 nocne BO3AENCTBMS. BbiNo BbICKa3aHO MPeANonoXKeHWe 0 TOM, YTO Haiuuue
M30bITKA MOHOB LMHKA B KNeTKax npu Bo3aeincTemm HY ZnO MOXET Bbi3biBaTb HapyLUeHWe paBHOBECUSA B Zn-
3aBMCUMOI aKTUBHOCTU JaHHOMO 6e/1Ka 3a CHET MHAKTMBALLMM KNEeTOUYHbIX OKUCNTENIbHO-BOCCTAHOBUTEbHbIX
CUCTEM, KOTOPOE M NPUBOAUT B AanbHeLLEM K Tnbenn KneTok. MokasaHo, YTo Ype3MepHas 3KCNpeccus Takoro
aHTUOKCUAAHTHOrO (PepMeHTa, Kak MUKPOCOMasbHaa rnyTaTMoH N-TpaHcepasa-1, He CNOCO6CTBYeET CHUMXe-
HUIO LMTOTOKCUYHOCTM B K/ETKax paka MOJIOYHON xene3bl Yenoseka MCF-7, nofBepriunxcs BO3LencTeuio
HY ZnO. 3710T pe3ynbTar MOr 6bITh CBA3aH C NPAMbIM UHIMOMPOBAHNEM aHHOIO (PepMeHTa pacTBOPEHHbIMU
MoHamu LnHka [58].

Takum o6pasom, BogeiicTere HY ZnO HapyLuaeT BHYTPUKNETOUHBIA FOMeocTas MOHOB LIMHKA, YTO NPUBOAUT
K MOBbILLEHWNIO cogepXaHna APK. B cBoto oyepefb, CMeLLEeHWE KNeTOYHOro OKUCIUTENIbHO-BOCCTaHOBUTE/IbHOTO
6anaHca B CTOPOHY OKUCNUTeNen MHAyuupyeT HabnogaeMble TOKcUyeckune agpekTol HY ZnO, BKAOYas pocT
KOHLIEHTPaLM NPOBOCMA/INTENbHBIX MapKepPOB, MHULIMALMIO MPOLLECCOB OKUC/IMTENbHOIO CTPEeCcca U akT1eaLmio
anonTOTUYECKNX CUTHAMBHBIX MYTeR, MPUBOAALLMX B fafbHEALeM K KNeTOYHoi rmbenu.

LuToTokcnyHocTb HY Zn O, cBA3aHHaA ¢ 3anycKoM anonTtosa. [ToMMMO TOro, 4YTo MUTOXOHAPUN ABNAKOTCSH
OCHOBHbIMUW 3HEPreTUYECKUMI OpraHeniaMm KeTKN, OHW TakxKe y4acTBYHOT B PErynsiLiumn ee CUrHaNbHbIX NyTel,
KOTOpble YNpPaBAsKT MpoLeccaMun anonTtosa. Jenonspusaums MUTOXOHAPUanbHoli membpaHbl IHM moxeT
BbI3BaTb rM6€eNb KNETOK, KaK Obl/10 NOKa3aHo Ha NpMMepe KeTOK ageHOKapLuMHOMbI ferknx yenoseka H1355,
noaseprimxcs sosgeictento HU ZnO [59]. XapakTepHble 0CO6EHHOCTU KNETOK, B KOTOPbIX 3aMyLLeH NPoLIecc
anonTosa, BKAKYaoT (IU3MYeCKMe U3MEHEHNSA B LUTOMNNA3Me, NnasmaTnyeckoin MembpaHe v agpe. OTMeYeHo,
4yto HY ZnO npu B3aMMOAENCTBUU C KNeTKaMK in Vitro MHAYLMPYIOT HECKONLKO CUTHAMbHBLIX NYTeld, KOTopble
M NPUBOLAT K anonToTUYEeCKON rnbenn knetok. Mpu sTOM YCTaHOB/IEHO, YTO UMEHHO CUTHaNIbHbIe NYTU p53
1 p38 BOB/IEYEHbI B aNONTOTUYECKYIO TMbenb KNeToK, MHAyLupoBaHHyto HY ZnO. AsTopsl paboT [60; 61] npo-
[LeMOHCTPUPOBA/IN MOBbILLEHHYHO aKTUBHOCTb NPOANoNTOTUYECKNX FEHOB Kacnasbl-3, 6enka Bax u 6enka p53,
BbIMOJIHAOLLEro hyHKLMIO OMYX0NeBOro Cynpeccopa, Hapsay ¢ gparmeHTauvein AHK ana knetok HepG2
N gepmasnbHbIX (hmbpobnacToB Yenoseka, o6paboTaHHbIX HY ZnO. HefaBHee nccnefoBaHue, NpoBeLeHHOe Ha
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raHrIMO3HbIX KMeTKax ceTyaTku rnasa kpbicsl RCG-5, nokasano, 4to ysenunyeHue cogepxxanma A®K npusognt
K CBEpPX3KCrpeccun Kacnasbl-12, akTUBaL MW OKUCAUTENIbHOTO CTpecca B 3HAO0MNa3MaTUUYECKOM PETUKYyMe
1, COOTBETCTBEHHO, TMbenn Knetok [62]. Bbino oTmeueHo, uto NOX2-tharouutapHbliii HePMEHTHBIA KOMMIEKC
HAL®H-okcngasbl ABNSETCA OCHOBHbIM UCTOYHMKOM 06pa3oBaHms APK 1 MHAYKUMK anonTosa u (Mnn) HEKpo-
3a. M13BeCTHbIe pefoKC-UyBCTBUTENbHbIE NYTW, Takne Kak Kackaf Nrf2 (aHTMOKCMAAHTHbIA TPaHCKPUNUMOHHBINA
ANEPHbIA (haKTop, CBA3AHHbIA C 3pUTPOUAOM-2), MOTYT CMOCOBCTBOBATL LIMTOTOKCMYHOCTM Makpodaros [63].
HepaBHee nccnegoBaHue aeictensa HY ZnO Ha KynbTypy NEPBUYHbBIX aCTPOLMTOB KPbICbl MOATBEPANIO POJib
curHansHoro Nyt JNK (N-KoHLeBas KuMHasa c-Jun) B pasBUTUM anonTosa [64].

A/bTepHATVMBHBIM anoNTOTUYECKMM MEXaHM3MOM K/eTOYHON rnbenn ABnseTcs aytodarus, npyu KOTopoi
K/eTKa BbKMBAET, HO ee KOMMOHEHTbI [OCTaBNATCA BHYTPb BE3WKYN, Ha3blBaeMblX ayTodarocomamu. B ko-
HEYHOM WUTOre OHW C/IMBAKOTCA C IM30COMaMM, YTO NMPUBOAUT K Pa3pyLLEHNIO MHKAMNCY/IMPOBaHHOIO MaTtepua-
na [65]. MokasaHo, 4To Bo3geicTene HY ZnO Ha KNeTKK anuaepmuca Mbllln CNoco6CTBYeT 06pa30BaHMIo
ayToarnyeckoii Bakyonu ¢ nocneaytolleii MUTOXOHAPUANBbHON ANChYHKLMER 1 Tnbenbio Knetok [66]. Tem
He MeHee MpPUMeYaTeNbHO, YTO ANA NeiKo3HbIX T-KNeToK YyenoBeka Bo3geiicteme HY ZnO mMHMUuMKMpoBano
aNbTEPHATUBHBIA MYTb arnonTo3a, He3aBUCUMbII OT Kacnas 1 HeonocpeaoBaHHbI ADK [67].

Mo reHOTOKCMYHOCTLIO, 06ycnoBneHHOW HY, 06bIYHO NOHUMAIOT NOBpeXAeHMe KneTouHoin AHK, KoTopoe
MOXET MPOUCXOANTb MBO HENOCPeACTBEHHO (M3-3a B3auMoeicTensa HY ¢ sgepHbIM MaTepuanom), nmbo Koc-
BEHHO (13-3a NOBbILLEHMS cofepXKaHua APK, Apyrux peakTUBHbIX MOHOB NN MEXAHUYECKOr0 NOBPEXAeHNS).
MexaHun3mbl noBpexaeHns HK MoryT 6bITb HeaKTMBHbI MW IaXKEe CHYXKEHbI MPU B3anMoaeicTBnm Knetok ¢ HY
Zn0O, 4To 06BACHSAETCA reHOTOKCUYECKMM NoTeHumanom atux HY. MokasaHo, 4to HY ZnO B KOHUEHTpauuu
5 MKr/MN BbI3bIBAKOT 3HAUNUTENIbHOE NoBpexaeHne JHK, o yeM cBUAEeTEeNbCTBYET YBEIMUYEHE MOMEHTA XBOCTA
komeTbl (MeTog AHK-komeT) B KneTkax anugepmuca yenoseka A431 [68]. Cxoxue pesynbTaTbl MNONYYEHbI
N 4Na aNUTeNNanbHbIX KNeTOK MPOKCUMa/bHbIX KaHaslbLeB noyek yenoseka HK-2 [69]. Takxke 6b110 npoge-
MOHCTPMPOBAHO KOHLIEHTPaLMOHHO3aBMCUMOE OKUCAMTENbHOE noBpexaeHne AHK, npusogsiuee K saepHoit
KOHAeHcaumu, (parmeHTaummn JHK, o6pa3oBaHuio B Heli TMMOAUMIOUAHBIX A4ep M anonTOTUYECKUX TefeL, pu
06pa6boTke Makpoaros HU ZnO [63]. B kayecTBe BO3MOXXHOIO0 06bACHEHUSI TEHOTOKCUYHOCTM MPeLN0XeHO
BHYTpUsepHoe pacnpegeneHne HY ZnO, koTopoe Habn04an0Cch B KNeTKax NJ0CKOK/IETOYHOro paka rososbl
1 wew yenoseka [70]. OgHaKO [0 HACTOALLEr0 BPEMEHW HET MOSIHOIO MOHUMAHWUA MeXaHu3ma NnoBpeXKaeHus
OHK HY Zn0O, a B kneTkax THP-1, noaseprwmxca Bo3AeHCTBUIO HAHO- UKW MUKpoYacTul, ZnO, Boo6LLe He
6b110 BbISBIEHO NPU3HAKOB reHOTOKCMYECKOTO MOBPeXAeHUs. [aHHbIi pe3ynbTaT MOXKHO 06BbACHUTL pasMepoMm
yacTuL, HaHoMopoLLKa ZnO, KOTOpbI ncnonb3oBanu uccnegosareny (oH npesbian 100 HM) [48; 49]. Tak, Ha-
npumMep, 06paboTKa KIETOK hrbpo6bnacToB Nerknx KUTanckoro xomsika CHL MofoXXuTenbHO U 0TpULaTENTbHO
3apshkeHHbIMM HY ZnO pasmepom 20 nnm 70 HM He NPMBOAUNA K MHAYLMPOBAHMIO KNacTOreHHOro agekTa
(BKMtOYAsA FEHOTOKCUYHOCTL in vivo) [71].

B cBsi3M C WMPOKNM mncnonb3oBaHneM HY ZnO B KavecTBe Y D-(iMNbTPOB B COJTHLE3ALLUTHOW KOCMETUKE
KpaliHe aKTya/lbHbIM MpeACTaBASETCS UCCNefoBaHME BAUAHNA Y D-n3nyyeHnst Ha reHOTOKcMYHocTb HY ZnO.
ABTOpbI paboThbl [72] NoKasanu, 4To B KNEeTKax aMOpMoHanbHoi noykn yenoseka HEK293 1 am6proHanbHbIX
thmopobnactoB Mbiwn NIH/3T3, nogBeprHyThix Bo3geinctento HY ZnO B koHUeHTpauuu 100 mkr/mA, npo-
ncxognt nospexgeHne AHK, xota nocne Bo3geiicTemst Y d-B-nznyyeHms (280-315 HM) Ha KNeTKu, NPOVH-
Ky6upoBaHHble ¢ HY, Habntofanoch 3HaunTe/IbHOE CHUXKEHME FeHOTOKCMYECKOro noteHuuana. CoBMeCTHOE
Bo3geicTeme HY ZnO n YP-A-uznyuenns (315-400 HM) Ha KneTkn THP-1 npuBoanno K HAKOMEHNIO B HUX
Takoro ke konunuyectea A®K, Kak npu Bo3gencTeum Y ®-A-nsnyyeHms B otcyTcTeme HY, uTo ykasbiBaeT Ha
MUHMMaNbHOe yyacTme HY ZnO B MHAYKLUM NOBPEXAEHWI B laHHbIX KneTKax [73].

3ak/royeHue

Takum 06pa3om, MHOrOYUC/EHHbIE UCCNefoBaHNUA TOKCMUYHOCTN HY ZnO yKa3blBalOT HA UX PEAKTUBHYIO
npupogdy. LinToToKkcnyeckue peakumm HY ZnO MoryT B 3HaUMUTE/IbHOW CTENEHW 3aBUCETb OT TUMa uccnegye-
MO KNEeTKW, YCN0BWIA Y BPEMEHW BO3ENCTBMS, a Takxxe cnocoba nonyveHus HY ZnO, 06ycnoBMBAIOLLErO UX
OCHOBHblE (DM3NKO-XUMNYECKUE XapaKTePUCTUKN. CTOUT OTMETUTb, YTO Han4Yme NOKPbITUA U (M) NOHHBIX
npumecein B HY ZnO Hapsagy ¢ npucyTCTBUEM B cpefie UHKY6auuu 6enkoB u (Mamn) ocdatoB TakKe MOXKET
BIMSATHL Ha OOLLMIA LMTOTOKCUYECKMIA NOTeHUMan yactuy,. PacteopeHne HY ZnO BHe KneToK 60 BHYTPU UX
NN30COMAIbHOT0 KOMMAapTMEHTa NPUBOAMT K HAPYLUEHUIO KNETOYHOro roMeocTasa MOHOB LMHKA, YTO BMO-
CNeACTBMM MHAYUMPYET HakonneHne A®K.

HepnaBHWe nccnefoBaHUs TakxKe NPOLEMOHCTPUPOBAIN CKNOHHOCTL HY ZnO K B3anMoZeNCcTBUIO CO crewu-
(hMYECKMMU peLLenTOPHLIMU MOJIEKYIAMU Ha MOBEPXHOCTU KNETOK, YTO 06YC/OBNNBAET B/IMSAAHWE Ha TPAHCKPUN-
L0 NPOBOCMANNTENbHbIX LUTOKMHOB Yepe3 OnpefeNieHHble CUrHabHble MyTW. MOMUMO UMMYHOMOLYNALKK,
Bo3feicTeme HY ZnO in vitro MOXeT NpMBOAMTL K ayToarum, reHOTOKCUYHOCTU U anonTo3y B pas/iMyHbIX
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Tunax knetok. Bosgeiictemne HY ZnO in vivo No nepopanbHOMY, MHTpaTpaxeasibHOMY WU UHTaNALMOHHOMY
MyTU CMOCOBGCTBYET UX HAKOMIEHUIO B XXM3HEHHO BaXKHbIX OpraHax, Takmx Kak MeyeHb, Nouku, cepale v ner-
KMe, YTO COMPSDKEHO C TOKCUMYEeCKMMU 1 (Unn) BOCNanuTeNbHbIMU NOCNeACTBUAMU. ViccnenoBaHus in vitro
LUMPOKOrO Anana3oHa KoHLeHTpauuii HY ZnO mMoryT noMoyb pacLumMpuThb CYLLECTBYHOLLME TOKCMKOMOTYECKMe
npesAcTasneHns 06 aTOM HaHomatepuane. [eTtanbHoe NOHMMaHME LIMTOTOKCMYECKOrO M BOCNAUTE/IbHOIO MNo-
TeHuunana HY ZnO nexuT B OCHOBE BCECTOPOHHEr0 M3YyUYeHWS BO3MOXHOCTU UX JaSibHEALLEro npuMeHeHus
B 6MOMEANLIMHCKOM CEKTOpeE.
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Abstract. The use of microalgae for the production of biohydrogen is one of the promising areas of modern biotech-
nology and applied algology. In green microalgae cells, the process of biohydrogen synthesis is carried out in the electron
transport chain of chloroplasts by the enzyme [FeFe]-hydrogenase and serves as a physiological adaptation to anaerobic
conditions. A detailed understanding of the mechanism of biohydrogen synthesis makes it possible to more efficiently
use microalgae as a source of environmentally clean fuel. This analytical review examines the mechanisms of H2biopro-
duction and its potential roles in physiology, as well as approaches to stimulating H2 production for biotechnological
purposes.

Keywords: algae; biohydrogen; hydrogenase; nutrient deprivation; photobioreactor.

BBepgeHme

Ha cerogHALWHWiA feHb 60/bLIOK MHTepeC NPeAcTaBaseT KybTUBMPOBAHMUE aBTOTPOGHLIX MUKPOOPraHm3-
MOB, TaKUX KaK 3e/ieHble MUKPOBOAOPOC/N, B LLensaxX npon3soacTea 6uomacchl [1-4]. Vicnonb3ys B KauyecTse
MCTOYHUKA SHEPTUUN COMTHEYHbIW CBET, OHU CMOCOOHLI HapawMBaTh 60/blUMe 06BbEMbI OPraHNUYeCcKO MaTepun
1 CUHTE3UPOBATb LiefIEBblE COEAUHEHNS, YTO [eNaeT UX NpuBneKateibHbIM 06beKTOM AN 6uoTexHonorum. Oco-
6eHHO MepcneKTUBHLIM NPeLCTaBNSETCSH UCMNOMb30BaHNE MUKPOBOAOPOCEN KaK MCTOUHWNKA TOM/IMBHbIX PECYPCOB,
TaKMX KakK BOLOPOAHOE TONNBO (MONEKYNAPHLIA Bogopos (H2) 1 npon3BoLMMbIin GUOIOTMYECKUMU CUCTEMAMU
6rnosogopoa) [5].

CnocobHOCTb MUKPOBOAOPOC/EN CUHTe3npoBaTb H2 n3secTHa ¢ Havana 1940-x rr. [6]. OfHaKo TONbKO
C HeflaBHEro BPEMEHU faHHbIN PeHOMeH paccMaTpuBaeTCs B Ka4eCTBE UCTOYHMKA MOMyveHUs 61MoBoLopoaa
B NPOMbILLMIEHHBLIX MacLiTabax [7; 8]. Beuay atoro B nocnefHune AecATUNETUS YCUNUIUCH UCCNef0BaHUS MeTa-
60113Ma MUKPOBOAOPOCAEN, CBA3aHHOIO C NPOAYKLUMei H2, a TakxKe MHTEHCU(ULMPOBANNCH pa3paboTKu B 061acTu
MPOMbILLIEHHOr0 NONYYeHMs 61MOBOLOPOLA C MOMOLLBIO KYNbTYP 3yKapnoTUYECKMX MUKpoBogopoceli [9-12].

Llensto HacToALeid paboTbl ABASACA KPUTUUECKUIA 0630p 1 aHa/IM3 COBPEMEHHbIX UCCNeA0BaHNIA cMHTe3a H2
3eN1eHbIMU MUKPOBOLOPOCNSMU U ero (PU3NONOrMUYECKOn ponu B KETKe, a Takke UccnefoBaHuiA, HanpaBneH-
HbIX Ha pa3paboTKy aPPeKTUBHLIX NOAXOA0B K CTUMYNALMM reHepauumn 61MoBoLopoLa (PU3NKO-XUMUYECKUMU
MeToAamMu.

BuocnHTes H23eneHbIMWU MUKPOBOAOPOCIAMMU:
MeXaHW3M 1 po/ib B (OU3M00MUU KNETKN

BuocuHTes H2BCcTpeyaeTcs y psga 6akTepuin 1 MAKPOBOAOPOCEN, NpUHAANeXaWMX K pas3nyHbIM Tak-
coHoMuueckum rpynnam [13-15]. OH ocyLlecTBASETCA C NOMOLLbI pPasHbIX GUOXMMUYECKUX MEXaHW3MOB
N ABNSETCA CNEACTBMEM Pa3fINUHbIX U3nmonormyecknx agantaumii [9; 16]. CornacHo pa6oTe [16] B npupoae
CYLLECTBYeT HeCKO/IbKO MyTeil 6uocmHTe3a H2 Ha cBeTy: 1) KMCNOPOLHbLIA POTOCUHTE3 B COYETaHUM C Mpo-
M3BOACTBOM H2 KoTopoe Katanusupyetca [FeFe]-rugporeHasoli (XapakTepHO A/t 3e/1eHbIX MUKPOBOAOPOC-
neid) [6]; 2) KNCNOPOAHBIA POTOCMHTE3 B COMETAHMM C MPOM3BOACTBOM H2 KaTann3npyeMbiM HUTPOTreHa30l
(cBOWMCTBEHHO LmaHoGakTepusam) [13]; 3) HEOKCUTEHHbIA (hOTOCMHTE3 B COYETaHNUM C NPOU3BOACTBOM H2, Ko-
TOpOE TaKXKe KaTannsnpyeTcs HUTPOreHasoi (M3BECTHO ANt NypnypHbIX 6akTepuit) [15].
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O6pasoBaHne H2 nmeeT 60/bLLIOE 3HAYEHUE /11 KNETKU, TaK KaK OHO UIPaeT posib albTEPHATUBHOIO MyTK
meTabonnama B aHaspobHbIX ycnosuax [10; 16; 17]. Mpon3BoACTBO BOAOPOAA KNeTKaMm 3e/eHbIX MUKPOBO-
[0opocneii Ha CBETY HepaspbiBHO CBS3aHO C peakuussMn DOTOCMHTE3a U BbICTYMaeT OfAHUM M3 aHa3pPOoOHbIX
MEeXaHU3MOB Perysaumu TpaHCnopTa 3/1eKTPOHOB 1 CONPSXXEHHbIX C HUM npoueccoB [16]. BeigeneHne H2no-
3BOMISET NOAAEPXKUBATL MOTOK 3/1EKTPOHOB, HEOOXOANMbIV Ans reHepauum AT® [16].

Mpogykumsa H23eneHbIMM MUKPOBOLOPOCNSIMU BriepBble Gblna onucaHa 6onee 80 neT Hasag, [6]. Mpu aTom
MPOAEMOHCTPUPOBAHO, YTO B aHA3POOHBIX YC/IOBUAX 3e/1eHble MUKPOBOLOPOC/M CNOCOOHLI BhlAensTs H2 kak
B TEMHOTE, TaK M Ha CBeTy [6]. B ganbHeiilieM nokasaHo, YTO A1 CMHTe3a BOLOPOAA B X/10poniacTax Heob-
XOAMMO Hanmume crneumanbHblX GepMeHTOB, KOTOpble OyAyT OCyLlecTBAATbL GopmupoBaHue H2 [11; 18-20].
Takylo (YHKUMIO BbIMOMHAIOT epMeHTbl cemeiicTBa ruaporeHas [11; 18; 19]. daHHble hepMeHTbl UrparT
BaXKHYIO PO/ib B 3aLMTe KNETKM OT U3ObITKa 3N1EKTPOHOB, 06pa3yoLLMXCS B YC/IOBUSAX aHA3pO6HOro cTpecca Ha
CBETY, TeM CaMbIM NpeAoTBpaLLas NoBpeXxaeHne hoTocuHTeTMYeCKoro annapara [19]. MmaporeHassbl ABAAOTCA
(hepMeHTaTUBHbLIMW KOMI/IEKCaMU, COCTOSLLUMMN U3 OAHOW UM HECKONBKNX CyObeauHnL,. OHU KaTanusmpyroT
0bpaTumMoe BOCCTAHOB/IEHWE NPOTOHOB L0 MOJIEKYNIAPHOIO BOAOpOAa cneaytowmnm obpasom [19]:

2H++2e M H2

Oco6blii MHTepec NpefCTaBNAOT BOSHWKHOBEHWE W CMeuuann3aums ruaporeHas y 3eeHbiX MUKPOBOAO-
pocneid, a TaKKe yCTaHOBNEHWE X TECHOTO B3aUMOLENCTBMS ¢ (hOTOCMHTETMYECKUM annapaTtom [11]. B kaye-
CTBE OCHOBHOW BEPCUU NPOUCXOXAEHNS BOAOPOCNEBON rMAPOreHasbl pacCMaTpUBAETCA FOPU3OHTaNbHbIV ne-
PeHOC reHoB OT NMpeAcTaBuTeNeil HethOTOCMHTETUYECKMX GaKTepUiA K NpeaKy COBpeMeHHbIX Bogopocneid [20].
B xofe aBonouMuM y BOLOPOCAE CHOPMMPOBA/ICA MEXAHU3M JIoKanu3aLmMn ruaporeHas B xoponnacte, rae
NPOUCXOAAT UX CUHTE3 U NOCTTPaHCNALUOHHAA Mogudmkaums [18].

[FeFe]-rnaporeHasbl xapakTepur3yoTca Hannumem H-knactepa B KaTanMTuyeckoMm LeHTpe [11]. MexaHuam
06pa3oBaHNA MOMIEKYNSPHOr0 BOAOPOAa C noMoLWbto [FeFe]-rngporeHasbl peann3yeTcs cneayoumm o6pasom:
nocpeacTBoM (heppefoKCMHA 3NEKTPOHBI LOCTABNATCA K MECTY CTbIKOBKU psfoM ¢ [4FedS]-knacTepom, OT-
KyJa OHM MepeHocaTca B H-KnacTep, BocCTaHaBnMBas AucTanbHbliA atom xenesa(lM) [11]. BoccTaHOBNEHHbII
atom Fe(ll) ctabunuanpyetcsa 6narogaps npucyTcTeumto nuraHaos CO 1 CN. MpOTOHHbIMA NyTb OT NOBEPXHOCTY
6enka K KaTaIMTUY4eCKOMY y4acTKy U3yyeH He [0 KOHUA. BeposTHO, OH BK/IIOYAET OCTATOK LMCTENH], pacno-
NOXXEeHHbI psaoM ¢ H-KnacTepoM 1 AelCTBYOLWMIA KaK KOHEYHbI CaiT CBA3bIBAHMS [A/15 0JHOTr0 13 NPOTOHOB.
BTopoii npoToH, no-enanmomy, ceasbiBaeTcs ¢ Fe(ll). KoHeyHas peakumsi BKNOYaeT NPOLLECC, B XOe KOTOPOro
o6pasytowuiics rmapua-aHMoH PEKOMBUHMPYET CO CBA3aHHLIM NPOTOHOM U BbleNseTca B BUAe rasa H2[11; 16].

AKTUBHbIN LEHTP PepMeHTa, Kya NepeHoCcATCs 3NeKTPOHbI OT eppesoKCMHa, YyBCTBUTENEH K KUCIOPOLY,
YTO JIMMUTUPYET ECTECTBEHHOE MPOM3BOACTBO H2 B KACNOPOLHbLIX YCN0BUAX [16]. AKTMBHOCTb F1ApOreHasbl
MHIMBUpYeTCa 3a CYET NOAABNEHUS IKCNPECCUU reHoB hyd, OKUC/IUTENILHOTO MOBPEXAEHUS KaTaIMTUUYECKOro
LIeHTpa 1 HapyLLEHWS npoLiecca co3peBaHms pepmeHTa [11; 21]. Ha cBeTy aHaspo6Hble YCN0BMSA HAacTynatoT, Korga
CKOPOCTb POTOCMHTETMYECKOTO BblAeneHnss O2CTaHOBMTCA HMXKE CKOPOCTN MUTOXOHAPUaNbHOIO AblxaHus [22].

Mpy HOpMaNbHBIX a3PO6HbLIX YCN0BUAX B X/I0PONIACTaXx 3e/1eHbIX MUKPOBOOPOCEeli OCYLLECTBASETCA 00bIY-
HbI Npouecc HOTOCUHTE3a, CBOMCTBEHHbIN BCEM aBTOTPOMHbLIM OpraHu3MamM. JHeprus cBeTa ynaB/MBaeTcs
cBeTocoOMparoLWwmnMm 6enkaMm peakuMoHHOro LeHTpa otocuctemsl-2 (PC-2) 1 ncnonb3yetca Ana paciuen-
NeHWs BOLbl Ha MOMEKY bl KMCNOPOAa, MPOTOHbI U 3NeKTPOHbI [17]. 3TU (DOTOCUHTETUYECKME 3NIEKTPOHLI NO-
CPeLCTBOM CEpUU OKUCINTENIbHO-BOCCTAHOBMTE/bHbLIX peakunii NpoABUIatoTCs MO 3/1EKTPOH-TPAHCMOPTHO
Lenu yepes Komnekce yumtoxpoma bef n gotocmuctemy-1 (®C-1) K xenesocepHoMy 6esiKy PeppeaoKCuHy, Ko-
TOpbI/ 3aTeM NEPEHOCUT CBOW 3NMEKTPOHbI Ha HAL®+, BoccTaHaBnmBas ero o HAA®H. B cBoo ouepefp,
HAL®H asnseTca He06X0AMMbIM KOMMOHEHTOM ANs PYHKUMOHMPOBaHMA LnKna KanbBuHa, rae npomcxogat
thukcayms CO2 1 6MOCMHTE3 BKHEALIUX 418 KNETKM BewecTB [16]. B aHa3po6HbIX ycnoBusax heppefokeuH
BMECTO 3TOro 0TAaeT CBOM 3NeKTPoHbl [FeFe]-rugporeHase [11]. Takoli nyTb 3BECTEH Kak NpsMoli 6nodoTo-
N3 1 CBOWCTBEH MCKHOYMTE/bHO 3e/1eHBIM MUKpoBogopocnsm (puc. 1). Bogopog obpasyeTcs B pesy/bTaTe
pacuienneHns sBogbl ®C-2 B aHa3pO6HbIX YCNOBUSAX. B OTCYTCTBUE KMUCNOPOAa CBETOBAS 3HEPrUs, cobpaHHas
®C-1 n ©C-2, NMMHeRHO NepPeHOCUT 3NEKTPOHbI OT BOAb! K (DEPPEAOKCUHY:

2H20 + ceeT = 2H2+ O2.

MpoussoacTBo H23yKapnoTUYECKNMU 3e/1eHbIMU MUKPOBOLOPOCAAMM NyTEM NPAMOro 61odoTonmsa Tpebyet
OT HECKOJIbKUX MUHYT [0 HECKONbKUX YacOB aHaspobHOM UHKy6auun B TemHoTe [23]. Mpu nepeHoce Kysb-
TYpbl 13 TEMHOBbIX aHa3pO6HbIX YC/IOBUIA Ha CBET BbIXOZ BOJOPOAA BO3pAcTaeT Ha HECKObKO nopsakos [17].
OfHako aKTWMBHOE BbigeneHne H2 HOCUT BpeMEHHbI XapaKTep, MO/IHOCTbIO 3aTyXas B TeUEHMEe HECKOSbKUX
MUHYT. VIMEHHO 3TOT (PeHOMEH CTa NepBbIM fOKa3aTeNbCTBOM (POTO06Pa30BaHMA BOAOPOAA Y 3€1eHbIX MUKPO-
Bogopocneii [6]. CkaukoobpasHblii BbIGPOC BOAOPOAA B YKa3aHHbIX YCIOBUAX ABNSETCS CNeACTBMEM ObICTPON
MHAYKUMMN (hOTOCUHTETMYECKOrO TPaHCMOPTa 3N1EKTPOHOB 1 BOCCTaHOB/IEHUS (eppesokcrHa u HAL®+ B xnopo-
nnacte, noka epMeHTbl Lukna KanbBUHa HaXoAATCA B MHAKTUBMPOBAHHOM COCTOSIHUMM MOC/e UHKY6auum
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B TemHoTe [24]. MpuumnHoii 3aTyxaHus NpoLiecca BhICTyNaeT, BO-MePBbIX, Ae3aKTUBaLMsA rMaporeHasbl B npu-
CYTCTBUM Kncnopogaa [21], a Bo-BTOPbIX, aKTMBaLMS PePMEHTOB TEMHOBOM (hasbl. BMOCMHTE3 H2KOHKYpUpYET 3a
3M1EKTPOHbI C ApYTVIMU BOCCTAHOBUTEbHLIMMW NYTAMM, NPEXe BCero ¢ accummnsaymein CO2. B uccnefoBaHUax
6b1/10 NPOAEMOHCTPMPOBAHO, UTO KpaTKOBpeMeHHas BbipaboTka H2y Buaa Chlamydomonas reinhardtii Han6onee
BbICOKA NPY HU3KOWN KOHLeHTpauun CO2un HaobopoT [25]. AnuTenbHas BbipaboTka H2B oTcyTCTBUE (hUKCca-
umm CO2npegnonaraeT LeHTpanbHY0 ponb [FeFe]-ruaporeHassl B nogaepXaHum oToCMHTE3a BOLOPOCEi
1 NPUCNOCO6IEHNN KNETOK K 6ECKMCIOPOAHBLIM YC/TOBMAM, a TakxKe 3almiiaeT POTOCUHTETUYECKNIA annapat
0T noBpexaeHuii [17]. B cnyyae nHaktuBauun uukna KanbeuHa notpebneHne AT® n HAL®H cHuxaeTcs,
4TO 06YC/IOB/IMBAET YBENNYEHME LUKINYECKOr0 TpaHcnopTa vepes PC-1, TeM cambIiM CNOCOGCTBYSA CUILHOMY
MOAKMCEHNIO NIOMEHa Tuakonga. B cBoto ouepedpb, NOAKWUCIEHNE TIOMEHA 3arMyCcKaeT MexaHM3Mbl (POTO3a-
WMTHOTO TYLUEHWS 415 pacCemBaHUA N30bITOUHON S3HEPTUN, aTakKxXKe 3aMeiNseT OKMCeHe NnactoxmHoHa (PQ)
KoMMNekcoM Lmutoxpoma bef, cnefcTeuem yero aBnsOTCA BOCCTAHOBNEHME Myfa PQ 1 yMeHbLUeHWe nepeHoca
3neKTpoHoB 13 ®C-2 [22]. Bce 3T0 B KOHEYHOM UTOre MPUBOAMT K (DOTOMOBPEXAEHUIO oTocuctem [17; 22].
MmaporeHasa MOXET BbICTYNaTh B KAYECTBE KOHEYHOr0 akL,enTopa 3N1eKTPOHOB B Clyyae Ae3akTusauuy Lukna
KanbBuHa [11]. MyTaHTHbIl pubynosobuchocharkapookcnnasogemuntHblii wtamm C. reinhardtii npoge-
MOHCTPMPOBAas CNOCOGHOCTL NPOM3BOAUTL 3HAUNTEIbHbIE KOMMYecTBa H2B cepocofepikallein cpefe. B Takom
cnyyae rmaporeHasa, no-sMAaNUMoMy, 3aMmeHseT LMK KanbBMHa B Ka4ecTBe KOHEYHOr 0 akL,enTopa 3/1eKTPOHOB.
B 3TOM MyTaHTHOM LUTamMMe, KOTOpPbI MOYTU He HakamnIMBaeT Kpaxmas, 37eKTPOHbI ANs BbigeneHus H2 no-
CTynatoT NPenMyLLeCTBEHHO 3a CHET paclyenseHmns soabl B @C-2 [10].

YCTaHOB/EHO, YTO OCHOBHbLIM MeXaHM3MOM npogykuun H2 aenseTtca npsmoin 6uodotonus, uim dC-2-3a-
BUCUMbIIA NMYTb, MPY KOTOPOM UCTOYHUKOM 3M1EKTPOHOB CTYXXWT thoTonna Boabl [9; 16]. OgHako ®C-2, no-BuaMMomy,
He UrpaeTt K/OYEBYHO ponb B BbldeneHnn H2 a ee yyactue B npouecce (hakynbTatneBHO. B T0 e Bpema ®C-1
yyacTByeT TaKxe B PC-2-He3aBnCMMOM MyTu 06pazoBaHus Bogopoda [10]. 3TOT NyTb Ha3bIBAeTCA HeMpAMbIM
61othoTONN30M, UM aHasPOBHON TEMHOBOW hepMeHTaLmeit (cM. puc. 1). B faHHOM ciyyae UCTOYHUKOM 3N1eKTPO-
HOB IB/ISIETCSA OpraHNYecKnii cyoCTpar, MoABEPTrHYThI OKUCIUTENIbHOMY pacluensieHnto. B KauecTse nepeHocUmKa
3neKTpoHa BbicTynaeT Monekyna HAL(P)H, kotopasa nocpeacteom HAL(P)H-nnacTOXMHOHOKCUAOPEAYKTa3bI
nepegaeT 3NeKTPOH Ha nyn PQ, 0TKyAa OH NpofBuraeTcs ganee no 3fNeKTPOH-TPaHCMOPTHOM Lienu Yepes LuTo-
Xpom béf, nnactounaHmH, ®C-1 1 heppeOKCUH, B KOHEYHOM UTOre Nonagas Ha rugporeHasy [26].

Puc. 1. MexaHn3Mm cuHTe3a H2B 31eKTPOH-TPaHCMNOPTHO Lienu Ha Mem6paHe Tunakomaa
(UnT b6f - ymutoxpom béf; PC - nnactouymnaHuH; Fd - deppefokcnH; ®H - docdar).
KpacHas cTpesika yka3blBaeT MyTb NepeHoca BOCCTaHOBUTE/IbHbIX 3KBMBA/IEHTOB NpU NpsiMom G1ogoTonumse,
3e/1eHas CTpenka - npy NPsIMOM 1 HermpsaMoM 61ohoToNmn3e
Fig. 1. Mechanism of synthesis of H2in the electron transport chain in the thylakoid membrane
(UnT b6f - cytochrome b6f; PC - plastocyanin; Fd - ferredoxin; ®H - phosphate).
The red arrow indicates the pathway of transfer of reducing equivalents during direct biophotolysis,
green arrow - during direct and indirect biophotolysis
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B TemHOTe nNpu (hepMEHTATUBHOM OKWUC/IEHUM 3HAOMEHHOro Kpaxmana 06pasytoTcs TakmMe NpoAyKTbl, Kak
thopmuaT, aueTaT U 3TaHON B COOTHOLWeEHMK 2,07 : 1,07 : 0,91 [27]. MOMUMO SHAOTEHHOIO Kpaxmana, B Kauye-
CTBE UCTOYHMKA 3/IEKTPOHOB MOTYT BbICTYNaTh 3K30reHHbIe YriepoAcoiepxallime coefiMHeHNs, B YaCTHOCTHU
auetart [28]. AueTaT nMeeT 60NbLLOE 3HaYeHME KaK cybcTpaT Ans AbixaHua [29], a TakKe BO3MOXHbIA 4ono-
HUTENbHBIA NCTOYHWUK 31EKTPOHOB ANs 06pasoBaHms H2npu geduumnte cepbl [8]. MeTabonuam aueTara urpaet
Ba)KHYIO pO/ib B NpoLecce cuHTe3a H2B KneTke. Y Tunnsauns alerara 3aBUCUT OT OCBELLEHUA 1 TpebyeT 3aTpaTt
AT®. CyuwecTByeT Ba OCHOBHbIX NyTK, KOTOpPble MOrAx 6bl 06bACHUTL 06pasoBaHme CO2un H2 u3 aueTara:
1) LMKA IMMOHHOI KUCNOTLI; 2) LMK FIMOKCUaTa, CBA3aHHLIN C NpeBpaLLeHneM CyKumHata B yrnesos [28].

CornacHo nutepatypHbIM aHHbIM BblgeneHre H2 3a cyeT aHAOreHHOro cy6crpaTa NofHOCTbIO 6/10KMpo-
Ba/I0OCb MHTMOUTOPOM [bIXaHUA PTOPYKCYCHOM KNCNOTOM, HO adhpeKTa co CTOPOHbI 3-(3,4-guxnopderHnn)-1,1-
AMMeTUNMOYEBKHbI (ganee - 3,4-04M) [30], aensitoLleiica uHrnomntopom ®C-2, He Habntoganocs [28]. Mony-
YeHHble pe3y/bTaTbl YKa3blBatoT Ha TO, YTO B 3TUX YCNOBUAX PeakLmMs NONHOCTLI0 3aBUCUT OT OKUCIUTE/ILHOTO
mMeTabonmama yrnepoga B 0TaMune ot POTOXMMMYECKOro NyTW BblgeneHnsa H2, korga 3,4-44M oka3biBaeT
MHIMOMpYIOLLee feiicTBME Ha NpoayKuuio Bogopoga [10; 12]. B cnyyae MCMONb30BaHUA 3K30MeHHOr0 aleTara
fo6asneHue 3,4-04M cHuxaeT ero nornouieHne. AHaspo6bHoe npespatyeHune auetatas CO2u H2no ynctomy
3(pPeKTY 3KBUBANEHTHO OKUCMEHMIO B LIMKIAX MMMOHHOW KMCMOTbI U FNOKCKAATa, OTAnUKME COCTOUT B TOM,
yTo 0bpasyetca H2 a He H20. DneKTpoHbl nepeHocATcs Ha Nyn PQ 6narogaps BOCCTaHOBNEHHbIM MUPUANHO-
BbIM HYKnieoTugam [26]. Y Bogopocneil PepMeHTbI LUKIIOB JIMMOHHOI KUCNOTbI U FAMOKCK/IaTa PacrofioxeHbl
B MUTOXOHAPUSX M LUTONNA3Me COOTBETCTBEHHO. Ha OCHOBE HENPOHULLAeMOCTN 060104KK X10ponsiacTa ans
NUPUAMHOBBIX HYKNEe0TUA0B ObI/I0 BbICKA3aHO NPeANOoOXeHWE 0 TOM, YTO MeXAY MUTOXOHAPUAMU, LUTOMNNA3-
MOW 1 X10pONAacToOM (hYHKLUOHUPYET NMEPEHOCUMK AMKAPOOHOBOM KMCNOThI, 06eCneynBaoLLMil yTUAN3aLUI0
BOCCTAHOBUTE/IbHOI 3HEPrUn, BbipabaTbiBaeMON JernaporeHasaMm, ¢ KOHeYHbIM 0bpasoBaHuem H2 [28].

Cnocobbl CTUMYNSILMM NPoAyKLUmn H2
KeTKaMm 3e/1eHbIX MUKPOBOLOPOC/El

Hanb6onee n3yyeHHbIM CNOCOOOM NOALEPXKaHWS YCTOMUYMBOro obpasoBaHus H2aBnseTca gemumT OCHOB-
HbIX 31IEMEHTOB MUHEPa/IbHOTO NuTaHus - cepbl (S), asota (N) u dochopa (P).

CepanocTynaeT B K/1eTKY rnaBHbIM 06pa3oM B BUje cynbdaTr-aHMoHoB (SO2 ) [31]. Mpu HopManbHbIX ycno-
BUAX pOCTa CKOPOCTb (DOTOCUHTE3a B 4-7 pa3 b0/bLUE CKOPOCTU AblXaHUs, B TO BPEMS KaK Npu S-aenpusawum
CKOPOCTb [AbIXaHWS NPEBbILAET CKOPOCTb (POTOCMHTETUYECKOTO BblaeneHns O2, 6narojaps Yemy CO3fatoTcs
aHaspo6HbIe YCNOoBUS, NOAXOAsLLME ANA NPOU3BOACTBa Bogopoaa [32]. Cepa- He3aMeHUMbIA KOMMNOHEHT aMUHO-
KNCNOT LMCTEMHA U METUOHWNHA, NPW OTCYTCTBUM KOTOPbIX BUOCUHTE3 6efiKa 3amMe19eTCA, U KeTKa He MOXET
CUHTEe3MpoBaTh 6enok D1 dC-2, B pe3ynbTaTe Yero npoLecc BoccTaHoBeHUs PC-2 0T 4acTO BO3HUKAMOLLUX
(hOTOOKMCNUTENBHBLIX MOBpeXAeHNn 6nokmpyeTcs [32]. Bnepsble Ha npumepe C. reinhardtii 66110 06Hapy-
XKEHO, YTO KyNbTUBMPOBaHWE B YCOBUAX AedmumnTa cepbl B TedeHne 120 4 NpMBOAMT K NPOrpeccupytoLlemy
CHVKEHWNIO (POTOCMHTETUUECKON CNOCOBHOCTM B pe3ynbTaTte MHakTUBaumMm PC-2 1 NOBbILEHUA BblAeNeHUs
0210 95 %. CHMKEHNE aKTUBHOCTW MepeHoca 31eKTPOHOB 00YyC/oBeHO npeobpasoBaHmeM LeHTpoB PC-2
13 Qg-BoccTaHaBNUBaloLLell B Qg-HeBOCCcTaHaBMBaoLWwyo gopmy [32]. AGCONOTHas CKOPOCTb (POTOCMHTE3a
nafaeT HUXe CKOPOCTU AblXaHWs npuMepHo uvepe3 24-30 4 KynbTUBMPOBaHWUA npu S-genpusauuu [12; 33].
Kak nokasanu Haluu npefiBapuTesibHble pe3ynbTaThbl, 3a 3TUM MEPEXOOM ChefyeT CHUXKEHUE OKUCUTENbHO-
BOCCTaHOBMTE/ILHOIO NoTeHuunana cpesbl ot +400 MB fo npyvmMepHo -300 MB, UTO YKa3bIBaeT Ha HACTYM/IEHNe
aHaspoburo3sa (puc. 2).

Ob6pasoBaHue H2 HabnogaeMoe y KNeToK 3e/1eHbIX MUKPOBOLOPOC/EN B YCNOBUAX HU3KOKUCOPOAHOIO
(hOTOCMHTE3a U HEBLICOKON aKTMBHOCTU OKUCAUTENLHOIO POCHOPUANPOBAHNS, MO3BONSET KNETKE BbKUTb
npu cTpecce, Bbi3BaHHOM S-genpuBauueit [9; 10]. BoigeneHne H2- eAWHCTBEHHbIN LOCTYNHbLIA BOLOPOCAM
MexaHu3m, 0becneynBatoLL il BbIpaboTKY AOCTATOUHOIO KonnyecTsa AT®D, HE06XOAMMOr0 A/15 BbIXXMBaHUS Op-
raHv13Ma B aHaspo6HbIX yCNoBUAX Npu feduunte cepbl [32]. Mpouecc npegnonaraet NocnefoBaTe/bHbIN Nepexos
yepes nNsaTb gusmonornyecknx gas: soigeneHne O2, notpebneHme 02 aHaspobHYHO CTagmio, (POTONPOM3BOACTBO
H2un TepmunHaymio [33].

Mpu S-genpusaunmn B NepBble Yachl KynbTUBUPOBaHUS AN o6pa3oBaHus H2 HeobxonmMma akTuBHas ®C-2
[9; 10]. To, uTo ®C-2 aBNAETCA OCHOBHbLIM UCTOYHUKOM 3/1EKTPOHOB, AEMOHCTPUPYET f06aB/eHne B KynbTypy
3,4-00M, koTopas cBasbiBaeTca ¢ Qg-kapmaHom PC-2 1 61OKUPYET NepeHoC 31eKTPoHOB 13 dC-2 B nyn PQ [32].
Mpw aTom thoTOO6Pa3oBaHMe BOLOPOAA MPAKTUYECKM NONHOCTLIO NpekpalaeTca [12; 14]. OfHako B TOM cny-
Yyae, Korga MHrnéutop ®C-2 BHOCK/ICA CNYCTH HEKOTOPOE BPeMs KyNbTUBMPOBaHWUA Mpu feduunTe Cepbl,
HabM4anoch MeHee 3HauNTeIbHOe CHWKeHWe npogdykuun H2 [10]. B nepsble yackl S-AenpuBaLun B KNeTKe
NPONCXOAMT UHTEHCUBHOE HaKoMneHne Kpaxmana [16], KoTopblil Npu nepexode K hase BblAeneHns BOA0POAa
HauMHaeT ferpagmposaThb, NpPefoCTaBNsAs 3NeKTPOHbI, NocTynatowme B nyn PQ, a ganee Ha rugporeHasy [27].
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Bpemsi ¢ Hauana genpvBaLum, cyT Bpemsi ¢ Hauana genpvBaLum, cyT
S-fenpuBaums B a3po6HbIX YCOBUAX —a—S-ZenprBaLusa B aHadpOBHbIX YCIOBUSX

Puc. 2. 13MeHeHUe NA0THOCTYK cycneH3nu (a)
1 OKUCNINTENbHO-BOCCTAHOBUTENLHOTO NoTeHUMana (6) CyCneH3noHHOM KybTypbl
Parachlorella kessleri RA-002 npu S-genpuBauun B a3po6HbIX 1 aHa3pPO6HbIX YCNOBUSX

Fig. 2. Changes of suspension density (a) and redox potential (b)
ofParachlorella kessleri RA-002 under S-deprivation under aerobic and anaerobic conditions

Takum 06pa3oM, BepoATHO, PYHKLMOHUPYIOT ABa NyTK 06pa3oBaHus H2B ycnosusax S-genpusauumn - ®C-2-
3aBMCKMbIN 1 DC-2-HezaBMCKMMbIA NyTu [9; 12; 34]. Moka3aHo, YTo Ha JoNt0 POTOOKUCNEHNS BoAbl B PC-2 npu-
xogutcs go 80 % 3neKTPOHOB, MOCTYNAKLWMNX Yepes 31eKTPOH-TPAHCMNOPTHYIO LieMb Ha rmaporeHasy, ocTas-
wuecs 20 % 3NeKTPOHOB MOCTYMAKT B pe3ynbTaTe YaCTUYHOrO OKUC/IEHUA 3anacHbIX NMPOLYKTOB, KOTOpble
MCMoNb3yTCA AN BOCCTaHOBNeHMA nyna PQ u BnocneacTeuy nepeHocaTcea Ha ®C-1 npu ocselleHun [35].
O6pa3oBaHue NPOAYKTOB PepMeHTATUBHOIO MeTabo1nM3mMa, Takmx Kak (hopMmnaT, aLeTar 1 3TaHO/, BO3pacTaeT
nocne gobasneHuns B KynbTypy 3,4-404M [30], 4uTO CBMAETENLCTBYET O Mepexofe npoiecca nponssoacTea H2
Ha ®C-2-He3aBUCKMMbI NyTb [36].

OCHOBHbIM YC/I0BMEM MPUW UCMOJb30BaHUW S-AenpuBaLmmn Ans CTUMyNaumMm cuHTesa H2aBnsetca noggep-
XaHue CTabunbHON NpogyKuun H2Ha NpoTsXKeHUn A4AMTeNnsHOro BpeMeHn. OfHaKo B YCOBUAX S-fAenpuBaLum
cTabunbHasa BbipaboTka 6MOBOAOPOAA COXPAHAETCSA TOMbKO B TEUEHWE HECKOMbKUX AHel, nocne yero ¢oto-
CUHTETUYECKME npoLecchl 6e3B03BpaTHO yrHetatoTcs [34]. B cBA3M ¢ 3TUM ANS NOALEPXaHWUsA A/IMTeNIbHOW
NpoayKumMm H2 HeobXo4MMO NepuoguYeckin NepeBoauTb KybTypy Ha MOTHOLEHHYO Cpeay A/ BO30OHOB/EHMS
(hOTOCUHTETMYECKON (hyHKLMK [9].

HepocTaTok a30Ta - Cepbe3HOe CTPECCOBOE COCTOSHUE A1 BCEX OPraHWM3MOB, MOCKOJbKY a30T ABNAETCH
OCHOBHbIM KOMMOHEHTOM 0€/IKOB U HYK/TEMHOBLIX KUCNOT. B KneTkax pacTeHuid 3TOT 3/1IeMEHT [elCTBYET Kak
CTPOUTESbHbIA 610K A4/ XNOPOPUINOB, U ero Ae@ULUT NPUBOAUT K CHUXKEHUIO CUHTE3a X/I0pOUNIIOB U YMEHb-
LUEHUIO KONMYeCTBa eMHNL, (DOTOCMHTETUYECKOro annapara [37]. HefocTaTok a3oTa Takke ABNSeTCA NPUUUHON
ferpagaumm pubynosobuchoctatkapbokcmnasbl (ganee - pyorcko) u CHMXKEeHNS POTOXUMMNYECKON 3 heKTHB-
HocTn ®C-2 [38]. bonee HM3KMe KoMYeCTBa (heppefokcmHa npu N-genpusaumy [38] MOryT 6bITb NPENSTCTBUEM
[N9 nepeHOca 3NeKTPOHOB K rnAporeHase, nNpuBoAs K yMeHbLUEHWIO Bbixofa H2B Takux ycnosusax. KynsTypbl,
NULLIEHHbIE a30Ta, AEMOHCTPUPYT YCTOMNUMBYH), HO NMPMW 3TOM HU3KYH aKTUBHOCTb FMAPOreHasbl U NPOU3BOASAT
He3HauuTenbHble KomyecTBa H2 [37]. Mo 3TUM NpuynHam ans nNofaBieHus paboTbl KACI0POABLIAENAIOLLEro
KOMIMJ/IeKCca U CTUMYNSALUN NPOAYKUMM H2 KneTkaMun 3eneHbIX MUKPOBOJOPOC/EN NCMOMb3YyeTCa He NoHas
N -genpuBaLms, a HaCTUHHOE NIMMUTUPOBaHME 06ecrneyeHHOCTH AaHHbIM 3feMeHToM [37; 38].

MpeLnoNoXUTENbHBIA MeXaHU3M CTUMYALUM NPOAYKLUMM H2 Nnpu orpaHnYeHnmn a3oTa U COBMECTHO fe-
npMBaLUK Cepbl U a30Ta peain3yeTcs U3-3a 6N10KUPOBaHUA NMepeHOoca 3/IEKTPOHOB U NMOBPEXEHNS KMCNOPOa-
BblAensitollero komnnekca [38]. 60nbwas aheKTUBHOCTb BblAeeHNA H2Mpu COBMeCTHO AenpuBaLInn Cepbl
1 a30Ta NOKa3bIBaeT 3HAUUTESbHbIN BKNAL Cepbl B NPOLLECC MHIMOMPOBAHNSA KUCNIOPOABLIAENAIOLLIENO KOMMNIEK-
ca u npofykuum H2 [38]. BHeceHue B kynbTypy 3,4-04M AeMOHCTPUPYET posb cepbl B (YHKLMOHUPOBAHUN
®C-2-HesaBucumoro nyTtu [38].

BnusHvue nMMUTMpPOBaHMA a30Ta, a Takxke OLHOBPEMEHHOW AenpuBaLuK cepbl 1 a30Ta Ha CMHTe3 H2 He-
[laBHO ObI/I0 U3y4YeHO Ha npuMepe 3efeHoi MuKposogopocan Chlorellaprotothecoides [37]. B cnyuae ogHo-
BPEMEHHOW fenpuBaLmMm cepbl U a3oTa NPoAyKunsa H23HaunTebHO NOBLILLANACH MO CPABHEHUIO C KOHTPO/IEM
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1 OTAeNbHbIMU fenpuBaLmsMun cepbl unu asota. Ana N-nmumMuTupoBaHus 6biau BelGpaHbl TPYU KOHLEHTpaLUK
aMMoHua (1,75; 0,70 n 0,35 Mmmonb *1-1). HavyanbHas KOHUEHTpaUUs aMmMOHMA 415 AOCTUXKEHUS MaKCcUmarb-
Horo Bbixoga H2 coctasuna 0,35 Mmonb -1 NHACI B kynbType [37]. MakcuMasbHbI BbIXOL U CPeHAS CKO-
pocTb 06pa3oBaHMs H2npu 3TOM 661K paBHbl 233,7 M -1 1 2,19 mn -1 4-1 cOOTBETCTBEHHO [37].

B xofe uccnefoBaHWs BAMSHUA OrpaHMYeHmns a3oTa Ha npomssogacTso H2y C. reinhardtii 6b11a 0TMeyeHa
MeHbLIas aPPeKTUBHOCTL N -AMMUTUPOBaHNS, YemM S-genpusauun [38]. N-numutupoBaHHas KynbTypa fe-
MOHCTpUpOBana 3afep>XXKy B Hayase yCTaHOB/IEHMS aHaspo6uosa 1 (assl 06pazoBaHNs H2 no cpaBHeHUIO
C S-aedunuUNTHON KynbTypoit (72 n 32 4 COOTBETCTBEHHO). 3aepXKKa TaKkxe Habntoganack B JOCTMXKEHMN MaKCU-
MasibHOW hepMeHTaTMBHOI aKTUBHOCTY ruaporeHassbl (192 n 120 u). O6e aeUUUTHbIE KYNbTYPbl MOCTENEHHO
nornowany 0240 HacTynaeHns runokenn. OfHaKo KneTku ¢ N-NMMUTUPOBaHUEM AEMOHCTPUPOBAIN 3afEePXKKY
B notpebneHun O2 n o6HapyXnBanu BpeMeHHOe HakonjeHne Kucnopoga [38]. STa 3afepkka CONpoBOXKaa-
nacb 60/1ee MefIEHHBIM CHVXXEHMEM CKOPOCTU 3BOMIKOLUM (hoTOCUHTEeTMYecKoro O2 1 60see BLICOKOI Ao0nei
HenoBpeXAeHHbIX aKTUBHbIX LeHTpoB PC-2 [38]. bblno BbiCKa3aHO MPeanofioKeHNE O TOM, YTO B YCIOBUAX
N-numuTrpoBaHus nyn PQ B K/IETKaxX MOXeT ObITb MEHee BOCCTaHOB/IEH, YeM NpK S-AenpuBauun, obecneyn-
Bas 60/bLLYIO CKOPOCTb Nepefayn 3neKTpoHoB 0T Qak QBwu noBTopHOoe okucneHne Qg [39]. MpuunHa 6onee
okucneHHoro nyna PQ B N-IMMUTUPOBaHHbIX K/ETKax Mo cpaBHeHUIO ¢ NyoM PQ B S-Ae(MUUTHBIX KneTKax
MOXET 3aK/t04aThCA B MOBbILLEHHON aKTUBHOCTU (hoToAbIxaHMs npu N -genpusauun. Jpyroi npuumHoii pas-
NNYMin B POTOXMMMUYECKOIN aKTUBHOCTM PC-2 MOXKET ObITh pPa3HULLA B COAePXaHWUU MUTMEHTOB, HabnogaeMas
B knetkax C. reinhardtii npu S- nnu N-genpusauun. Knetku ¢ N-niMMnTMpoBaHMeM nokasanu 6osee HU3Koe
cofepxaHune xnopogunna n 60nee BbICOKOE COOTHOLLEHME KapOTUHOUAOB M X0POothnnna, a Takke X1opoun-
na a v xnopounna b. Paznnumusa B cocTaBe NUIMEHTOB U aHTEHH, BEPOATHO, BAUANN Ha nepegady CBETOBOW
3HEPrum B JOTOCUCTEMbI, UTO MPUBOAUIO K MEHbLUEMY BO3OYXXAEHWIO 1 60NbLUEH OTKPLITOCTW PeaKLMOHHOI0
LeHTpa ®C-2 [38].

B pa6orte /1. C. MabprensiH n coaBTOPOB UCCNeAoBanach CNocobHOCTb WTamma P. kessleri RA-002, BbigeneHHOro
B ApMeHMK, K NpogyKumm rnosogopopa Ha cpegax TAP 1 Tamusi npu N-AumMntrpoBaHun n 6e3 Hero. YganeHve
a30Ta NPUBENO K CHWXXEHUIO CKOPOCTW POCTa U YMEHbLUIEHUIO COAEPXKaHUA (POTOCUHTETUYECKUX MUTMEHTOB,
0AHOBPEMEHHO NOBbICMB BbIX04 H2. MakcumanbHbIii Bbixog H2npu gemunTe azota coctasu 5,25 Mmosb -1
(cpepga TAP) 1 3,65 mmosnb «n-1 (cpega Tamms), uTto B 4-5 pa3 60/blue, YeM B Cllyvae HOPMa/bHON obecrneyeH-
HOCTW faHHbIM 3neMeHTOM [40]. B apyroit paboTe TOro e KO/INeKTUBa aBTOPOB U3y4a/iCh YPOBEHb (POTOCUH-
TETUYECKUX NUTMEHTOB, (hOTOCUHTETMYECKAs aKTUBHOCTb U reHepaums 6uosogopogay C. vulgaris IBCE C-19
nP kessleri MDC6524 B 0TBeT Ha AeuumnT cepbl K a3oTa [41]. MonyyeHHble pe3ynbTaTbl MOKa3anun, YTo He-
[OCTaTOK 3TUX 3/1EMEHTOB BbI3bIBa/ 3aMef/IeHe pocTa B 060MX Ky/bTypax, UTO COMPOBOXAAN0Ch CHUKEHUEM
YPOBHSA HOTOCUHTETUUECKUX NMUTMEHTOB, aKTUBHOCTU PC-2 1 cuHTe3a nonngeHonos. CKopocTb reHepauum H2
mukposogopocnsmu C. vulgaris nP kessleri B KoHTpone coctasuna 0,40 1 0,34 mn *4-1 cOOTBETCTBEHHO. Haun-
60nbLWNIA BbIXo4 H26bIn MoKazaH Npu COBMECTHOM AeduuunTe cepbl 1 a3oTa (60 mn -1 ans C. vulgaris (cko-
pocTb reHepauyum H2—1,25 mn *4-1) n 68 mn «n-1 ana P kessleri (ckopocTb reHepaumm H2~1,42 mn ¢y4-1), uto
B 3-4 pasa npeBblwaeT BbIXxof H2 B KOHTposie). Takke Oblna 0TMeYeHa TeHAEHLMS K 60/bLIe CTUMYAALMU
cuHTe3a H2npu N-numutnpoBaHun, yem npu S-genpusaummn [41].

Jethnumnt ochopa oKasbIBaeT CXOAHOE C AePULMTOM Cepbl BANSHME HA aKTUBHOCTb P C-2 1 hyHKLMOHUPO-
BaHWe afibTepPHATUBHbLIX My Teld 31IEKTPOHHOIO TPAHCMOPTa C KOHeYHbIM 06pa3oBaHmem H2 [32; 42; 43]. BnusHue
P-genpuBauun Ha paboTy (hOTOCMHTETMYECKOrO annapata 6bino nccnegosaHo Ha npumepe C. reinhardtii [32; 43].
OfHaKo adhekT P-genpusauyy 6bin BoipaxeH cnabee Mo cpaBHEHUMIO € adheKToM S-genpusamu. Motpebosa-
nocb 60nee AnnMTeNnbHOE BpeMSs AN yCTaHOB/EHNSA aHaspOOHOIo peXxmma u Hadana ctagmm BolgeneHuns H2(100 4
npu P-genpusauuu n 18-40 4 npu S-genpusauun) [43]. TOT (hakT MOXHO 06BACHUTL ropasfo 60MbLWUMK
BHYTPUKNETOUYHbIMU 3anacamu thocgopa, Yem cepbl [32]. MocKonbKy NpsiMmoe UCKNOYeHMe hochopa U3 cpeapl
He NPMBOANT K HEMEAIEHHOMY 3((heKTY (POCHOPHOro ronogaHus, b1 NPUMeHeH MeTog passegeHus [43]. Mpu
3TOM KyNbTYpbl, MPOMbITbIE OT hocopa 1 pa3daBieHHbIe 40 YPOBHA XN0poghnnna meHee 2 Mr *n-1 B cpefe, He
cogepxKallei octhaToB, BXOAUN B aHa3pobmo3 B POTOGMOpPeaKTope Moc/sie nepuoga pocTa U Npon3BOAUNN
H2B KonnyecTBax, 6/IM3KMX K TAKOBLIM Y Ky/bTYp C Ae(pULMTOM cepbl. MaKCUManbHbIA NOMyYeHHbIA 06bem H2
coctasun 68 mn «n-1 [43].

OfHUM 13 cNOCOBOB CHVXKEHWNSA 3KCMNyaTaLMOHHbIX 3aTpaTt npy Npou3BoAcTBe H2ABNAeTCA ocyllecTBe-
HMe npoLecca ero CMHTe3a B MOpcKoi Bofe [42]. Mpu faHHOM nofaxofe HefoCTaToK (Pocthopa MOXET CTaTb
3((heKTUBHbLIM METOLOM MOBLILLEHUA CKOPOCTK (hOTONPOM3BOACTBA H2 Tak Kak HefoCTaTOK Cepbl HEBO3MO-
YKEH 13-3a BbICOKOW KOHLEHTpaL MM cynbhaToB B MOPCKO Boge [42].

XoT4 fenpuBaLms 31eMeHTOB MUHEPa/IbHOrO NUTaHWA ABNSeTCS Hanbonee NPOCTbIM U 3h(DEKTUBHBLIM CMO-
COO60M CTUMYNALUN KNETOK 3e/1eHbIX MUKPOBOLOPOC/IEN K BblAeneHnUo H2, faHHbIA NOAX04 UMeeT HefocTaT-
KW, NPenATCTBYIOLLME ero NPOMbILLNEHHOMY NpUMeHeHUIo [44]. Mpouesypa TpebyeT HECKONbKMUX NPOMbIBOK,
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NPOM3BOACTBO H2HauMHaeTCa ¢ 3a1€PXKKOI NpumepHO Ha 2 cyT [36], 3aBucuT oT auetarta [30] n B KOHEYHOM
nuTore NPMBOAUT K MHakTuMBauum ®C-2 n gerpagaunn otocuHTeTUYeCKOro annaparta [12; 34]. MpogyBska
Ky/NbTypbl MHEPTHbLIM ra3om 414 yaaneHns 02 LeHTpudyrupoBaHune ¢ nocneaytoLLeii CMeHoi cpefbl 06ycoB-
NNBAKOT BbIMbIBAHWE U NOTEPIO MAOTHOCTU Ky/bTypbl. [f TOro 4Tobbl U3bexarb HEraTMBHOro aekTa oT
JaHHbIX MaHUNYNAUWIA 1 cenaTb npoLecc 6onee HGbICTPLIM U YAOOHBLIM, MOXHO MCMNONbL30BaTL METOL UMMO-
6UNN30BaHHbIX KNeTOK. [ Takol MMMOBUIM3aLMM NPUMEHSAIOTCSA KNnacCUyeckue renn, Takme Kak anbruHaT
narap [45].

MimetoTcs MTepaTypHble JaHHbIe 0 BO3MOXHOCTU UCMO0/b30BaHNUA XUMUYECKN UHAYLIMPOBAHHOM CeNneKunm
41 NOAYyYeHNs LITaMMOB-MPOAYLEHTOB H2 XapaKTepun3yHLLMXCS HA3KOM YYBCTBUTENbHOCTLIO T1APOreHasbl
K O2 [21]. OaHHasA cenekums OCHOBaHa Ha TOKCUYECKOM BO3[ENCTBUM MeTpoHmMgaszona (okmcnutens deppe-
[OKCMHA) Ha paboTy (hOTOCUHTETUYECKOro annapata. MocKo/bKY TOKCUYHOCTL METPOHMAA30/1a 3aBUCUT OT
HaKOM/IEHNs BOCCTaHOB/IEHHOTO (heppefoKCHHa, OPraHn3M C aKTUBHOM rMApPOreHas3o NpuobpeTaeT MeHbLLYHO
YyBCTBUTENIbHOCTb K METPOHWAA30/1y. BbIXXMBLLME B MPUCYTCTBUN METPOHMA30/1a KITETKW lEMOHCTPUPOBaIN
BbICOKYIO TMAPOreHas3HY aKTMBHOCTb NPW 3HAUYMTENbHOW KOHUeHTpauum O2 (8o 8 % napuuanbHOro Aaefne-
Hus) [21].

MeTogbl CTUMYNALUN NPOSYKLUM 61MOBOLOPOLA KNeTKaMU 3eNeHbIX MUKPOBOAOPOCEN, MpeLoXKeHHbIe
B nocnegHve 20-30 nieT, NpeAcTaB/eHbl B TabnuLe.

MeToabl CTUMYNSALMM NPOAYKLUMN H2 KNeTKaMu 3eNeHbIX MUKPOBOAOpOC/el
Methods of stimulation of H2production by green microalgae cells

MeTtog MexaHn3m feincTBmst cTouHmnK

S-genpusauus Mpu HepocTaTKe cepbl HapyLLAeTCA CUHTE3 6e/1K0B, HeobXoAuMbIX 415 pe- [9; 12; 34]
napauun ®C-2, BCneacTBue Yero cHuxaetcs Bbixog O2 1 ycTtaHaBNMBalOTCA
aHa’3pobHbIe YC/10BUSA, KOTOPbIe TPeOYTCA AN aKTUBaUUnM rmaporeHasbl U Bbl-
feneHua H2

N -nuMmuTHpoBaHue [ednumt asota NPUBOAUT K NOAABMIEHMIO CUHTE3a X10POUINIOB N YMEHb- [37-41]
LLIEHWNIO KOMNYecTBa efMHUL, (DOTOCMHTETUYECKOrO anrnaparta, a Takxe K je-
rpagauumn pybmcko 1 CHKEHUIO (DOTOXMMUNYECKON ahdeKTUBHOCTU DC- 2

P-nenpuBaums HepocTaTok (hocthopa 0KasbIBaeT CXOXee € AeMLUUTOM Cepbl BNNSAHME Ha ak- [32; 42; 43]
TMBHOCTb P C-2 1 (YHKLNOHNPOBAHWE a/ibTEPHATUBHbIX MyTei 3/1eKTPOHHO-
ro TpaHcrnopTa ¢ KOHeYHbIM 06pa3oBaHmem H2

Cenekumsi KNeToK [JaHHbIi TN CeNeKLUMU OCHOBLIBAETCS HA TOKCUYECKOM [IeliCTBM METPOHMAA- [21]
C rvMaporeHasoi, 30718, SIBASIOLLEr0Cs CU/bHBIM OKMCUTENEM (DeppefoKCUHa, Ha pa6oTy (oTo-
HeuyBCTBUTENbHON K O2 CUMHTETMYECKOro annapata. Tak Kak TOKCMUYHOCTb MeTPOHUAa30/a 3aBUCUT
OT HaKOMJIeHNs1 BOCCTAHOB/IEHHOT0 (heppefoKCMHA, OPraHnu3M C aKTUBHOM
ruaporeHasoli NpuobpeTaeT MeHbLUYIO YyBCTBUTENIbHOCTb K METPOHUAA30/1Y,
MOCKO/IbKY CTAHOBUTCS 60Jiee JOCTYMHbIM albTepHATMBHBINA MyTb 418 nepe-
Hoca 3/1eKTPOHOB € (heppefoKCUHa

3aksiroyeHue

MpoaHann3nmpoBaHbl MexaHW3Mbl 06pa3oBaHMs H2 B KneTKax 3e1eHbIX MUKPOBOLOPOC/ER U cnocobbl ero
CTUMYNALUN, a TAKXKE NPUBEAEHA XapaKTepUCTMKA Pa3INYHbIX METOA0B Ky/IbTUBMPOBaHMA MUKPOBOLOPOCEN
4ns 3thheKTUBHON NpoAyKuMM H2 B Liensx MCMOob30BaHUA ero B Ka4ecTBe 3KOIOTMYECKM YMCTOrO TOM/MBA.
AHanu3 nuTepaTtypbl NOKasas, YTO Ha CErofHALLIHUA AeHb Hanbonee 3PMEKTUBHLIM M YACTO MUCMOb3YEMbIM
METOAOM CTUMYALMM NPOAYKUMM BMOBOLOPOAA KNETKaMK 3e/1eHbIX MUKPOBOAOPOC/EN ABASeTCa AenpuBa-
LM MaKpOo3/leMEHTOB MUHEPabHOTO MUTaHNA, TaKUX Kak cepa, a3oT u toctop. B ocHoBe faHHOro mMeTtoga
nexart nHakTueauma paboTel PC-2, NPMBOAALLAS K CHUKEHUIO BbIENEHNS KUCTOPOAa B X04e (hoToNM3a Bojpl,
1 YCTaHOB/EHWE aHa3pobmo3a, ABNSOLLEr0Cs KIHUEBLIM YC10BeM 06pa3oBaHusa H2 OaHako MeToA aenpusanum
TpebyeT CNOXKHbIX MaHUMYNALMIA O CMEHE CPefbl, YTO NPENATCTBYET ero 3peKTUBHOMY 1 MacLITabHOMY Mpu-
MeHeHWt0. B HacTosLLee BpeMs 45 NPeofosieHns paja NnpensaTCTBUIA B pa3BUTUM NPOMbILLIEHHOTO NONYyYeHNs
61oBoAOPOAa 3eN1eHbIMU MUKPOBOAOPOC/ISIMU BELETCA MOUCK APYTUX CNOoCc0608B NOBbILLEHNS 3D(HEKTUBHOCTU 3TOrO
npouecca. VIHTepec ans ganbHewnx uccnefoBaHnii NpeAcTaBnsoT METOL, CeNeKL MU LTaMMOB C rMAPOreHasol,
HeYyBCTBUTENbHON K KWUCMOPOLY, COBMECTHOE Ky/IbTUBMPOBAHWE 3e/1eHbIX MUKPOBOAOPOC/EN ¢ BaKTepusamu,
a TaKXKe NpYMeHeHWe METOL0B FreHHON NHXXEHepUU.

43



JKCnepMeHTasIbHas 61oorusa n 6uotexHonorns. 2024;2:36-45
Experimental Biology and Biotechnology. 2024;2:36-45

Bubnuorpadguyeckue ccoinkn/ References

1 Niccolai A, Chini Zittelli G, Rodolfi L, Biondi N, Tredici MR. Microalgae of interest as food source: biochemical composition
and digestibility. Algal Research. 2019;42:101617. DOI: 10.1016/j.algal.2019.101617.

2. Milledge JJ. Commercial application of microalgae other than as biofuels: a brief review. Reviews in Environmental Science
and Biotechnology. 2011;10(1):31-41. DOI: 10.1007/s11157-010-9214-7.

3. Borowitzka MA. Microalgae as sources of pharmaceuticals and other biologically active compounds. Journal ofApplied Phy-
cology. 1995;7(1):3-15. DOI: 10.1007/BF00003544.

4. Guccione A, Biondi N, Sampietro G, Rodolfi L, Bassi N, Tredici MR. Chlorella for protein and biofuels: from strain selection
to outdoor cultivation in a green wall panel photobioreactor. Biotechnologyfo r Biofuels. 2014;7(1):84. DOI: 10.1186/1754-6834-7-84.

5. Edwards PP, Kuznetsov VL, David WIF, Brandon NP. Hydrogen and fuel cells: towards a sustainable energy future. Energy
Policy. 2008;36(12):4356-4362. DOI: 10.1016/j.enpol.2008.09.036.

6. Gaffron H, Rubin J. Fermentative and photochemical production of hydrogen in algae. Journal o f General Physiology. 1942;
26(2):219-240. DOI: 10.1085/jgp.26.2.219.

7. Show K-Y, Lee D-J, Chang J-S. Bioreactor and process design for biohydrogen production. Bioresource Technology. 2011;
102(18):8524-8533. DOI: 10.1016/j.biortech.2011.04.055.

8. Show K-Y, Yan'Y, Zong C, Guo N, Chang J-S, Lee D-J. State ofthe art and challenges of biohydrogen from microalgae. Biore-
source Technology. 2019;289:121747. DOI: 10.1016/j.biortech.2019.121747.

9. Ghirardi ML, Zhang L, Lee JW, Flynn T, Seibert M, Greenbaum E. Microalgae: a green source of renewable H2. Trends in
Biotechnology. 2000;18(12):506-511. DOI: 10.1016/S0167-7799(00)01511-0.

10. Hemschemeier A, Fouchard S, Cournac L, Peltier G, Happe T. Hydrogen production by Chlamydomonas reinhardtii: an elabo-
rate interplay of electron sources and sinks. Planta. 2008;227(2):397-407. DOI: 10.1007/s00425-007-0626-8.

11. Ghirardi ML, Posewitz MC, Maness P-C, Dubini A, YuJ, Seibert M. Hydrogenases and hydrogen photoproduction in oxygenic
photosynthetic organisms. Annual Review ofPlantBiology. 2007;58:71-91. DOI: 10.1146/annurev.arplant.58.032806.103848.

12. Melis A, Zhang L, Forestier M, Ghirardi ML, Seibert M. Sustained photobiological hydrogen gas production upon reversible
inactivation of oxygen evolution in the green alga Chlamydomonas reinhardtii. PlantPhysiology. 2000;122(1):127-136. DOI: 10.1104/
pp.122.1.127.

13. Benemann JR, Weare NM. Hydrogen evolution by nitrogen-fixing Anabaena cylindrica cultures. Science. 1974;184(4133):
174-175. DOI: 10.1126/science.184.4133.174.

14. Khetkorn W, Rastogi RP, Incharoensakdi A, Lindblad P, Madamwar D, Pandey A, et al. Microalgal hydrogen production - are-
view. Bioresource Technology. 2017;243:1194-1206. DOI: 10.1016/j.biortech.2017.07.085.

15. Basak N, JanaAK, Das D, Saikia D. Photofermentative molecular biohydrogen production by purple-non-sulfur (PNS) bacteria
in various modes: the present progress and future perspective. International Journal ofHydrogen Energy. 2014;39(13):6853-6871.
DOI: 10.1016/j.ijhydene.2014.02.093.

16. Ghirardi ML, Dubini A, Yu J, Maness P-C. Photobiological hydrogen-producing systems. Chemical Society Reviews. 2009;
38(1):52-61. DOI: 10.1039/B718939G.

17. Kosourov S, Nagy V, Shevela D, Jokel M, Messinger J, Allahverdiyeva Y Water oxidation by photosystem Il is the primary
source of electrons for sustained H2photoproduction in nutrient-replete green algae. PNAS. 2020;117(47):29629-29636. DOI: 10.1073/
pnas.2009210117.

18. Sawyer A, Bai Y, Lu Y, Hemschemeier A, Happe T. Compartmentalisation of [FeFe]-hydrogenase maturation in Chlamydo-
monas reinhardtii. PlantJournal. 2017;90(6):1134-1143. DOI: 10.1111/tpj.13535.

19. Happe T, Mosler B, Naber JD. Induction, localization and metal content of hydrogenase in the green alga Chlamydomonas
reinhardtii. European Journal o fBiochemistry. 1994;222(3):769-774. DOI: 10.1111/j.1432-1033.1994.th18923.x.

20. Meyer J. [FeFe] hydrogenases and their evolution: a genomic perspective. Cellular and Molecular Life Sciences. 2007;64:
1063-1084. DOI: 10.1007/s00018-007-6477-4.

21. Ghirardi ML, Togasaki RK, Seibert M. Oxygen sensitivity of algal H2-production. Applied Biochemistry and Biotechnology.
1997;63:141-151. DOI: 10.1007/BF02920420.

22. Erickson E, Wakao S, Niyogi KK. Light stress and photoprotection in Chlamydomonas reinhardtii. Plant Journal. 2015;82(3):
449-465. DOI: 10.1111/tpj.12825.

23. Greenbaum E. Photosynthetic hydrogen and oxygen production: Kinetic studies. Science. 1982;215(4530):291-293. DOI: 10.1126/
science.215.4530.291.

24. Cournac L, Mus F, Bernard L, Guedeney G, Vignais P, Peltier G. Limiting steps of hydrogen production in Chlamydomonas
reinhardtii and Synechocystis PCC 6803 as analysed by light-induced gas exchange transients. International Journal ofHydrogen
Energy. 2002;27(11-12):1229-1237. DOI: 10.1016/S0360-3199(02)00105-2.

25. Cinco RM, Maclnnis JM, Greenbaum E. The role of carbon dioxide in light-activated hydrogen production by Chlamydomonas
reinhardtii. Photosynthesis Research. 1993;38(1):27-33. DOI: 10.1007/BF00015058.

26. Gfeller RP, Gibbs M. Fermentative metabolism of Chlamydomonas reinhardtii. Il. Role of plastoquinone. Plant Physiology.
1985;77(2):509-511. DOI: 10.1104/pp.77.2.509.

27. Gfeller RP, Gibbs M. Fermentative metabolism of Chlamydomonas reinhardtii. I. Analysis of fermentative products from starch
in dark and light. Plant Physiology. 1984;75(1):212-218. DOI: 10.1104/pp.75.1.212.

28. Gibbs M, Gfeller RP, Chen C. Fermentative metabolism of Chlamydomonas reinhardii. 11l. Photoassimilation of acetate. Plant
Physiology. 1986;82(1):160-166. DOI: 10.1104/pp.82.1.160.

29. Goulding KH, Merrett MJ. The photometabolism of acetate by Chlorellapyrenoidosa. Journal o fExperimental Botany. 1966;
17(4):678-689. DOI: 10.1093/jxb/17.4.678.

30. Bishop NI. The influence of the herbicide, DCMU, on the oxygen-evolving system ofphotosynthesis. Biochimica etBiophysica
Acta. 1958;27:205-206. DOI: 10.1016/0006-3002(58)90313-5.

31. Tamburic B, Zemichael FW, Maitland GC, Hellgardt K. A novel nutrient control method to deprive green algae of sulphur
and initiate spontaneous hydrogen production. International Journal ofHydrogen Energy. 2012;37(11):8988-9001. DOI: 10.1016/
j.ijhydene.2012.02.043.

44



O630pHble cTaTbn
Reviews

32. Wykoff DD, Davies JP, Melis A, Grossman AR. The regulation of photosynthetic electron transport during nutrient deprivation
in Chlamydomonas reinhardtii. Plant Physiology. 1998;117(1):129-139. DOI: 10.1104/pp.117.1.129.

33. Kosourov S, Tsygankov A, Seibert M, Ghirardi ML. Sustained hydrogen photoproduction by Chlamydomonas reinhardtii: effects
of culture parameters. Biotechnology and Bioengineering. 2002;78(7):731-740. DOI: 10.1002/bit.10254.

34. Zhang L, Happe T, Melis A. Biochemical and morphological characterization of sulfur-deprived and H2-producing Chlamydo-
monas reinhardtii (green alga). Planta. 2002;214:552-561. DOI: 10.1007/s004250100660.

35. Kosourov S, Seibert M, Ghirardi ML. Effects of extracellular pH on the metabolic pathways in sulfur-deprived, H2-producing
Chlamydomonas reinhardetii cultures. Plant and Cell Physiology. 2003;44(2):146-155. DOI: 10.1093/pcp/pcg020.

36. ScomaA, Durante L, Bertin L, Fava F. Acclimation to hypoxia in Chlamydomonas reinhardtii: can biophotolysis be the major
trigger for long-term H2production? New Phytologist. 2014;204(4):890-900. DOI: 10.1111/nph.12964.

37. He M, Li L, Zhang L, Liu J. The enhancement of hydrogen photoproduction in Chlorella protothecoides exposed to nitrogen
limitation and sulfur deprivation. International Journal ofHydrogen Energy. 2012;37(22):16903-16915. DOI: 10.1016/j.ijhydene.
2012.08.121.

38. Philipps G, Happe T, Hemschemeier A. Nitrogen deprivation results in photosynthetic hydrogen production in Chlamydomonas
reinhardtii. Planta. 2012;235(4):729-745. DOI: 10.1007/s00425-011-1537-2.

39. Peltier G, Schmidt GW. Chlororespiration: an adaptation to nitrogen deficiency in Chlamydomonas reinhardtii. PNAS. 1991;
88(11):4791-4795. DOI: 10.1073/pnas.88.11.4791.

40. Manoyan J, Samovich T, Kozel N, Demidchik V, Gabrielyan L. Growth characteristics, biohydrogen production and photo-
chemical activity of photosystems in green microalgae Parachlorella kessleri exposed to nitrogen deprivation. International Journal
ofHydrogen Energy. 2022;47(38):16815-16823. DOI: 10.1016/j.ijhydene.2022.03.194.

41. Manoyan J, Hakobyan L, Samovich T, Kozel N, Sahakyan N, Muravitskaya H, et al. Comparison of sulfur and nitrogen depriva-
tion effects on photosynthetic pigments, polyphenols, photosystems activity and H2generation in Chlorella vulgaris and Parachlorella
kessleri. International Journal o fHydrogen Energy. 2024;59:408-418. d Oi: 10.1016/j.ijhydene.2024.02.035.

42. Batyrova K, GavrishevaA, Ivanova E, Liu J, Tsygankov A. Sustainable hydrogen photoproduction by phosphorus-deprived ma-
rine green microalgae Chlorella sp. International Journal o fMolecular Sciences. 2015;16(2):2705-2716. DOI: 10.3390/ijms16022705.

43. Batyrova KA, Tsygankov AA, Kosourov SN. Sustained hydrogen photoproduction by phosphorus-deprived Chlamydomonas
reinhardtii cultures. International Journal o fHydrogen Energy. 2012;37(10):8834-8839. DOI: 10.1016/j.ijhydene.2012.01.068.

44. Nagy V, Podmaniczki A, Vidal-Meireles A, Tengolics R, Kovacs L, Rakhely G, et al. Water-splitting-based, sustainable and
efficient H2production in green algae as achieved by substrate limitation ofthe Calvin - Benson - Bassham cycle. Biotechnologyfor
Biofuels. 2018;11:69. DOI: 10.1186/s13068-018-1069-0.

45. Song W, Rashid N, Choi W, Lee K. Biohydrogen production by immobilized Chlorella sp. using cycles of oxygenic photosyn-
thesis and anaerobiosis. Bioresource Technology. 2011;102(18):8676-8681. DOI: 10.1016/j.biortech.2011.02.082.

MonyyeHa 18.05.2024/ ncnpasneHa 24.05.2024/ npuHaTa 25.05.2024.
Received 18.05.2024 / revised 24.05.2024 / accepted 25.05.2024.



dn3nonorung

N KNETOUHAA BUNOJTOT A

YK 577.33/.34, 577.355, 577.3.32/.36

PHYSIOLOGY
AND CELL BIOLOGY

B/IMAHWE KBEPUETWHA NN ETO MUKPOCTPYKTYPUPOBAHHbBIX ®OPM
HA YXM3HECIMOCOBHOCTb K/IETOK U AEFPAAALIMIO AAEPHOW AHK
B KEPATUHOLUWNTAX YE/TOBEKA MNP MOAEJ/TMPOBAHUI
OKUNC/TNTENIBHOIO CTPECCA
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T5EeN0pYCCKNiA rocyaapcTBeHHbI yHUBepcUTET, np. HesasucumocTn, 4, 220030, 1. MuHck, Benapych
2MHCTUTYT xumumn HoBbIX MaTepuanos HAH Benapycu, yn. ®. CkopuHbl, 36, 220141, r. MuHck, Benapycb

AHHOTaLuMA. MpeAcTaBieHbl 3KCNepUMeHTabHbIE AaHHble, CBUAETENbCTBYIOLME O BO3MOXHOCTU MCMO/b30BaHMUSA
KYMOXMHOHa /151 MOLe/IMPOBaHNS OKUCINTENBHOIO CTPecca 1 U3yUYeHs ero NocneAcTBUi B Ky/bTUBMPYEMbIX KepaTUHO-
umTax venoseka nuHUM HaCaT. MNMoka3saHo, 4To rnbenb KNeTok, nospexaeHne AHK v nossneHne atunuyHbix JHK-komeT
B KepaTuHouuTax, NofBeprHyThbIX BO3AeACTBNIO KYMOXMHOHA, CBA3aHbl He C ero reHOTOKCUYHOCTbIO, @ FaBHbIM 06pa3om
C pa3BUTUEM OKUC/IUTENbHOMO CTPecca. Y CTaHOB/EHO, YTO KBEPLETMH 0KasbIBaeT LUTONPOTEKTOPHOE AeiCTBNE N YMEHb-
LUAeT CTeneHb MOBPeXAeHMA AgepHoin AHK ByCNoBUAX OKUCUTENBHOIO CTPeCca, MHULMMPYEMOr0 KYMOXUHOHOM. 3TOT
3pheKT CyLLeCTBEHHO BO3pacTaeT NpPu UCMO/b30BaHUM MUKPOCTPYKTYPUPOBAHHbBIX (HOPM KBEPLETMHA, YTO MOXET ObIThb

OﬁyC]’IOBﬂeHO YBEJ/ITMYEHNEM €T0 KNeTOYHOW OOCTYNMHOCTN.

KntoueBble cnoBa: kepaTvHouuTbl HaCaT; n-6eH30XMHOHBI; KBEPLETVH; MUKPOCTPYKTYPbI; OKUCINTENbHBIA CTPecE;

nospexgeHne AHK; AHK-komeTbl.
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EFFECT OF QUERCETIN AND ITS MICROSTRUCTURED FORMS
ON CELL VIABILITY AND NUCLEAR DNA DEGRADATION
IN HUMAN KERATINOCYTES WHEN MODELLING OXIDATIVE STRESS
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Abstract. Experimental data are presented indicating the possibility of using cumoquinone to model oxidative stress
and study its consequences in cultured human keratinocytes of the HaCaT line. It has been shown that cell death, DNA
damage and the appearance of atypical DNA comets in keratinocytes exposed to cumoquinone are associated not with
its genotoxicity, but mainly with the development of oxidative stress. It has been established that quercetin has a cyto-
protective effect and reduces the degree of damage to nuclear DNA under conditions of oxidative stress initiated by
cumoquinone. This effect increases significantly when microstructured forms of quercetin are used, which may be due to
an increase in its cellular availability.

Keywords: HaCaT keratinocytes; p-benzoquinones; quercetin; microstructures; oxidative stress; DNA damage; DNA
comets.

BBepgeHune

OO6LLen3BECTHO, YTO HEraTUBHOE BANSHUE Pa3INYHbIX (JaKTOPOB BHELLHEN cpefbl Ha a3p06HbIe OpraHW3Mbl
BO MHOTUX C/y4asx peasiM3yeTca MOCPeAcTBOM aKTUBaL MK NPOAYKUUM aKTUBHbLIX (opM Kucnopoga (APK)
N MHULUNPOBAHWUSA OKUCNUTENBLHOIO cTpecca. CTPYKTYPHO-(YHKUUOHANbHbIE HAPYLUEHNS U TBeNb KNETOK
B pe3ynbTaTe OKUCAUTENIbHOrO CTpecca 1 Ype3mepHoro o6pasoBaHust A®GK mMoryT 6biTb BaXKHbIM NaTOrEHETU-
YeCKUM (haKTOPOM BO3HUKHOBEHMWS U MPOrpeccupoBaHns pas/inyHbiX 3a60neBaHnii. B cBA3W ¢ 3TUM BecbMa
aKTya/lbHbIM AB/IAETCA CO34aHUNe KNETOUHbIX MOAENEeN, NO3BONAIOWMNX N3yyaTb NOCNEACTBUSA BO3AENCTBUSA OKNUC-
NNTENLHOTO CTpecca Ha CTPYKTYPHO-(DYHKLMOHANBbHOE COCTOSIHWME K/ETOK, U UX UCMOJb30BaHWe 415 NoucKa
CpeacTB (PapMaKonornyeckon KOpPpekunun BO3HMKAIOLWMX HapyLleHnid. B kayecTBe Takux CpeacTB 60MbLUOW
WHTEepeC NPeLCcTaBNA0T pacTUTeNbHbIe MOMGEHONbHbIE COEAUHEHNS, B YACTHOCTU (h1aBoHOMALI, 061ajatoLLme
LUMPOKMM CMEKTPOM BMOMOrMYECKOn akTUBHOCTK [1; 2]. TeM He MeHee KIIMHNYECKOe NPUMEHEHVE (hiaBOHONI0B
OrpaHMyeHO B OCHOBHOM HU3KOI paCTBOPUMOCTBIO B BOAE, YTO 06YCNOBMBaAET UX cnaboe NornoLeHme KneT-
Kamu 1 N1oxXoe NPOHUKHOBEHWE Yepe3 KOXy. [15 NpeooneHns 3TUX orpaHnYeHnii MofieKy bl NOTEHUMaNbHbIX
NeKapcTB MOTYT 6bITb BK/IOUYEHbI B IMNOCOMbI U MOIMMEPHbIE HAHO- M MUKPOYacTuULbl, 06nagatoLine 60nb-
LUIMM NOTEHLMANIOM ANS UCMOJIb30BAHNSA B KAYECTBE UX MePeHOCUUKOB [3].

Cpefy opraHM4Yecknx CoevHeHu, CnoCoOHbIX MHULUMPO- ala 6/b
BaTb Pa3BMTUE OKUC/UTENILHOIO CTpecca B KeTKax U TKaHsX, o 0
0CO6bIli MHTEPEC MPeACTaBAAOT XMHOHbI [4]. OKMCAWTENbHbIN
CTpecc BO3HWMKAET, KOrfa XMHOH BOCCTaHaB/MBaeTCs LUTOMNa3-
MarmyeckKMMm pefyKraszamu [0 pagvkana CeMUXMHOHA, KOTOpBIM,
B CBOIO OYepe/ib, BOCCTaHaB/MBAET KUCMOPOA 40 CYNEepOKCUAHbIX
pagnKanoB, OKUCNASICb 06paTHO A0 XMHOHa. KpoMe Toro, 60/1b-
LUMHCTBO XMHOHOB 06pa3ytoT KOHBLHOraThbl C BOCCTAHOBJIEHHbLIM 0 0
rNyTaTUOHOM, KOTOpble TakXXe BOB/IEKAIOTCA B LMK/IMYECKUe
OKWCNNTENbHO-BOCCTAHOBUTEIbHbIE PeakLMn 1 aKTUBALMIO KUC-
nopoga [4]. UHnymmnpoBaHne OKUCINTENbHOIO CTPecca B 3Haun-
TeNbHOW CTeneHn 06YCN0BNMNBAET LIMTOTOKCUYECKOe eliCTBME XU-
HOHOB. B 4aCTHOCTK, NOKAa3aHO, YTO B aHa3PO6HbLIX YC/TOBUAX, NPY
KOTOPbIX CHUXaeTCA BO3MOXHOCTbL 06pa3oBaHust APK, CyLLeCTBEHHO YMeHbLLIETCS LIMTOTOKCUYECKOE AeliCTBIE
TUMOXUHOHA 1 JOKCcopybumumHa [5]. Cpeamn NponsBoaHbIX M-6eH30XMHOHA BbICOKO CMOCOBHOCTbLI0 MHAYLMPOBATh
OKUCNNTENbHbINA CTpecc 061afat0T TeTpaMeTuN-M-6eH30XMHOH (AYPOXMHOH) (puc. 1, a) u 2,3,5-TpumeTnn-n-
6€H30XMHOH (KYMOXUHOH) (puc. 1, 6) [6; 7]. B gaHHoli paboTe 3TV COEAMHEHUS BblNN UCMOMb30BaHbl AN MO-
[lenMpoBaHns NaToreHeTMYeCKMX NPOLLECCOB B KEPATUHOLMTAX Ye/l0BeKa B LieNAX OLeHKM (hapMaKoiornyeckoi
3PPeKTUBHOCTM HATUBHOTO U MUKPOCTPYKTYPUPOBAHHOIO KBepLeTUHA B YC/TOBUAX OKUC/IUTENBLHOIO CTpecca.

Puc. 1. CTpyKTypa UccnefoBaHHbIX N-6eH30X1HOHOB:
a - OYPOXWMHOH; 6 - KYMOXMHOH

Fig. 1. Structure of the studied p-benzoquinones:
a - duroquinone; b - cumoquinone
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MaTepuanbl U MeTOAbI UCCNea0BaHUS

PeareHTbl. MoandmuuposaHHas cpeda Mirna (AMEM), aTngnymépomng, KBepLeTuH, gogeumncynbgar Ha-
TPUSA, TPUNCUH, NONITUIEHUMUH, MOIMCTUPONCYNbROHAT HATPUSA, NOANANIUNAMUHTUAPOXNOPUL, AEeKCTPaH-
cynbat 6b11n NpuobpeTeHbl y komnanum Sigma-Aldrich (FepmaHus), aHTUOMOTMKN - Y rupmbl Gibco (CLLUA),
M30TOHUYECKMN (octhaTHbIli Bydep (NPB; pH 7,4) kynneH y kKomnaHuu Lonza (Benbrus), amopuoHanbHas
Oblubsi cbiBOPOTKa (IBC) npnobpeteHay dupmbl Capricorn Scientific (Monblua). Kommepyecknii AypOXMHOH,
OYMLLEHHBI METOLOM NEPEKPUCTANINZALMM, N KYMOXMHOH, MOTYYEHHBIA MyTEM KOHTPONMPYEMOTO OKMC/IEHNS
KOMMEPYECKOro 2,3,5-TpumeTnnrngpoxuHoHa [8], 6siam nobesHo npegoctasneHbl npoeccopom O. . Lagbi-
po (xvmMunyeckuin hakynsteT BI'Y). MukpocTtpyktypa (PAH/PPS)4 Ha ocHOBe nofvaniuiaMmHrugpoxnopusa
1 NOANCTMPONCYbhoHaTa U MUKPOCTPYKTYpa (Hit/DS)4Ha 0CHOBe XMTO3aHa U ieKCTpaHCynb(aTa, UMetoLLme
cpeaHwuii pasmep (1,1 £ 0,3) MKM, (hopMUPOBaNUCL METOAOM MOC/OWHON C60pKM B BOAHbIX pacTBopax. O6a
TMMNa MUKPOCTPYKTYP, codepxawmx 10 mr/mMn KBepueTuHa, pacteopsnuce B 0,9 % NaCl.

KneTouHble KynbTypbl. IMMOpTanM30BaHHaa KETOYHAsA IMHUA KepaTuHoLMTOB Yenoseka HaCaT npe-
poctaBneHa goktopoM H. E. dy3eHurom (HemeuKuii LeHTp nccnegoBaHus paka (Deutsches Krebsforschungs-
zentrum), Meingensbepr, FepmaHmns).

O6Lwasa cxema NpoBeAeHNst sKCNepuMeHTOB. KneTku KynbTuBMpoBanu Bo thnakoHax T25 (Sarstedt, CLLA)
B cpese AMEM, cogepxatyein 10 % 3BC, npu cTaH4apTHbIX ycnoBusax (37 °C; 5 % CO2). SKcno3mumio ¢ uc-
crneflyeMbIMM BeLLLECTBaMU NPOBOANAN B 96- 1 24-TyHOYHbIX NNaHLWeTax. [aa noayyeHns He06X04MMOR KOH-
LIeHTpaLum pacTBOpbl NpenapaToB J06aBNsAN K cpefe MHKybauun, He cofepKalleii CbIBOPOTKM.

AHaNM3 Xn3HecnocobHOCTU KNEeTOK. M3yyeHune BANAHWSA NPOU3BOLHbLIX N-6€H30XMHOHA Ha XKM3HeCnoco6-
HOCTb KY/NIbTUBUPYEMbIX KIETOK NPOBOANAN B 96-1YHOUHBIX MAaHLLeTax ¢ NOMOLLbIO peareHTa PrestoBlue™
(Introvigen, CLLUA) cornacHO MHCTPYKUMW. BennunHy thnyopecueHLMM M3MEPSN Ha CNeKTPohnyopumMeTpe
Cary Eclipse (Varian, ABcTpanusa) nocne nHKy6auun npu temnepatype 37 °C B TedeHne 1,5-2,0 4, ncnonbays
thmnbTp ¢ Aex= (560 + 25) HM, “em= (590 £ 10) HM. YCpegHEHHYIO NHTEHCUBHOCTb (DIyopecLeHUnn NYHOK,
COZep>Kalnx KOHTPO/IbHbIe KNeTKu, npuHumanm 3a 100 %.

OugeHKa Le/IoCTHOCTM KeTOK NO BbIXoay naktatgerngporeHasst (J1I4A). B aTuX aKkcnepMMeHTax Knet-
KN pacTUu B 24-NyHOYHbIX NnaHweTax. AKTUBHOCTL JIAT onpegensnu npsMbiM CNEKTPOPOTOMETPMUUECKIM
metogom B 1mMn N®B, cogepkallero 30 Mkmons/n nupysata 1 30 mkmons/n HALH, no BeAnynHe n3MeHeHus
OMTUYECKON NnoTHOCTU Npu 340 HM 3a 1 MUH. MpoLeHT BbICBOGOXAeHNUA JIAT (NPOLEHT NOBPeXaeHUs Kie-
TOK) paccumMTbiBavM NyTeM feneHuns akTuBHocTy JIAT B cpefie KyNbTUBUPOBAHUS HA CYMMapHYH aKTUBHOCTb
NAar s cpefe n nu3aTax agre3vpoBaHHbIX KETOK.

AHanns noepexaeHnii AHK ¢ nomowbio meToga AHK-KomeT. KNneTku, BbICEAHHbIE B 24-MYHOUHBI
NNaHLWeT, KyNbTUBMPOBAN B TeUeHMe 2 Y noc/ie fo6aBneHns KyMoxmHoHa. LLlenoyHol komeT-aHanm3 npoBso-
UM No onucaHHoi B paboTax [9; 10] MeToguke: KAETKU TPUNCUHU3MPOBann, 50 MK KNETOUYHOW CyCNeH3nn
KaX[0 3KCNepuMeHTaNbHOM cepumn gobasnsnu K 300 mkn 0,7 % NerkonnaBKoi araposbl U HAHOCUAW NONY-
YEHHYI0 CMeCb Ha NpeaMeTHbIe CTeKna, NpeABapuTe/lbHO NOKPbLIThIE arapo3oli ¢ HOpMasibHOW TemMnepaTypol
nnaeneHus. Mpenapatbl NOMeLLany B TU3MpYOLLKIA Bydep 1 BbigepXXusanu B TeMHOTe npu Temnepatype 4 °C
B TeueHue 20 4. 3aTem npeamMeTHble cTekna 20 MUH MHKYOUPOBann B LLENOYHOM Bydepe Ans anekTpodopesa
(0,3 monb/n NaOH un 1 mmons/n 3ATA; pH 13) n nposognnu anektpodopes npu cune Toka 300 MA Ha npo-
TsHKeHMM 20 MuH. O6pasLbl ABaXKAbl NPOMbIBaNM B HeliTpanuaytowem pacteope (pH 7,4; 4 °C), dukcmpoBaim
nocnefosatesisHo B 70 % staHose 1 96 % aTaHoNe B Te4eHWe 5 MUH, CYLUWIN Ha BO3JYXe U OKpaLLMBasmn 3Tu-
anymépomumaom. Kometbl Habnogany npy 200-KpaTHOM YBEIMYEHUN C MOMOLLLIO (h1yOPeCLEeHTHOr0 MUKPO-
ckona Axiovert-25 (Carl Zeiss, epmaHus) 1 AOKYMEHTUPOBAAN C MOMOLLbIO LMDPOBOI Kamepbl. MpoLeHT
[OHK B xBocTe (noepexaeHHas AHK) 6bi1 paccuntaH ans Kaaoin KOMEeTbl C UCMO/Ib30BaHNEM WHCTPYMEHTA
«rUCTOrpaMMbl» nporpamMmbl Photoshop (Bepcusa 7). JaHHble TPeX HE3aBUCUMBbIX 3KCNEPUMEHTOB YCPeLHANN
ANA KaXA0ro sKcrnepyMeHTanbHoro ycnosus (n « 50 Knetok).

OnpegeneHne cofep>xaHNA BOCCTAHOBJIEHHOrO rayTatuoHa. CojepxxaHue BOCCTAHOB/IEHHOIO ryTa-
TWOHa ONpeaensann ¢ NOMOLLbI peakuun ¢ ayopecueHTHbIM peareHTom ThioGlo-1 (SABiosciences, NTa-
nua) [11] B 96-nyHOUHbIX NnaHweTax. Npu aHanm3e 06pasLoB B NyHKM fo6asnsnu 200 MK paboyero pacteopa
ThioGlo-1. MnaHweT UHKY6UPOBaW Ha LUeKepe B TEMHOTE MPU KOMHATHOW TeMnepaType B TedeHne 5 MUH
N U3MEPSNIN MHTEHCUMBHOCTb (PTYOPECLLEHLMIN B YHKAX, UCMOb3YS MAaHLETHbIA GayopumeTp (Aex= 355 Hm,
Aem= 535 HM). CofepxkaHue BOCCTAHOB/IEHHOMO ryTaTMoHa B Npo6ax paccynTbiBanu no KaanmbpoBOYHOMY
rpagmky, NOCTPOEHHOMY C MCNO/b30BaHWEM ero paboyero pactsopa. T1onoBble rpynnbl 6enKOB onpeaensnm
KaK JOMOSIHUTENbHYIO peakuuto yopecueHLmMmn nocne fobasneHns gogeunncynbdara HaTpus (4 MMosb/n)
K TeM e 06pa3uam 1 ux nocnegytoLleli MHKy6auuy Ha Lweikepe B TeMHOTE B TeueHne 60 MUH.

CTatuctuyecknin aHanms. MonyyeHHbIe faHHbIe ObIAN CBEAEHbI B TabAMLbl M NPOaHaAM3MpPOBaHbl NPo-
rpammoin Excel. Pe3ynbTaTbl NpeAcTaBieHbl Kak cpefHee + CTaHAapTHOE OTK/IOHeHMe. CTaTucTMyeckas 3Ha-
4YnMocCTb (p) OLEeHMBaNach C UCNONb30BaHWEM BYCTOPOHHEro HenapHoro Kkputepust CTbiogeHTa. [ocTosep-
HbIMW CYUTaNIUCL 3HaYeHusap < 0,05.
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Pe3ynbTaTbl U UX 06CYXAEHWe

VccnepoBaHue LMTOTOKCUYECKUX 3DPEKTOB M-6eH30XMHOHOB B OTHOLLEHWM KEPATUHOLMTOB Ye/I0BEKaA.
Mpwn aHann3e XXN3HeCNOCOOHOCTM KNIETOK Yepe3 24 4 nHKyb6aumu B cpege AMEM, coaepallieli Mpon3BOAHbIE
N-6eH30XMHOHA B iMana3oHe KOHUeHTpauuii 50-200 MKMO/b/N, YCTaHOBNEHO, YTO UCCNefyeMble COeUHEHNS
OKas3blBaOT ,0303aBUCUMOE BANAHME Ha XU3HECNOCOOHOCTL KepaTUHOLMTOB. Mpu 3TOM KYMOXUHOH 06/1afaeT
ropasgo 6osee BbIpaXKeHHbIM LUTOTOKCUYECKNM AEACTBUEM, BbI3biBast MOHYIO TMOe/b KNETOK B KOHLEHTpa-
Lmm 200 MKMOAbL/N, TOr4a Kak Npu MCMOoJb30BaHUU fYPOXMHOHA B 3TOM XXe KOHLEHTPaL, MM XXN3HECNOCOOHOCTb
K/1eTOK CHMXKaeTCA ToMbKo Ha (33 £ 17) %. B xoae uccnefoBaHnii N0 N3yYeHUIO BAUSAHWUSA NPOAOIKUTENBHOCTY
BO3JelCTBMUA KyMOXMHOHa (200 MKMO/L/N) Ha KM3HECNOCOBHOCTh M LieIOCTHOCTb KEPaTUHOLMTOB YCTAHOB/IEHO,
UTO OH OKa3blBaeT He3HauYMTeNbHOe, HO JOCTOBEPHOE LIMTOTOKCMYECKOE AENCTBME YXKe vepes 2 U MHKyb6auuu
C Knetkamu. Mpu aToM yepe3 4 4 MHKYBAL MU XU3HECTOCOOHOCTb KepaTUHOLMTOB CHU3UNAach bonee Yem Ha
90 %, a LenoCTHOCTb KNEeTOYHOM MeMbpaHbl 6blna HapyLleHa 6onee yem y 30 % KNneTok (puc. 2, a).

OO6Len3BecTHO, YTO NpY Pa3BUTUM OKUC/IMTENILHOIO CTpecca NPOUCXOAWUT MHTEHCUMBHOE pacxofoBaHue
aHTWOKCWMJAHTOB, B MepBYIO 0Yepefb BOCCTAHOB/IEHHOMO ryTaTMOHA, a TAKXKe OKMUCNeHWe TUOMOBbIX TPy
6enKoB. B cBA3M C 3TUM ObINO NCCNEL0BaHO BANAHME KYMOXWHOHA HA YPOBEHb AaHHbIX MapKepoB OKUC/IUTESb-
HOro CTpecca B KepaTMHOUUTaX.

Kak cneflyeT u3 faHHbIX, NPeACTaBfeHHbIX Ha puc. 2, 6, MHKYy6auns KepaTUHOLUTOB C KYMOXMHOHOM
(200 MKmosb/n) B TeyeHWe 14 NPUBOAUT K CYLLECTBEHHOMY YMEHbLUIEHUIO COAEepPXaHWUs BOCCTaHOB/IEHHbIX
TWO/IOB, MPWU 3TOM YPOBEHb BOCCTAHOB/IEHHOTO FyTaTUOHA CHUXKAETCA Ha 57 %. Takum 06pas3om, yxe yepes
14 nocne BHECEHUA KYMOXWHOHA B KY/IbTYPa/lbHYIO CPefly K/MIeTKM HAaXOAATCA B YC/IOBUAX OKUC/INTENIbHOIO
CTpecca, KOTOpbIA MOXET paccMaTpmBaThCA Kak NpUUnHa NoCnefytoLWero CHUXEHNUS NX XXU3HeCnocobHOCTH
M HapyLUEHMSA LLeNOCTHOCTY NiasMaTuyeckoii MembpaHsl.

ala 0'b

0O SH-rpynnbl 06w ne
O SH-rpynnbl rnytaTuoHa
0O SH-rpynnbl 6e1KoB

0 MeTa6o/IM4ecKmn aKTUBHbIe KNETKU
0 KNeTKu ¢ LeIoCTHOW niasmaneMmoit

Puc. 2. BAnsHue NpoLoMKMTENbHOCTN MHKY6aL MK KepaTUHOLNTOB
€ KYMOXWHOHOM (200 MKMO/b/N) Ha MX XXM3HECNOCOOHOCTL (MeTaboNnyeckKyto aKTUBHOCTb)

N LeNIOCTHOCTb Mia3maTmnyeckol MmembpaHbl (AaHHble NPeACcTaBEHbl KaK MPOLEHT K KOHTPO) ().
Cofep>xaHvie BOCCTaHOB/IEHHOMO FNyTaTMOHA U TUONOBLIX FPYNN 6enKoB B KepaTuHOLMTax
yepes 14 MHKy6aumMm ¢ KyMOXrHOHOM (200 mkmonb/n) (6).
3Be304KOI 0TMeUeHbl 3HaveHnAp < 0,001 oTHOCUTENIbHO KOHTPONS,

[IByMs 3Be3,04KaMm - 3HavyeHnsap < 0,000 001 oTHOCUTENIbHO KOHTPONSA

Fig. 2. Effect of the length of incubation of keratinocytes with cumoquinone (200 pmol/L)
on their viability (metabolic activity) and plasma membrane integrity
(data are presented as a percentage of control) (a).
Content of reduced glutathione and protein thiol groups in keratinocytes
after 1h of incubation with cumoquinone (200 pmol/L) (b).
An asterisk indicates valuesp <0.001 relative to control,
two asterisks indicate valuesp <0.000 001 relative to control

CyLecTByeT 60/bLLIOE pa3HOOOpa3ve METOAOB UCCef0BaHNSA NOBPEXAeHNI cTpyKTypbl AHK, ogHako YyBCTBU-
TeIbHOCTb Y CNeLUpUYHOCTL MHOTUX U3 HUX OKa3blBatOTCH HEJOCTaTOUHbIMU [/151 MOHUTOPUHIA NOBPEXAEHNI
[HK, BbI3BaHHbIX AeACTBMEM BHELIHMX (DAKTOPOB, W BbISIBIEHWS FTEHONPOTEKTOPHOIO 3(hheKTa MOTEHLMab-
HbIX (hapMaKoaorMyeckux npenaparTos. 1o 37O NpuyMHe 60/bLIOIA MHTEPEC NPeACTaBNASeT NPeLI0XKeHHbIN
B 1984 r. meTog AHK-komeT (MeTog renb-anekTpodopesa AHK oTaenbHbIX KNeTok) [12], MO3BONSAOWMNIA Bbl-
ABNATb U aHaNM3MpoBaTb nospexaeHuns AHK kak in vitro, Tak 1 in vivo. C ucnons3oBaHnem metoga AHK-komet
B JaHHOIA paboTe BblINo UCCef0BaHO COCTOsSHUE AaepHol AHK kepaTUHOLWUTOB YeoBeKa Yepes 2 4 MHKybaLuum
C KYMOXMHOHOM B ivana3oHe KOoHLUeHTpaumin 50-200 mkmonb/n (puc. 3).
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Puc. 3. Penpe3eHTaTuBHble (hyopecLeHTHble MUKpodoTorpadmm AHK-komeT,
MOJyYEHHbIX N3 KOHTPOJIbHBLIX KNeTok HaCaT (a)
M KyNbTUBUPYEMbIX KneTok HaCaT yepes 2 4 nHKy6auun ¢ KyMOX1HOHOM
B KOHUeHTpauum 50 mkmonb/n (6), 100 mkmonb/n () n 200 MkMonb/n ()
(oKpalwimBaHue aTUANYM6POMII0M)

Fig. 3. Representative fluorescent micrographs of DNA comets obtained
from control HaCaT cells (a) and cultured HaCaT cells after 2 h of incubation
with cumoquinone at a concentration of 50 pmol/L (b), 100 pmol/L (c) and 200 pmol/L (d)
(ethidium bromide staining)

YCTaHOBNEHO, YTO UHKYOaLMSA KepaTUHOLMUTOB C KYMOXMHOHOM B TeYeHMe 2 4 MPUBOANT K NOSABAEHUIO K/TETOK
c nospexaeHHor AHK, npmuyem KonmuecTBO TakmX KNeTOK BO3PacTaeT C yBeNMUYEHNEM KOHLEHTpaL K KYMOXMHOHA
B KyNbTypanbHoii cpege (cm. puc. 3; Tabn. 1). CnegyeT OTMETUTb, YTO B KNETKaX C MOBPEXAEHHbIM XPOMaTUHOM
BbISIBNEHbI TONbKO aTunnyHble JHK-KomeTbl. Mocne Bo3aeiCcTBUA KYMOXWMHOHA B KOHLeHTpauum 200 MKMOAb/N
atunnyHble AHK-komeTbl cocTasnsanm 99 % Bcex 3a0KyMeHTUPOBaHHbIX KOMET (CM. puc. 3, T), a nocne Bo3gei-
CTBMS KYMOXMHOHa B KOHLeHTpauuy 100 MKMOnb/n - 0kono 50 %, Toraa Kak 0CTajibHble KOMETbI M0 BU3yasilbHOMY
paH>XumpoBaHuto [13] 0THOCUAMCH TONBKO K Kateropum 0 (CM. puc. 3, B), T. €. He cofepyanu nospexaeHHyo JHK.
Mpu BO3AEACTBUN KYMOXMHOHA B KOHLEHTpaLMn 50 MKMOSL/N KOMeTbI KaTeropumn 0 coCTaBasnn npakTny4ecku
100 % (cm. puc. 1, 6).

Tabnuuya 1
CTeneHb noBpexgeHus agepHoin JHK kepaTnHouuToB
Yyepes 2 4 MHKY6aLUN C KYMOXMHOHOM
Table 1
The degree of damage to nuclear DNA of keratinocytes
after 2 h of incubation with cumoquinone
[MpoLeHT KneTok MpoueHT AHK

JKCNepuMeHTa/IbHbIE YCIO0BUA o
P y ¢ parmeHTuposaHHoit IHK B xBOCTe aTnNMyHbIX JHK-KOMET

KoHTponb 00,1 0+£0,2
KymoxuHoH (50 mkmonb/n) 1,0+£0,2 0+0,2
KymoxuHoH (100 MKkmonb/n) 49,0 £ 1,4* 89,3 + 1,4**
KymoxuHoH (200 Mkmonb/n) 99,0 £ 1,4** 91,3 £ 1,4**

*p < 0,000 000 1 0OTHOCUTENBHO KOHTPONS.
**p < (0,000 000 001 OTHOCUTENILHO KOHTPONS.

AtnnnyHble AHK-KOMETbI, UK, KaK WX eLle Has3blBaloT, KIETKU-NPU3paKu, obnaka nMMbo exu, UMeKT He-

CTaHAAPTHYO MOP(ONOrM0, NPV 3TOM O6LMM A8 HUX ABASETCSA MPaKTUYECKM MOSHOE OTCYTCTBME OMOBbI
N Hannuue WNPOKOro Anhdy3nOHHOIo XBoCTa, cofepxallero ot 70 go 100 % sceii agepHoin AHK [14]. Cyuie-
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CTBYIOT pa3/IMUHbIE rMNOTe3bl, 06 BACHAKOLLME BO3MOXHOCTL 06pa3oBaHus aTunuyuHbIX JHK-KoMeT, HO BCe OHY
npeAnosiaraloT akTMBaLMIO B KNIETKE NPOLLECCOB, BeAyLLMX K paclienneHuo AHK, B nepByto oyepesb pa3Butme
OKUCNUTENLHOrO CTPecca, KOTOopbIA NPUBOAUT K anonTo3y U akTneaumm AHK-3HAOHYKNeas, BKOYas Kacna-
30He3aBMCUMYI0 3HAOHYKNeasy G [14]. AHK-KoMeTbl, KOTOpble MOTYT 6bITb 3aperMcTPUPOBaHbl C MOMOLLbIO
umdpoBoii Kamepsbl, cogepxxaT dparmeHTbl AHK anuHoii 10-300 Thic. Nap HYKNeoTMAOB U XapaKTepHbI Ans
HayanbHOr 0 3Tana arnonTo3a, B MOC/eAyOLLIEM OHU NMOABEPratoTCA Aa/lbHelLLeMy pacLlenieHnto 4o pparMeHToB,
KpaTHbIX 180-200 napam HyKNeoTUAOB, U BBUAY CNaboro CBeYeHUs yxe He feTekTupytotca [14].

3HauyeHus, NpmBeAeHHble B Tab/l. 2, XOPOLIO COrNacyroTcs ¢ AaHHbIMKU, NONYYEHHbIMK B paboTe [15]: yepes
2 4 nocne 06paboTKU KNETOK P-HUTPOPeHON0M, N-naypomncapko3uHoM U D-MeHTON0M (BeLLLEeCTBaMMU, He ABASIO-
LWMMUCA TEHOTOKCMKAHTaMM) B LIMTOTOKCUYECKMX KOHLEHTpaLmsax 6binu BbisBaeHbl JHK-KOMETbI ¢ CUbHO
nospexgaeHHon AHK Ha ¢oHe oTcyTcTBMA JHK-KOMET co cpegHeit nnv HU3KOM CTeNeHbHo nospexaeHnsa HK.
MpuHUMas BO BHUMaHWe 3TW pe3y/bTaTbl, @ TaKXKe AaHHble, CBUAETENIbCTBYIOLLME O Pa3BUTUN OKUCIUTENILHOTO
cTpecca B KepaTMHOLMTax Ye/l0BeKa, MOABEPTrHYThIX BO3AENCTBUI KYMOXMHOHA, MOXHO CAe/1aTb BbIBOA O TOM,
4TO NosiBNEeHMe aTUNUYHbIX JHK-KOMeT 06yCI0BNEHO He MPSAMbIM FEHOTOKCMYECKUM LeACTBMEM KYMOXMHOHA,
a ero cnocobHocTbio npoayumpoBaTte APK 1 BAMATL Ha pefoKCc-CTaTyC KETOK.

WccnepgoBaHme BANAHNA HATUBHOMO M MUKPOCTPYKTYPUPOBAHHOIO KBEPLETUHA Ha LUTOTOKCUYECKUE
3h(peKTbl KYMOXMHOHA B OTHOLUEHUW KepaTUHOLMTOB 4enoBeka. KnetoyHas Mofenb, 0OCHOBaHHas Ha BO3-
[leCcTBMM KYMOXMHOHA Ha KepaTMHOLMTBI, Oblia UCNo/b30BaHa A5 OLEHKM (hapMaKoNorn4ecKon apdeKTUBHO-
CTW HAaTUBHOIO U MUKPOCTPYKTYPUPOBAHHOTO KBEPLLETMHA B YC/TOBUSAX OKUCAMTENLHOIO cTpecca. C 3Toli LenbHo
nccnefyemble npenaparbl BHOCUAN B KYNbTYpasbHYIO cpefly O4HOBPEMEHHO C KYMOXWHOHOM W Yepes 4 Y WH-
Kybaumu oLeHNBanm XU3HecnocobHOCTb K/ETOK.

YCTaHOB/EHO, YTO Yepe3 4 4 UHKYy6aLMM C KYMOXMHOHOM KOJIMYECTBO XXU3HECNOCOOHbIX KMNETOK CHMXa-
nocb nouTtn Ha 100 %. OfHaKo, ecniv KepaTMHOLUTLI MHKYBUPOBAIUCH C KYMOXVUHOHOM B NPUCYTCTBUMN KBEp-
LeTUHa UK ero MMKPOCTPYKTYpHbIX opm (M(PAH/PPS” n A(Hit/DS”), KONNMYeCTBO YXXMU3HECNOCOBHbIX
KNEeTOK 6bIN0 CYLUeCTBEHHO 60/bLUE, YEM MPU MHKY6aLMMN TONbKO C KYMOXMHOHOM (CM. Tabn. 2). Mpu aTom
3awnTHble aggpekTol N(PAH/PPS™ 1 Rb(Hit/DS)4 66111 CTaTUCTUUECKUN 3HAUUMBI.

Tabnuya 2

BnusiHne kBepueTuHa (50 MKMonb/n)
N ero MUMKPOCTPYKTYPHbIX hopm (50 MKMO/b/NT N0 KBEPLETUHY)
Ha YXM3HEeCNoco6HOCTb KEPATUHOLUTOB Yepe3 4 4 UHKy6aLmm
C KYMOXMHOHOM (200 MKMOAb/N)

Table 2

Effect of quercetin (50 pmol/L)
and its microstructured forms (50 pmol/L for quercetin)
on the viability of keratinocytes after 4 h of incubation
with cumoquinone (200 pmol/L)

Konunyectso

JKcnepuMeHTasbHble YCN0BUA o
YKN3HECNOCOOHbIX KNeTOK, %

KoHTponb 100,0 £ 75
KyMOXnHOH 1,8 + 4,4*
KyMOXWHOH + KBEpLETUH 122+ 7,6
KymoxuHoH + N(PAH/PESA 23,56 + 9,2**
KymoxuHoH + A(H it/D S~ 30,0 £ 11,3*%**

*p < 0,000 01 0THOCUTENBHO KOHTPONS.
**p < 0,01 OTHOCUTENIBHO KYMOXWHOHA.
***n < 0,001 OTHOCUTENIBHO KYMOXUHOHA.

B nocnegyroLmnx skcnepmmeHTax metogom AHK-komeT 6bifa onpefeneHa snekTpoopeTuyeckas noaBmxX-
HocTb AAHK KepaTMHOUMTOB Yepes 2 4 MHKy6aLmMm ¢ KyMOXMHOHOM (200 MKMONbL/N) B NPUCYTCTBUMN KBEPLETU-
Ha (50 mkmonb/n), ~(PAH/PPS” nan A(Hit/D S (50 MKMONbL/N M0 KBEPLETUHY) 1 6e3 HUX. Kak BUAHO 13
puvc. 4, uepes 2 4 MHKYBaLUN C KYMOXMHOHOM KNETKU ¢ HenoBpexaeHHol JHK npakTtuyecku oTCyTCTBOBaIU
(cm. puc. 4, o- n), Torga Kak npy Lob6aBneHnUn B KyNnbTypanbHYH Cpefy KYMOXUHOHA U UCCefyeMblX npenapa-
TOB - KBepueTuHa (cMm. puc. 4, n- m), *(PAH/PPS” (cm. puc. 4, H-p) nnm Rb(Hit/DS)4 (cm. puc. 4, c- @) -
KO/MYECTBO KNETOK C HEMOBPEXAeHHOW sigepHoil AHK cocTtaBnsano 20-30 %.
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Puc. 4. PenpeseHTaTVBHble (hyopecLeHTHble MUKpodoTorpagumn AHK-komer,
NOMYYeHHbIX N3 KOHTPOJbHBIX KNneTok HaCaT (a- r) u KynbTuBMpyeMbix KneTtok HaCaT
yepes 2 4 MHKyb6aLumn ToNbKO C KYMOXMHOHOM (200 MKMO#b/N) (4, - 3), C KYMOXUHOHOM
n kBepuetnHom (50 mMkmonb/n) (M- M), KyMoxmHoHoMm 1 ~(PAH/FPS” (50 mkmonb/n) (H-p),
KYMOXMHOHOM 1 A (H it/D S~ (50 mkmonb/n) (c- &)

(OKpawumBaHue aTUAMYM6POMIA0M)

Fig. 4. Representative fluorescent micrographs of DNA comets obtained
from control HaCaT cells (a- d) and cultured HaCaT cells after 2 h of incubation
with cumoquinone only (200 pmol/L) (e - h), with cumoquinone and quercetin (50 pmol/L) (i- 1),
with cumoquinone and Kv(PAH/PPS)4 (50 pmol/L) (m- p),
with cumoquinone and Kv(Hit/DS)4 (50 pmol/L) (q- 1)
(Kv - quercetin; ethidium bromide staining)
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Takum 06pa3oM, KBEPLETWH 1 er0 MUKPOCTPYKTYPHbIE (JOPMbI YMEHbLUIAKOT CTENEHb MOBPEXAEHNS SAEPHON
OHK KyMOXMHOHOM. XOpOLUO U3BECTHO, YTO KBEPLETUH ABNAETCH 3(W(DEKTUBHbLIM aHTMOKCcUaaHToM [1]. Mo-
CKOJIbKY LIUTOTOKCUYECKOE fieiicTBUE KYMOXUHOHA 06YC/0BEHO UHULUNPOBAHWEM OKUCIUTE/IBHOIO CTPecca,
MOXHO A0NYCTUTb, YTO BbISB/IEHHbIE B JaHHOW paboTe a(heKThl KBEPLLETUHA U €0 MUKPOCTPYKTYPHbIX OpM
CBsi3aHbl CO CNOCOGHOCTLIO HelTpanu3osaTb APK 1 MHrMGMPoBaTL CBOGOAHOPaAUKA/IbHBIE MPOLECCHI, BeAy-
WMe K pasBUTUIO OKUC/UTEILHOTO cTpecca M anonTosy. CneayeT OTMETUTb, YTO MUKPOCTPYKTYpPMpPOBaHUE
KBEPLLETMHA YBENNYMBAET ero 6UO40CTYMHOCTL U NOBbILAET 3(W(HEKTUBHOCTb LIUTOMPOTEKTOPHOIO AEACTBUA
B YC/IOBUSAX K/IETOYHOTO OKUC/IUTENIbHOIO CTpecca.

3akJiroyeHue

B HacToALLeM nccnefoBaHMM NOKAa3aHo, YTO KYMOXUHOH MOXET BbITb MCNO/b30BaH 415 MOLEIMPOBaHUSA OKUC-
NUTENBHOr0 CTPecca M U3y4eHWs ero NocneAcTBUiA B KyNbTUBUPYEMbIX KNeTKax. Mbe/b KNeToK, MOBPeXaeHne
OHK v nossneHune atunuuHbix AHK-KOMET B kepaTuHoLMTax YenoBeka nuHUM HaCaT, NoABeprHyTbIX BO3Aei-
CTBUIO KYMOXMHOHa, 06YC/OB/IEHbI HE €r0 FEHOTOKCUYHOCTLIO, a pa3BUTUEM OKUCIUTENbHOrO CTPecca 1 akTuea-
uvein AHK-3HA0HYKNea3. YCTaHOB/EHO, YTO KBEPLIETUH OKa3blBaeT LIMTONPOTEKTOPHOE AeNCTBME U YMEHbLUAeT
cTeneHb nospexaeHuns sgepHoit AHK B yCn0oBMUAX OKUCAUTENBHOMO CTPecca, MHULUMPYEMOT0 KYMOXWMHOHOM.
3alUUTHBI 3MEKT CYLLECTBEHHO BO3PacTaeT NPy UCMO/b30BaHUM MUKPOCTPYKTYPUPOBaHHbLIX (DOPM KBEPLLETUHA,
YTO MOXET ObITb CBSA3aHO C YBE/IMYEHWNEM €ro KNEeTOUHOW LOCTYNHOCTU.
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ABTOpPbI:

Anna MBaHoBHa NoTanosmy - KaHAUAAT 6UON0rMUYeCKNX Hayk,
[OLEHT; BefyLLniA HayUHbIli COTPYAHUK HAay4YHO-UCCNea0oBaTeNb-
CKOP nabopaTtopmu hnm3mnonorum Kageaps! hr3nonorum Yenoseka
1 XXMBOTHbIX BUMONOTNYECKOro (hakynbTeTa.

TaTbAHa BnagnmmposHa KOCTIOK - HayUHbI COTPYLHUK Ha-
YYHO-MCCNeA0BaTebCKO nabopaTtopmm usnonorum Kkadeapb!
(hM3MONOMUN YeNOBEKA U YKMBOTHbLIX 6MONOrMYecKoro akyb-
TeTa.

TaTbaHa NeHHagbeBHa LLyToOBa - KaHAWAAT XUMUYECKMNX
HayK, QOLEHT; BefyLW M Hay4HbIA COTPYAHUK nabopaTtopmm
OpraHNYeckKnX KOMMOo3nLMOHHbIX MaTepruanos.

Bnagumup AHgpeesny KoCTHOK - JOKTOP XMMUYECKMX HayK,
npodeccop; 3aBefyoLnii HayYHO-UCCNef0BaTeNbLCKON nabopa-
Topwueii usnonorumn Kadeapsl U3MON0rMN YenoBeKa U XXNBOT-
HbIX 610N0rMYEecKoro akysnbTeTa.
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OUEHKA HOAOIMEHHOIO AHTUOKCUNAOAHTHOIO NMNOTEHUWMANA
BE/IOPYCCKNX COPTOB MNMWBA TTPN EF'O XPAHEHWI
B PA3/TIMYHOW YMNAKOBKE

A. A. PYCAKOBWUYL, B. B. AEMNAYNKT

Dbenopycckuin rocyfapcTBeHHbIN yHMBepcuTeT, np. HesasncumocTw, 4, 220030, r. MuHck, benapycb

AHHOTaums. Mpy 4NUTENBEHOM XPaHEHUU NWBA B HEM Pa3BMBAOTCS OKMUC/IUTE/IbHbIE MPOLIECCHI, NPUBOASALLNE KYXY[-
LUEHVI0 Ka4yecTBa HanMUTKa. B 0CHOBe 3TOr0 IEXMUT reHepaums akTUBHbIX (H0PM KMC/IOPOAA, KOTopasi MOXET BbI3bIBaThCA
andhysmeid Kiciopoga Yepes 3/1eMeHTbl YNaKoBKU /MG0 NPeobpasoBaHMeM BHYTPEHHUX KUCI0POACOAEPXKALLUX UCTOUHN-
KOB. [l aHa/M3a cBo60AHOPaANKabHbLIX MPOLLECCOB B NMBE B NOC/EfHWE FO4bl aKTUBHO MCMO/b3YeTCst CNEKTPOCKOMMS
3M1EKTPOHHOI0 NapaMarHUTHoro pesoHaHca (3MP). OHa No3BOMSET OLEHUTL OKUC/IUTE/IbHYH CTa6W/IbHOCTL MUBA MO TaK
Ha3blBaeMOMY 3HOreHHOMY aHTUOKCMAAHTHOMY MOTEHLMasy, BefIMUMHA KOTOPOro KOPPE/IMPYET CO BPEMEHEM XPaHEHNS
M BKYCOBbIMU KayecTBamu HanuTka. OAHWUM U3 BaXKHEWLUMX BOMPOCOB B MUBHON UHAYCTPUK ABNSETCA 3PPEKTUBHOCTb
pasNYHbIX BUAOB U30/IMPYIOLLLEN YNIAKOBKM B OTHOLLEHUN OKUC/TMTE/bHBIX MPOLLeccoB. IMeeTcsa psif paboT, yKasbiBato-
LMX Ha TO, UTO XeCcTsHas 6aHKa 1 CTeKNsHHas GyTbl/IKa 06eCreunBal0T ULyl COXPAHHOCTb MMBA MO CPaBHEHUIO
C MOSIM3TUEHOBON BYThINKOW. OAHAKO HESICHO, CBSI3aHO /M 3TO C OKWUC/UTE/IbHbIMU SIBIEHUAMU. B MpeAcTaBieHHO
pa6oTe ¢ Ucnosib30BaHVEM afanTMPOBaHHbIX MeTofoB SMP-cneKkTpockonuy Ha 6ase SMP-crnekTpoMeTpa 6e10pyccKoro
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nponssoacTea 6b1/11 BbISIB/IEHbI OT/INYNSA B BEINYNHE 9HAOINeHHOr0 aHTUOKCNAAaHTHOIo NoTeHUMaNa Kak Aaid pas/invdHbiX
COpTOB NuBa, TakK N A/19 pa3HbIX TUNOB YNaKOBKU (I'IOI'II/ISTI/U'IGHOBaﬂ 6yTbI}'IKa, CTeKNAHHaA 6yTbI}'IKa noxectaHasa 6aHKa).
lMokasaHo, YTo NMUBO, XpaHsLLeecs B NoNN3ITUIEHOBOM 6yTbIJ'IKe, MMeeT 3HaUnTeNbHO 601ee HU3KUIA SHAOFeHHbIVI aHTNOK-
CVI,IJ.aHTHbIVI noTeHyunarsn, 4em nNnBO, XpaHALlieecs B CTEK/ISTHHOM 6yTbU'IKe. Kpome TOro, ycTaHOB/IEHO, YTO OKUC/INTENbHbIE
XapaKTEPUCTUKN OQHOI0 N TOrO XXKe CcopTa NnBa, XpaHALLETOCA B YKECTSIHOM 6aHKe W CTEK/ISTHHOW 6yTbI]'IKe, HE OT/InYarTCA.

Knto4esble cfoea: SﬂEKTPOHHbIVI I'IapaMaI'HVITHbIVI P€30HaHC; CMNHOBbIE JTOBYLLKW; CBO60,quIe paankKasibl; OKUC/IEHNE
nmBa.

BnarogapHOCTb. ABTOPbI BbIPAXalOT NPU3HaTE/IbHOCTb 3A0 «AfBMH CMapT DIKTOPU» 38 TEXHUUECKYIO MOAAEPXKKY
npy NpoBefeHNN NCCeA0BaHNS, a TaKkxke MeHe[pKepy Mo passutuio npoussoacTea OAO «KpuHuua» W. C. UepHbiLleBy 3a
npegocTaB/ieHWe 06pa3LoB /19 aHaM3a.

ASSESSMENT OF THE ENDOGENOUS ANTIOXIDANT POTENTIAL
OF BELARUSIAN BEERS DURING ITS STORAGE
IN DIFFERENT PACKAGING

A.A. RUSAKOVICHa V. V.DEMIDCHIKa

Belarusian State University, 4 Niezaliezhnasci Avenue, Minsk 220030, Belarus
Corresponding author: A. A. Rusakovich (aalinarusakovich@gmail.com)

Abstract. During long-term storage, oxidative processes develop in beer, leading to a deterioration in the quality of this
drink. This is based on the production of reactive oxygen species, which can be caused by the diffusion of oxygen through
packaging elements or transformation of internal oxygen-containing sources. Electron paramagnetic resonance (EPR)
spectroscopy has been actively used in recent years to analyse free radical processes in beer. It allows to evaluate the
oxidative stability of beer by the so-called endogenous antioxidant potential, the value of which correlates with storage time
and taste of the drink. One of the most important issues in the beer industry is the effectiveness of various types of insulating
packaging in relation to oxidative processes. There are a number of studies indicating better preservation of beer in a can
and glass bottle compared to a polyethylene bottle. However, it is not clear whether this is due to oxidative phenomena.
In the presented work, using adapted e Pr spectroscopy methods based on the EPR spectrometer manufactured in Belarus,
differences in the value of endogenous antioxidant potential were identified for both different types of beer and different
types of packaging (polyethylene bottle, glass bottle and can). Beer stored in a polyethylene bottle has been shown to have
a significantly lower endogenous antioxidant potential compared to beer stored in a glass bottle. It was also found that the
oxidation characteristics of the same type of beer stored in a can and a glass bottle do not differ.

Keywords: electron paramagnetic resonance; spin traps; free radicals; beer oxidation.
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BBepgeHume

MunBo ABASETCA OAHUM U3 HaMbOosIee PaCNPOCTPAHEHHbIX a/IKOT0/IbHbIX HAMMTKOB B MUPE, a TakXXe M4epoM
no o6bemam NPoOM3BOAMMON MPOAYKUMM B BruoTexHonoruu [1; 2]. YnoTpebneHme nvBa, KOTOPOe NO CpaBHe-
HWIO C BOLKOM 1 BUHOM OT/IMHAETCA HU3KMM COAEPXKAHVEM a/IKOTO/s, UMEET 3HaUUTE/IbHbIA COLManbHbIA 3g-
(heKT, TaK KaK OHO 3aMeHseT, B 0C06eHHOCTM B cTpaHax BocTouHoi EBponbl, 6011ee Kpemnkue CMpTHbIE HaMUT-
ku [3]. B HacTosiLLee BpemMs B MUPE CYLLECTBYIOT JeCATKU ThICSY COPTOB NUBA, a ero NoTpebaeHne HaxoauTes
Ha cTabu/IbHO BbICOKOM YPOBHE, NPOA0/MKas PacTy, YTO CBA3aHO C YBEIMYEHNEM acCOPTUMEHTa, pa3paboTKoit
HOBbIX PeLenTyp 1 0TKa30M NOTPebuTeNiei oT ApYrnx asikoroibHbIX HAaNUTKOB [4].

B cocTaB nuBa BXOAAT psif OPraHNYecKuX COeAUHEHWI (BKNOYas OpraHnyecKme KCIoTbl, aMMHOKUCAOTSI,
caxapa, nonucaxapugbl, CnupTobl), ONpeaenatoL X ero BKycoBble KavecTsa [5; 6]. MpoBeaeHHbIe uccneaoBa-
HWS TAKKe MOKa3bIBalOT, YTO MMUBO COAEPXMWT 3HAUMTE/IbHOE KONMYECTBO MOME3HbIX A1 Ye/I0BEKa BELLECTB,
TaKMX KakK BUTaMWHbI, aHTUOKCUAAHTHI, MUKPO3neMeHTbl 1 ap. [5; 7]. Kak 1 B gpyrux npogyKrax nuTaHus,
B MUBE MPY XpPaHEHUW NPOUCXOAAT OKUCANTENbHbIE peakuun, MPUBOAALLME K YXYALLEHUIO ero KauecTsa 1 no-
Ne3HbIX CBOMNCTB [8; 9]. CpOK rogHOCTY MMBa B 3HAYUTE/IbHOI CTEMNEHN ONpeLenseTcs CKOPOCTbIO NPOTeKaHUs
[aHHbIX NPOLECCOoB.
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B oCcHOBe OKMCNUTENbHbIX MPEBPALLEHNIA B MMBE NeXaT reHepauuns akTUBHbIX opm Kucnopoga (ADK)
M HaKoMfeHWe OKUCNEHHbIX MPOM3BOAHLIX OpraHMYecKux coefuHeHuin [10]. Mpobnema yBenmueHus cpoka
rOHOCTV NMBA, COXPaHEHWS CBEXECTW BKyCa W MOAJEPXKaHUA aHTUOKCUAAHTHOW aKTUBHOCTW HamuTKa fiB-
NSieTca O4HOM U3 BaXKHeWLWNX B NMMBHON MHAYCTpUX. B nocnefHne rofbl BbICKa3aHbl NPeAnoIoKeHUS 0 TOM,
YTO OKUC/IUTENbHbIE NPOLLECCHI B MBE CBA3aHbI C er0 HACbILLEHMEM U3/IULLKOM KUCIOPOLa Npy Npou3BOACTBE,
a TaKkXke C MPOHWMKHOBEHMEM KMNCNOPOAa Yepes ynakosky [11]. Tem He MeHee AaHHble MPeSnonoXeHUs NoKa He
NOAKPENeHbl 3KCNEPUMEHTANIbHLIMU JOKa3aTe/IbCTBaMK.

[nsa peructpauuu 1 onucaHusa cBo604HbIX PaMKanoB B pa3fiMuHbIX pasgeniax 6uonorum n Xumun, B Tom
yucne NPu aHann3e OKUCIUTENbHbIX NPOLECCOB, MPOUCXOAALLMX B MUBE, LLUMPOKO MPUMEHSETCSH CNEKTPOCKO-
Nnsa 3N1EKTPOHHOIO NapamarHMTHOro pesoHaHca (3MP) [12-14]. Moag 3MP NOHMMAKOT NOrNOLWEeHNe 3NMEKTPO-
MarHUTHOrO U3/ly4eHUs onpejesieHHoM YacToTbl NapaMarHUTHbLIM BELLLeCTBOM (3/1eKTPOHAMM), NOMELLEHHbIM
B MOCTOSIHHOE MarHuTHoe none [15]. CornacHO KBaHTOBO-MeXaHW4eckKol MOLenu 3apsKeHHble CBOOOLHbIE
3/1EKTPOHbI BpaLLatoTCA BOKPYT CBOEI OCU, YTO MPUBOANT K BO3HUKHOBEHUIO MarHUTHOIO MOMEHTa, UK CNHa.
CnuH MOXET HaxoAMTbCS B ABYX OPMEHTALUAX OTHOCUTE/IbHO MarHUTHOMO MO - MapaifieflbHOM 1 aHTMNa-
pannenbHo. Ana Kaxgov 13 OpueHTaL i XxapakTepeH pasHblii ypoBeHb aHepruun. Fornowas MnKpoBoHOBOE
n3yyYeHne, CrNH MOXET MEPEXOANTb C OJHOI0 3HEPreTUYecKoro YpOBHS Ha ApYroi. Pe3oHaHC BO3HMKaeT
B pe3ynbTare COBMaLeHUA 3Heprun n3nyvyeHus ¢ sHeprueit, Heo6xoaMmon ans nepexoja [16]. YMeHbLLeHUIO
MOLLHOCTW W3/ly4YeHUs NMpU pe30HaHCe COOTBETCTBYET CMIHaM, KOTOPbLIA peructpupyetcs, obpabaTbiBaeTcs
N NpeAcTaBnseTcs B BUAE MEPBOI NPON3BOAHOW KPMBOI nornouleHns (AMP-cnekTpa). Ans KONNMYeCTBEHHOA
XapaKTEPUCTMKN CMTHana NpUMeHseTCsl ABOMHOE MHTErpupoBaHne nepeoii nponseogHol IIMP-cnekTpa [17].
Peructpauus STP-crnekTpoB ocyuwectenseTca IIP-cnekTpomeTpamu. B nocnefHue rofabl NpoM3BOACTBO [0-
CTYMHbIX MO LeHe 3MP-cneKTpoMeTpoB HanaxeHo B benapycn 3A0 «AasuH CmapT ®akTopu». AganTtaums
[aHHbIX NPUBOPOB Mg NCCNefoBaHNe OKUCINTENbHbLIX NPOLECCOB U 3HAONEHHOr0 aHTUOKCUAAHTHOMO NOTEH-
unana (SAIMM) nnea NpefCcTaBNsETCA BECbMa aKTyalbHOW 3aaayeid.

Vicnonb3oBaHue metoga 3MP-CNeKTPOCKOMMM COMPSXXEHO C PAAOM TPYLHOCTER, B YACTHOCTMW C TEM, YTO
paf KanbHbIe MO/EKY bl 6bICTPO pacnafaloTcs UK BCTYNakT BO B3aMMOAENCTBNSA C APYTrMMK MOJieKynaMu 6mo-
nornyeckux cuctem [17]. JaHHast 0COGEHHOCTb fenaeT KOHLEHTPaL M0 CBOGOAHbIX PaAMKanoB HEMOCTOSHHOM
W 3aTPYAHSET MX NPSMOe ornpegeneHure. s aHanm3a KOPOTKOXMBYLLIMX CBOOGOAHbIX PaAMKaIoB NPUMEHAIOTCS TakK
Ha3blBaemble CMMHOBbIE NOBYLLUKN. B KayecTBe HMX Yallle BCEro UCMoMb3yTCA HUTPOHHbIE COEANHEHUS UK
HUTPO30COEAUHEHNS, CNeUMMUHO pearupytoLme co cBo604HbIMK pagukanamu [18]. B pesynbTare B3aumo-
JeicTBMsA CBOOOAHOrO pafvKana U CrMHOBOI NOBYLIKU (POPMUPYIOTCA SONTOXMBYLLME CTabubHbIe Mapa-
MarHUTHble aaayKTbl, T. €. pafuKaibHble MOJEKY/bl, KOTOpPblE MOTYT A/INTENIbHOE BPeMs PermcTpupoBaTbcs
AMP-cnekTpomeTpom [19].

[na n3yyeHus nNpoueccoB OKMUC/EHUS B MBE B OCHOBHOM MCMOJb3YHOTCA TaKMe CMIMHOBbIE JTOBYLLKW, Kak
a-peHnn-K-tpeT-6yTunHuTpoH (PBN) u a-4-nupnann-1-okeng-K-tpet-6ytunHutpoH (POBN) [20]. OHu
hopMupytoT cTabubHble agayKTbl C TMAPOKCUIbHBIM U ApYrMMK pagukanamu [21]. Ans aHanusa AN nuea
nepBoii bbina paspaboTaHa MeToAMKa Ha 0OcHOBe PBN, KOTOpas akTMBHO NMPUMEHSIETCS JO HACTOSILLLEN0 BPEMEHU.
PBN MMeeT HM3KYH LieHy, OfHAKO, KaK BbICHWI0CL, He 06/1aaeT BbICOKON CeEKTUBHOCTbLIO U JOCTYMHOCTHIO
B BOJHOI thase [22]. B nocneaHme rofbl ncnonb3oBaHnme PBN Takke KPUTUKYETCS HEKOTOPbIMW aBTOpaMu BBUIY
reHepauuun apTeakToB, CBA3aHHbIX C PeOKC-aKTUBHOCTbIO camoro PBN [10]. MpumeHeHne POBN B KayecTBe
anbTepHaTBbl PBN nMeeT 60/bLUMe NepcrnekTuBbl, Tak Kak No3BOJISET NOBLICUTL YYBCTBUTENbHOCTL U3Mepe-
HUS, UCKNIOYAET PAL apTedakToB 1 ydlle NOAXOAMT ANS BOAHbIX cUCTeM. HeManoBaXKHO, YTO, HECMOTPSA Ha
60/1ee BbICOKYHO Mo cpaBHeHWto ¢ PBN ctoumocTb, POBN npu npoBeaeHnm onbiTOB TPebyeTcs B 60/1ee HU3KOMA
KOHLIEHTpaLuu.

Llenbto HacTosLLel paboThl ABsNack aganTtauus Metogo8 SMP-CneKTpoCcKonMmn B KOMGMHALMW CO CMIMHOBOM
NOBYLLKOW K n3mepeHnto AT 6enopycckmMx cCOpToB NUBA, PasINTbIX B pa3fiMyHble TUMbl YNaKOBKM, C UCMO/b-
30BaHveM IlP-cnekTpoMeTpa 0TeYeCTBEHHOIO NPOU3BOACTBA.

Matepuanbl 1 MeTOAbI UCCNef0BaHNA

Vi3mepeHunsi BbINOMHAAMCL Ha copTax nmBa «KpbiHiLa. MouHae», «XXurynesckoe», «Brauberg», «3010T0
nueoBapa» npoussofcTea OAO «KpuHuua» (benapyck), pasnnuTbix B Tapy pasHoro tuna. /cnonb3oBamch
06pasLbl 04HOM AaTbl NPOM3BOACTBA, MPUOOPETEHHbIE B Pa3/IMYHbIX NYHKTax Npojaxu. VccnegosaHus npo-
BoAnnuch Ha 30-7 AeHb C AaTbl U3rOTOBNEHMUS.

OxkucnuTenbHas cTabnnbHOCTb 0TO6PaHHbIX 06Pa3LOB 13yyanack Ha OCHOBE METOAMKM UCKYCCTBEHHOIO CTa-
PEHUS NBa NPW NOBbILLIEHHO TeMnepaType [9]. CHavana o6pasLbl NoaBeprannck gerasauum (yctpaHeHne CO2)
nyTem LeHTpugyruposaHus (10 000 06/muH (Mnm 11 180 g), 10 MuH, 22 °C) B CTEPU/IbHbLIX NPOBUPKax 06bEMOM
15 M/1 C OTKPbLITON KPbILWKON (06bem npobbl cocTasnsn 10 mn). Mocne gerasaumm NpobUpKK MAOTHO 3aKpbl-
Ba/IUCb, YTOOLI NPENATCTBOBATL MPUTOKY KMCopoda 13 Bo3gyxa. B gerasupoBaHHble 06pasLbl obaBnsnach
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cnuHoBas nosywka POBN (Sigma-Aldrich, CLLUA) B KOHeYHOW paboyeil KOHUEHTpauuMn 3 MMonb/n, nocne
Yero BbIMOMHANOCh MHKYGUpOBaHMe Ha Tepmolleiikepe (250 06/MuH, 300 muH, 60 °C). CnycTs onpefaeneH-
Hble MPOMEXYTKM BPEMEHW OCYLLLECTBAANMCL 0T60p 50 MKn 06pasua u permctpauns ero MP-cnekTpa. Ans
nposeaeHns AMMP-aHann3a obpasel, NoMeLLanca B CTEKNAHHbIA Kanunnap (Blaubrand, MepmaHns), KOTopblid
3aKynopuBancsa MHEPTHbIM BOCKOM W Morpy»anca B pesoHatop SIMP-cnekTpomeTpa SpinscanX (3A0 «AABUH
CwmapT ®akTopu», benapycs). Mpn pernctpaymm SMP-CNEKTPOB MCNOAb30BAINCL CleayoLne napameTpsbi:
yactoTa mogynaumm - 100 000 Iy, ueHTp nons - 336 MTN, WKpUHa pa3BepTKU - 6 MTN, Bpems 3anucu - 60 c,
BpemMeHHasa KoHcTaHTa - 0,046 ¢, amnautyga mogynsumm - 100 MKTA. AHanu3 Noay4vyeHHbIX CNEKTPOB MPOBO-
auncs B nporpamme e-Spinoza. [ns 06paboTku pe3ynbTaToB UCMO/b30BaNUCL CTaHAAPTHLIE MeTOAbl Bapua-
LIMOHHOM CTaTUCTUKN. OCHOBHBLIMW CTATUCTUYECKUMU XapaKTEPUCTUKAMU CNYXUIN CPeAHAs apudmeTnUecKas
BenunumHa (X), cpegHee KBagpaTMyHOE OTKIOHEHME (C) 1 ownbKa cpegHen BennymHol (S x). Ana KoNn4ecTBeH-
HOI XapaKTepUCTUKK CUrHana NPUMEHSANOCh BOMHOE MHTErpUpoBaHUe NepBOi NPoM3BOAHON IP-cnekTpa.
3HadeHue JATI onpegensnock No Touke nepervba KMHETUUYECKON KPUBOM HaKOMMEHUA CMUMHOBOMO affykra
npu HarpeeaHumn o6pasLos nuaa (puc. 1) [9].

Puc. 1 iameHeHne nHTeHcnBHOCTK IIP-curHana
cnuHosoro agaykta POBN—HO* B o6pasue nvBea
B 3aBMCUMOCTW OT BPEMEHU UHKYOMPOBaHNA

Fig. 1. Change in the intensity
ofthe electron paramagnetic resonance (EPR) signal
of the spin adduct POBN—HO* in the sample of beer
depending on the incubation time

MpycyTCTBYIOLWME B MMBE 3HAOTEHHbIE AHTUOKCWAAHTLI CMOCOOHBI MHIMOMPOBaTL 06pa3oBaHMe B HEM CBO-
604HbIX PaauKanoB B TeYeHWe AIMTENIbHOro BpeMeHu [22]. Mocne NCTOLEeHNS aHTUOKCUAAHTOB KONIMUECTBO
CBOGOAHbIX paAnKaioB NaBMHOOOPa3HO HapacTaeT, U NPOUCXOANUT (hOopMUPOBaHME aaLyKTOB CBOOOAHBIX pa-
[MKanoB co CMHOBOM IOBYLUKOW, NPUBOASALLEE B 9KCNEPUMEHTANIbHBLIX YCNOBUAX K YBENUYEHUIO UHTEHCUB-
HocTu DIMP-curHana (cm. puc. 1) [23]. CooTBETCTBEHHO, YeM 60/bLUe 3Ha4YeHne AN U HUXKe NHTEHCUBHOCTb
06pa3oBaHUsi CNMHOBLIX aAAyKTOB B 06pa3Le, TEM Bbllle aHTMOKCMAAHTHbIA NoTeHUMan obpasua, T. €. yCTOoi-
UYMBOCTb K OKMCEHUIO N CTabWNbHOCTb BKyca nuea [22].

Pe3ynbTaTbl U UX 06CYXaeHME

B xoze paboTbl 6b1IM NOMYYEHbI KPUBbLIE 3aBUCMMOCTM UHTEHCMBHOCTW STP-c1rHana cnMHOBOro afayKra
POBN—HO* oT BpemMeHU MHKYy6MpoBaHMA 06pa3LoB nNpu NoBbileHHOW Temnepatype (60 °C), T. e. B ycno-
BUAX UCKYCCTBEHHOMO CTapeHus, 418 TpexX COPTOB NMBA, XPaHMBLLMXCSA B NOAUITUNEHOBLIX (M3T) 1 CTeKNSH-
HbIX ByTbiNKax (puc. 2). Kak cnegyeT U3 MOMyYeHHbIX AaHHbIX, BCe COpTa pearnpoBasiv Ha UCKYCCTBEHHOE
cTapeHue yBe/lMYeHEM KONMYecTBa CBO60AHOpaAMKanbHbIX afgayktoB POBN—HO*. OgHako 3TOT apdekT
pa3BmBascs 3HaUMTeNbHO BbICTPee B Ciyvae XpaHeHus nNunea B M3 T-ynakoske. Tak, y copToB nuBa «KpbiHila.
MouHae», «Kurynesckoe» n «Brauberg», paznutbix B M3T-6yTbIKKW, OTCYTCTBOBaNa nar-gasa B Hakone-
HUW CBOBOAHBIX pafuKanoB, 00bIMHO NpeALLecTBYHOLLAsA NUKY, CBA3aHHOMY C HAKOMNJEHNEM PafMKanos nNpu nc-
KYCCTBEHHOM CTapeHun (cMm. puc. 1u 2). Takum o6pasom, copTta nmea «KpbiHiLa. MouHae», «Kurynesckoe»
n «Brauberg», xpaHusLumecs B M3 T-6yTbiNKax, BEPOSTHO, MPOLLAM NOJHbLIA Npouece cTapeHus 3a 30 fHel v He
06nagann aHTMOKCMAAHTHOW cnocobHOCTbI0. OTCYTCTBME Nar-hasbl HabMAANOCH TaKXKe U Ans 06pasua NuBa
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copTta «Brauberg» 13 cTeKnsHHOW GYTbIIKK, YTO MOXET yKa3biBaTb Ha BO3MOXKHOE 060raLleHne KUCIopogom
Ha 3aKMHYUMTeNbHbIX 3Tanax NPoM3BOACTBA 3TOr0 NvBa. Tem He MeHee B OTAMYMe OT 06pasLia TOro Xe coprta
13 M3T-ByTbINKU KpKBas 4N1s1 AaHHOT0 06pasLia U3 CTeKNSHHOM Tapbl XapaKTepr30Baiach HEBLICOKMMU 3HaYe-
HUAMMN MHTEHCUBHOCTW HaKOMAEHWUS CMMHOBLIX afAyKTOB B npouecce ctapeHns. COOTBETCTBEHHO, CTEK/SH-
Hasl ynakoBKa NpeAoXpaHsaa 3T0 MMBO OT CHWKeHus AT, T. e. MpogneBana cpok ero rogHoctu. CornacHo
NUTepaTypHbIM faHHbIM CYLLECTBYET Npamas Koppenauus mexxkay AT 1 BKyCOBbIMU U OPraHONenTUYeCKUMu
cBoiicTBamu nuBa [24]. B HacToswell paboTe NOA06HbIe TECTbl HE MPOBOAMINUCL, TaK Kak OHW TPebyloT Ha-
Nn4ymsi 00yYeHHbIX U aTTECTOBAaHHbIX CMELNaNNCTOB.

ala 6'b

Puc. 2. I3ameHeHMe nHTeHcUBHOCTKN AIP-curHana cnuHosoro agaykra POBN—HO*
B 06pasuax nunea copToB «KpbiHiua. MoyHae» (a), «XXurynesckoe» (6), «Brauberg» (B)
B 3aBMCHMOCTMN OT BPEMEHW UHKYBUMpPOBaHUA

Fig. 2. Change in the intensity of the EPR signal of the spin adduct POBN—HO*
in the samples of beers «Krynitsa. Strong» (a), «Zhigulevskoe» (b), «Brauberg» (c)
depending on the incubation time

MpoBeAeHHbIe ONbIThI NOKa3a/n, YTO KMHETMYECKash KpMBas HAKOM/IEHUS CMMHOBLIX aALyKTOB B 06pa3Lax
nuBa copToB «KpbiHiLa. MoLHae» 1 «XXnryneBckoe» B Hauyane MHKYOGUPOBaHWS XapaKTepu3oBaiach BblpaXKeHHOIA
nar-tpasoi n pesknmM yBeIMYeHNeM MHTEHCUBHOCTM IMP-curHana Ha onpefesieHHOM 3Tane UHKYBMpoBaHuA
(cm. puc. 2). MuTeHcmBHOCTb JIP-cMrHana Ha 3aBepLuatoLLem aTane UHKYOMpOBaHUA AOCTUrana 3HauYeHW,
aHaNOrNYHbIX 3HaYeHUAM 415 06pasuos M3 MI3T-Tapbl. JaHHbI PaKT yKasbiBaeT Ha TO, YTO 06LLee Konnye-
CTBO OPraHUYecKoro BeLLecTBa B MPOTECTMPOBaHHbIX 06pasuax nuea Obl10 NPUGIN3UTENILHO OAUHAKOBbLIM,
HO 06pasLbl, HaxoauBLuKecs B TedeHne 30 fHeN B CTEKNSAHHOW Tape, HAMHOTO ayylle coxpaHunu 3AI1, yem
06pasLbl, KOTOpble XpaHunnch B M3 T-ynakoBke.

B paboTe TaKe 6blnun MNoNyYeHbl KPpUBbLIE 3aBUCUMOCTU UHTEHCUBHOCTW SIMP-cMrHana cnvHOBOro afaykK-
Ta POBN—HO* gna copta nmBa «30/10TO NMBOBapa», Pa3MTOro B CTEK/SAHHYO BYTbINKY W XXECTAHYI 6aHKy
(puc. 3). CornacHo mH(opmaumm, AOCTynHoOW Ha Be6-cainTe OAO «KpuHuua», 3T0 NUBO MPOM3BOAUTCS NO
0C06bIM peLenTypaM Ha HoBelLleM 060py0BaHUN U3 NyYLLEro 3apyBbexxHOro conoga.
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Puc. 3. UiameHeHne uHTeHcmBHOCTM IMP-curHana
cnuHoBoro agaykta POBN—HO™* B o6pasue nuea copTta «30/10TO MMBOBapa»
B 3aBMCHMOCTMN OT BPEMEHU MHKYBUpOBaHUA

Fig. 3. Change in the intensity of the EPR signal
of the spin adduct POBN—HO* in the sample of beer «Zoloto pivovara»
depending on the incubation time

[nsa copta «30/10T0 NMBOBapa» Oblfla XapaKTepHa BbICOKas UHTEHCMBHOCTL 06pa3oBaHNA CBOBOLHbLIX pa-
[MKaNoB Nnocne 3aBepLUeHmns nar-gasbl, YTO YKa3blBaeT Ha M3HAYabHYIO HACLILLEHHOCTb aHHOrO N1Ba Hepas-
NOXUBLIMMMWCA OPraHNYeCKUMU BELLECTBAMU C aHTUOKCUAAHTHBLIMM CBOWCTBaMU. MprMeyaTenbHO, UTO 3HaueHus
NHTeHcMBHOCTM 3MMP-curHana POBN—HO* B o6pasuax nuBa «30/710TO NMBOBapa» M3 CTEKNSHHONW OYTbINKK
W XKeCTSHOI 6aHKN He MMeNIN JOCTOBEPHbIX OTAMYMA. TakuM 06pa3oM, 3aTEMHEHHas CTEK/SHHaA ByTbinka (Ko-
PUYHEBOE CTEKNO) U XXECTAHasa GaHKa A4eMOHCTPUPOBaNN NPUGAN3UTENBHO OLMHAKOBLIA YPOBEHb 3alinTbl OT
OKMCNEHUA NS OAHOrO Y TOFO Xe CopTa MMBa. OTU AaHHbIe YKa3biBalOT Ha TO, YTO CBET, MPOHUKAOLLWI Yepes
3aTEMHEHHOE CTEK/0, He B/IUSET Ha MPOLEecChbl OKUCNEHNS, Y 3(HEKTUBHOCTL YNaKOBKU N1aBHbIM 06pa3om
CBfi3aHa C NpefoTBpaLLEHNEM MOCTYMNIEHNS KACNOPOa.

Kpowme Toro, ana Bcex o6pasyoB 6bin onpegeneH yposeHb 3AM (puc. 4). Cambim BbicOkM 3AT cpean
MPOTECTMPOBaHHLIX 06pa3LLoB 06/1afan copT «30/10TO NMBOBaPa» - 89 MUH B XXECTAHON 6aHKe 1 95 MUH B CTeK-
NSIHHOM ByThINKe. [Ans copTa «KpbiHiua. MouHae» DAI coctaBui 80 MUH, AN copTa «XKUryneBckoe» - 77 MUH.
CornacHo nuTepaTypHbIM AaHHbIM 3TO AOCTAaTOYHO BbICOKME 3HAYeHUS, YKa3blBalOLLME HA XOpOLUee KayecTBO
npoun3BoAMMOro nmea [22].

YposeHb SATT, MUH

i— iCTeknsiHHasA byTblNKa i— i>XKecTaHasa 6aHka
— IM3T-6yTbiNKa

Puc. 4. ¥YposeHb AT 06pasLoB nuea
copToB «30/10TO NuBOBapa», «Brauberg», «>Xurynesckoe»,
«KpblHiya. MouHae» 13 pasnnyHoin ynakoBKu

Fig. 4. Level of endogenous antioxidant potential of samples
ofthe beers «Zoloto pivovara», «Brauberg», «Zhigulevskoe»,
«Krynitsa. Strong» from various packaging
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MpoAeMOHCTPMPOBaHHbIE B HACTOSALLLEN paboTe HU3Kas COXPaHHOCTbL NUBA M NafeHNe ero aHTMOKCUAaHTHOM
cnocobHocTu B M3T-ynakoBKe COrnacytoTcs ¢ HelaBHO MOMYYEHHbIMU MeTaboNOMHbIMW AaHHbIMK [25-27].
MeTab0M10MHbIe NCCeA0BaHUSA NMOKa3bIBAKOT, YTO NPU A/IMTEIbHOM XpaHeHW NBa NosBAseTCA Ny 6o/ee OKMC-
NEeHHbIX POPM OpraHMYecKnMX KUCNOT 1 aMUHOKNCAOT (6bIN0 3aMETHO M B NPeACTaB/IeHHON paboTe). OgHUMUK
13 KNOYEBbIX PafMKaibHbIX KOMMOHEHTOB, KOTOpPble 06pa3yroTCsA B MUBE NPM €ro CTapeHun, ABASKTCS Kap6o-
HW/bHbIE coeanHeHuns. [aHHble BellecTBa (hopMUPYIOTCS B X0 peakunii KapboHM3MPOBaHWS, KaTam3npyeMbix
ADK [28], B pe3ynibTaTe BCTpaMBaHUA pagnKanm3npoBaHHbIX (hparMeHTOB OPraHUYeCcKUX COeAUHEHWIA pa3nuy-
HOM NPUPOAbI, UHULNUPYEMbIX Hanbosee peakUMOHHO-aKTUBHbIMU APK, rnagHbIM 06pa3oM rMapoKCUIbHbIMU
pagvkanamu. HakonneHue kapboHN3UPOBAHHbLIX POPM OpraHUUeCKUX CoeIMHEHNIA U3MEHSET BKYC HaNUTKa: OH
npuobpeTaeT Tak Ha3biBaeMblii KAPTOHHbIA NPUBKYC, XapakKTepHbIA 418 HecBeXero nuea [28]. Kap6oHUbHbIE
COoefJuHeHNst 06pa3yrOTCS U MPY UCKYCCTBEHHOM CTapeHWm nuBa. MNpumMevatenibHO Takke, 4To AMP-cnekTpomeTp
6en10pyccKoro NPON3BOACTBA MOKAa3a/ CXOXYH 3PPEKTUBHOCTb U YYBCTBUTENLHOCTbL U3MEPEHNUS C LLUIMPOKO UC-
nosb3yeMbIMW NprubopamMy NponsBoacTBa KomnaHuii Bruker (Mepmanus) u Nippon Denshi (AnoHusa) [29-31].

3aksiroyeHue

B HacTosLleM nccnefoBaHUK ¢ UCNOb30BaHUeM MeTofa SMP-cnekKTPOCKONMM B NMPUCYTCTBUM CNIMHOBOM
nosywwkn POBN npoBefieHa OLEeHKa BAUSHUS TUMNa YNakoBKW NuBa Ha ero 3AIN. KuHeTnueckuii aHanus Hako-
NnaeHna CNUHOBLIX affyKTOB B YC/OBUAX YCKOPEHHOr0 CTapeHus NnMBa NoKasa, YTo CTEKNAHHAA N XKeCcTaHasa
Tapa o6ecneymBaeT OfMHAKOBLIA YPOBEHb 3aLLMTbl HANUTKA OT OKWUCEHUA U CNOCO6CTBYeET 6osee AnnUTeNb-
HOMY COXPaHEHWIO ero OKUCANTENbHOI CTabunbHOCTU. B T0 e Bpems MIT-ynakoBKa Hea(h(heKTUBHO 3aLu-
LaeT NMBO OT OKMUCIEHUs. TakKe MOXHO 3aK/TH0UMTb, YTO CBET, NPOHUKAKLNI Yepe3 3aTEMHEHHOE CTEK/O,
He BNUAET Ha NPOLEecChl Pa3NoXeHUs U OKUCNEHWS NBa, TakK Kak He Habnto4anoch pasHULLbl B OKUCNeHUU 06-
pasLoB HanMTKa U3 CTEKNSHHOM BYTbISIKA W XKecTAHOW 6aHKM. COOTBETCTBEHHO, YNaKOBKaA rNaBHbIM 06pa3om
MPenaTCTBYET NPOHNKHOBEHUIO B MMUBO KMUCNOPOAa.
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9-unc-aNOKCNKAPOTUHONAANOKCUTEHA3SA KAK MNEPEK/TKOYATE/Ib
CBA3AHHbIX C UMMYHUTETOM CUTHANBbHbLIX NYTEN
PACTEHMI SOLANUM LYCOPERSICUM
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1benopycckuii rocyfapcTBeHHbIN yHUBepcUTET, Np. HesasucumocTu, 4, 220030, r. MuHck, Benapych

AHHOTAaLMA. YCTaHOBNEHO, YTO CHWKeHWe akcnpeccun reHa NCED3 Bbi3biBaeT yMeHbLUEHWE pasMepoB pacTeHuii
Solanum lycopersicum 1 noBbILWAET X BOCMPUUMUYMBOCTL K 3apadkeHMI0 naToreHom Pectobacterium versatile. BbisiBneHo
N3MeHEHWNe 3KCMPeCCUM FeHOB CaNMLMAIAaTHOM CMrHaNM3aLun: BO3POC/Ia IKCMPeccns reHoB curHanbHoro 6enka NPR5 u 3a-
WwnTHOro 6enka PR1a. Takke 0TMeYeHO, YTO NOBbICUIACL 3KCMPECCUS FreHOB 3alnTHbIX 6enkoB PR3, PR5, PR10 v TpaHc-
KpunumoHHoro dakTtopa WRKY65, a skcnpeccusi reHa 3almMTHOro 6enka PR2 ctana 4yBCTBMTE/IbHOW K LLUTaMMy MaToreHa.
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Ha ocHoBaHMM NOMYUYeHHbIX PE3yNbTATOB BbiCKasaHo npegnosoxeHue o Tom, uto reH NCED3 o6ecneunBaert ycToiiumsocTts
pacTeHuWit ToMaTa K NeKT06aKTepunosy, cAepXmBas caMunNaTHbIA CUTHaNbHbIA NYTb, NPUBOAALLMA K aKTUBALUW peakLmm
CBEPXUYYBCTBUTENLHOCTH.

KntoueBble CnoBa: 9-unc-anokcukapoTuHonagmokcureHasa; Solanum lycopersicum; Pectobacterium versatile; nmmy-
HUTET pacTeHWiA.

BnarofgapHoCTb. Pa6oTa BbinosiHeHa NpU PUHAHCOBOM Nojaep>kKe Benopycckoro pecny6iMKaHCcKoro goHaa gyHaa-
MeHTanbHbIX uccnefoBaHnii (rpaHT Ne 522M-053).

9-czs-EPOXYCAROTENOID DIOXYGENASE AS A SWITCH
OF IMMUNITY-RELATED SIGNALLING PATHWAYS
IN SOLANUM LYCOPERSICUM PLANTS

E. S. STEPANOVA3 G. VKUKRESH3
Y.A. NIKOLAICHIKa N. V. KALUBAKAa

Belarusian State University, 4 Niezaliezhnasci Avenue, Minsk 220030, Belarus
Corresponding author: N. V. Kalubaka (kolubakoav@yandex.by)

Abstract. It has been established that reduced expression of the NCED3 gene causes a decrease in the size of Solanum
lycopersicum plants and increases their susceptibility to Pectobacterium versatile infection. A change in the expression of
salicylate signalling genes was revealed: the expression of the genes for the signalling protein NPR5 and the pathogene-
sis-related protein PR1a increased. It was also noted that the expression of the genes for the pathogenesis-related proteins
PR3, PR5, PR10 and the transcription factor WRKY 65 increased, and the expression ofthe gene for the pathogenesis-re-
lated protein PR2 became sensitive to the pathogen strain. Based on the results obtained, it was suggested that the NCED3
gene provides resistance to pectobacteriosis in tomato plants by inhibiting the salicylate signalling pathway, leading to
activation of the hypersensitive response.

Keywords: 9-cis-epoxycarotenoid dioxygenase; Solanum lycopersicum; Pectobacterium versatile; plant immunity.
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BBepgeHume

MekTo6aKTEPUM - HEKPOTPO(HbLIE MATOreHbI C LUIMPOKMM KPYroM pacTeHMii-x03sieB. dakTopamMu UxX BUpPY-
NEHTHOCTY ABNAKTCS TMAPONUTUYECKME (PEPMEHTLI, TPAHCMOPTUPYEMbIe Yepes cucTeMy cekpeuum Tuna Il [1],
a TaKxKe 3(h(heKTOPHbIN GeOK, AOCTaB/SEMBIN B KNETKY PacTEHMSA-X038MHA MOCPEACTBOM CUCTEMBI CEKPeLun
Tuna Il v BbI3bIBAKOLMNIA U3MEHEHNSA B €T0 MMMYHHOI CUTHAM3aLUn B CBOK NOJb3Y, YTO CNOCOOCTBYET KO-
NoHu3aumy pacteHns [2]. MekTob6aKTepun BbICTYNAKT BO3OYANTENSMMN YEPHON HOXKK (CTE6NEBOI THUN)
N MAFKON FTHUAW KNYy6BHel 1 KOPHENIOo[0B. PrCK pa3BuTns aTux 3a60/1eBaHUA NOBbILIAET NEPEYBAKHEHHOCTb
(M36bITOYHBIA NOMMB, HEGMAroNpPUATHbLIE MOFOf4HLIE YC/IOBUS BO BPEMS BereTaLuu UM HapyLleHne pexnma
XpaHeHus Ky6Heit). MekTobakTepro3sbl NPOLO/MKAKT PACNPOCTPaHATLCA U PErMCTPUPOBATLCA B PasHbIX vac-
TAX nnaHeTbl [3; 4].

Ba)kHe/LM ropMOHOM, PEryNMPYIOWUM OTBETHYHO pPeakLMi0 PaCTEHUIA Ha CTpecChl abnoTuyeckoi n 6uo-
TUYECKO Npupoabl, ABNSETCA abCLU30Bas KMCNOTa. B KOHTEKCTE JaHHOr0 UCCef0BaHUS HAMBObLLNA NHTe-
pec npeAcTaBnseT pob abCLM30BOM KMUCNOThI B pa3BMTUM 3a601eBaHMiA pacTeHnii. OHa perynmpyeT 3akpbiTue
yCTbUL, MpY AeTEKLMM NaTOreHa, YTo NPensTCTBYeT KOMOHM3auun pacteHuns [5]. OfHako naToreHbl CNOCOGOHbI
npeofoneBaTb 3Ty 3alMTHYH peakuuio, NPoAyLmMpys, K NpuMepy, TOKCUH KOPOHATWH [6], 610KMPYHOLLMIA 3a-
KpbITUE YCTbUL, 1 OTKPbIBAIOLLUIA BOPOTA MH(EKL M.

A6CUM30BasA KNCNOTA PErynnpyeT MMMYHHBI OTBET pacTeHUIA pa3HOHAMNPaBIEHHO: B O4HMX C/ly4asx 3anycKaeT
3alUTHbIE peakuuun, B ApYruX Cayyvasx nofasnsieT MUMMYHUTET. MOX0Xe, UTO He CyLLeCTBYeT 06LLEro MexaHus-
Ma perynsumm MMMYHHbIX peakLmil nocpeAcTBOM abcum3oBoi kucnoTbl. K npumepy, B pacTeHMsX puca oHa
NHAYUMPYET YCTONYMBOCTb K HEKPOTPOHOMY natoreHHoMy rpuby Cochliobolus miyabeanus, Bbi3biBatoLLEMY
KOPWYHEBYHO MATHUCTOCTb [7], HO CHXKAET YCTOMUMBOCTb K remmnbuoTpodHoMy rpuby Magnaporthe oryzae [8].
B pacTeHusx apabugoncuca abeLmn3oBas KMCoTa noaaBnseT 3aWMTHbIA OTBET NPOTNB BMOTPO(HOro naToreHa
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Blumeria graminis, BbI3bIBatOLLEr0 MYYHUCTYHO pocy [9]. C Apyroi CTOpoHbI, pacTeHMst apabuaoncuca, gedu-
LIMTHbIe NO abCLM30BOI KMCNOTe, 60/ee YCTOMUMBLI K HEKPOTPOGhHOMY FpMGHOMY naToreHy Botrytis cinerea [10].

AbCUM30Bas KNCNOTa NoAaBNsSeT aKTUBHOCTb (PeHMNAHMHAMMOHUIANMA3LI, (hepMeHTa NyTU 6uocnHTE3a te-
HUNNPONAaHOMJ0B, K KOTOPbIM OTHOCATCA MHOTMe aHTUOaKTepuanbHble BELLECTBa, B YACTHOCTU (IUTOANEKCUHDI.
MomyuMO 3TOro, heHMNNPONAHOMAHBIA NyTb MeTabonn3mMa y4acTByeT B 6UOCUHTE3e APYroro ropMmoHa um-
MYHHOFO OTBETa - CaJMLMUIOBOIA KMUCIOThI. Takke abcuu3oBas KUCNoTa NogasnseT 06pa3oBaHMe aKTUBHbIX
thopm Kucopoaa, CTUMYNPYET OT0XKeHMe Kanosbl [11]. CUrHanbHbIi NyTh abCLM30BOMA KUCOTbI HAXOANTCS
B NOCTOSIHHOM B3aVIMOAENCTBUN C CUTHA/TbHBIMW MYTAMMW CaNLMIOBO 1 XKaCMOHOBOW KMUCNOT, 3TUIEHA U NHbIX
rOPMOHOB, YTO [aeT pacTeHWsAM BO3MOXHOCTb pa3HO06pa3nTh OTBET Ha CTPECCOBbIE YCNOBUA cpeabl [11; 12].

PaHee B Hay4YHO-MCCNe0BaTENbCKOW N1abopaTopym TPaHCTEHHbIX PacTeHNI Kageapbl MONEKYNSAPHOWR 61O-
noruu 6monornyeckoro akynbteta BI'Y 6bI10 U3YyUYEHO U3MEHEHMWE YPOBHE 3KCNPECCUMM reHOB BMOCKUHTE3a
abCcLM30BOIA KACNOTbI B KNYGHAX pacTeHWIA KapTodens B OTBET Ha BHepeHMe naTtoreHa Pectobacterium versa-
tile. MonyyeHHble faHHbIe CBUAETENLCTBYIOT O TOM, YTO NPY BHEAPEHWUW NaTOreHa CHUXKAeTCa aKCrpeccus re-
HOB 6MOCKHHTE3a abCLM30BOI KNC/IOThI M NMOBbILIAETCA 3KCMPECCUs reHa ee rmapoKcKUasbl, YTO LO/MKHO Npu-
BOAMTb K YMEHbLUIEHUIO KOMMYECTBa aKTUBHOW (POPMbI TOPMOHa PALOM C 30HOW 3apakeHus. Takas peakuus
aththeKTUBHA NpK 3aLMTe OT GUOTPODHBLIX NATOrEHOB, HO B CNyYae 3apaXeHns HEKPOTPOPHbLIMK NaToreHamu
OHa MOXET NPUBECTU K KOJIOHW3ALMMN PACTEHUA U ero rnbenu.

A6CUM30Bas KMCNOTa CUHTE3NPYETCH B paCTeHUAX U3 KapoTuHouaoB (puc. 1). HayanbHble aTanbl ee CuH-
Tesa NpoxoasaT B nnactmgax. Ha 3aeepliarowmx stanax 9-umc-snokcukapotmHongamokcureHasa (NCED3)
pacwennseT 9-41c-HeOKCaHTWH 1 9-LMC-BMOMAKCAHTMH L0 KCaHTOKCKHA [13], KOTOpbIA 3KCNOPTUPYEeTCA B -
Tonnasmy [14]. [lanee KCaHTOKCUH/AErMaporeHasa npeBpallaeT KCaHTOKCUMH B abCcUM30BbIA anbaerug [15],
KOTOpbIA OKCMAa3a abCcLUM30BOro anbaernaa MmetabonnsnpyeT ao abcumusoBoii KMCNoTel [16]. B KoHTpone Ko-
NNYecTBa aKTUBHOW (hOpMbl abCLM30BOI KUCAOTLI U PETYNsLMM BEreTaTUBHbLIX M TeHEepPaTUBHbLIX MPOLECCOB
pacTeHUs BaXKHYHO ponb UrpaeT PepmMeHT rMapoKcunasa abcumn3oBoii KucnoTtel [17]. CneayeT OTMETUTb, UTO
rMApoKCMAMpoBaHHas hopmMa abCcuUmn3oBoii KUcnoTbl (8'-rmapokcn-ABK) 61onornyeckn HeakTMBHa, HO OHa
MOXXET npeBpaLLaTbecs B (hasenHOBYIO KUCNOTY [18], KoTopas y4yacTByeT B perynaunm ¢oTocmHTe3a 1 paboThbl
YCTbUYHOrO annapata [19].

BeTa-kapoTuH
| BeTa-KapoTuH-3-rugpokcunasa (Crtz)
3eaKCcaHTUH
| 3eakcaHTUHaNokcuaasa (ZEP)
BuronakcaHTuH
I HeokcaHTuHcuHTa3a (NSY)
9-umnc-HeokcaHTUH

I 9-r/vc-OnokcmkapoTuHonaanokcureHasa (NCED)

KcaHTOKCUH
MnacTuabl

LunTo3onb ’
KcaHTOKCUH

I/ KcanTokcunaeruaporeHasa (ABA?2)
A6CLM30BbIN anbaerug,
I Okcunpasa abecumnsosoro anbiernga (AAO3)
Abcum3oBas KucnoTa
| 8'-I'vppokcunasa abeumnsoBoii kucnotbl (CYP707al)
8'-'mpgpokcn-ABK

Puc. 1L OcHoBHbIe 3Tanbl MeTab0/M3Ma abCLM30BOIA KVCOTbI B pacTEHUN
Fig. 1 Main stages of abscisic acid metabolism in a plant

CunTaetcs, 4TO MMEHHO 9-LMC-3MOKCUKapOTUHOMALMOKCUIeHas3a OrpaHMYMBaeT CKOPOCTb BMOCKMHTe3a abe-
uM30Boi Knucnotbl [20], a u3 Bcero cemelictea 6enkos NCED Tonbko NCED3 andithepeHUManbHO 3KCnpeccu-
pyeTcs B OTBET Ha CTPECCOBble ycnoBua cpedpbl [14]. MOXHO NpeanonoXmTb, YTo caitneHcumHr reHa NCED3
CHU3UT cofepyKaHne akTUBHOM (hopMbl a6CLIM30BOIN KMCNOTbI B TKAHAX pacTeHWUI ToMaTta v TeM cambIM M03BO-
NNT U3YYUTb BAUSAHWE 3TOM0 FOPMOHA Ha UMMYHHbIE peakLuun pacTeHunin Solanum lycopersicum Ha 3apaxeHue
natoreHom P. versatile.
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MaTepuanbl U MeTOAbI UCCNea0BaHUS

PacteHus S. lycopersicum copTa Micro-Tom BblpalwmBanv npu Temnepatype +22 °C n 16-4acoBOM CBETOBOM
AHe. bakTepun Escherichia coli XL-1 Blue kynbTvBupoBanm npu Temnepatype +37 °C, a 6aktepuu Agrobacterium
tumefaciens GV3101 (Rifr, Genr, vir+) ¢ vir-perynoHom gns 4oCTaBKW KOHCTPYKLWIA ANst CatlfIEHCMHTa FEeHOB,
wtamm P versatile JN42 (r-, Cmr (Tn9), Rifr) gukoro Tuna n wtamm P versatile VKE (JN42 dspE::pJP5603),
MYTaHTHBIN Mo reHy dspE, koaupytoLieMy 0CHOBHOM a(hdheKTop cucTeMbl cekpeuun tuna il [21], - npu Tem-
nepatype +28 °C.

KoHcTpykuums ans caineHcHrareHaNCED3 co3gaHa nyTeM KOHMpoBaHmMs Mo caintam BamH 1 Sali B BekTope
pTRV2 amnimduLmpoBaHHOTO C MOMOLLbHO MpaiMepoB agggatccgtegecctgttttycctaaag, aatgtcgactggtggtgtcatacatgaacc
thparmeHTa (698 nap Hykneotnaos) reHa NCED3 pacTeHus S. bulbocastanum. MocnegoBaTenbHOCTb BCTaBKM
B nonyyeHHoW nnasmuge pTRV2::NCED3 BepuduupoBaHa NyTemM CEKBEHMPOBAHUSA, a BO3MOXHOCTb MpPo-
BefleHns npouenypbl cainneHcuHra reHa NCED3 B pacTeHusix Tomata (nokyc Solyc07g056570.1.1) ¢ ncnosb-
30BaHueM nnasmugbl pTRV2:NCED3 noateepxieHa ¢ nomoLLbio Beb-uHcTpymeHTa SGN VIGS Tool (vigs.
solgenomics.net).

Mony4eHHOM KOHCTPYKLUMelA TpaHC(HopMMpoBan KneTku WwtammaA. tumefaciens GV3101, KoTopble UCMO/b-
30BIM AN MHAYKUMM CaAIEHCKHTa, KaK OMnncaHo B paboTte [22]. B kauecTBe KOHTPO/S BUPYCHOIO 3apaXKeHWs
pacTeHus TpaHchopMmpoBanu kKneTkamu wrtammaA. tumefaciens GV3101, Hecywmmm nnasmugy pTRV2::GFP.
3apaXkeHue pacTeHWiA KynbTypamu P versatile nposogunu no ncteveHnn 92 fHeid ¢ MOMEHTa UHAYKUMKN caid-
NeHcuHra. Wcnonb3osanu cycneHsuu 6aktepuit B pactsope NaCl (0,85 %) ¢ nnoTHocTbio 1,5 « 108 KneTok
Ha 1mn. Mo 5 MKn cycneH3nii MIHOKYIMPOBaAU B TPU NOCNeA0BATENIbHO PACMONOXEHHbIX MEXA0Y31uUsa nNpu-
MepHO nocepefunHe cTebnd. Y4yeT pe3ynbTaToB U 0TOOp pacTUTENIbHOro maTepuana npoBOAWUIN Yepes 72 Y
C MOMeHTa 3apaxeHns. OTOOPaHHbIA pacTUTebHbIA MaTepran 3aMopaXXMBanu B a30Te U XpPaHWUAN Npu TeM-
nepatype -80 °C. BbiaeneHne PHK npoBoannu no metoanke, onucaHHoi B paboTte [23]. Mpenapathl PHK
o6pabaTbiBann AHKa3oli RQ1 RNase-Free (Promega, CLUA) n cuHTesuposanu kAHK ¢ nomolblo 06paTHOiA
TpaHckpunTtasbl M-MuLV (New England Biolabs, Benuko6putaHus). KonuyectseHHyto MLP nposogunnun
C NpuMeHeHnem amnangukaTopa 4T-96 (OO0 «AHK-TexHonorus», Poccus). Ans nsmepeHuns akcnpeccuu
MCMOMb30Ba/IN NO TPU PacTEHUA Kax Aol rpynnbl. O6paboTKy NONyUYeHHbIX JaHHbIX BbINOAHAN B NPOrpaMmMe
Relative Expression Software Tool (REST) 2009 (Bepcusi 2.0.13). Bbi6op B KauyecTBe peepeHCHbIX reHoB
EFla (reH thakTopa anoHraumm 1a) u TBP (reH TATA-cBs3biBatOLLlero 6enka) oCyLLecTBAEH C MOMOLLbIO
anroputMa geNorm (Bepcus 3.5).

OLeHKY YPOBHel 3KCNpeccum reHoB MeTO0M KomuecTBeHHol MLLP BbINOMHANM € UCNOMb30BaHWeM NpaivepoB
reHos EF1a (ttgaggctcttgaccagattaatg, gtttcaacacgaccgacagg), TBP (ggagccaaaagtgaacaacag, cgtaacttgagaaagcaccgt),
NCED3 (tgctgaaccatggccaaaagt, accatcgtcttcctecttget), AAO3 (getgtcagtgaggtggagataga, caacagcetgeattcaagctetgt),
CYP707al (ggcaatggggttcactcatgtc, gcccaccatagaccacctgta), JAZ (atcggaaccggaaaaggcac, aaggtacttttgcagtcagect),
NPR5 (gaaagtggcacccctgagga, aaccccgeccagttcttttc), TGA (gcagcetggecgattaggtga, aggatgcgggacatetgttg), PR1a
(gagggcagccegtgcaa, cacatttttccaccaacacattg), PR2 (gactaatgtagtggtacaagatgg, tgacacaactattcctacagatcc), PR3
(ggtgatgatactgcgcgtaag, tttgattgecttccctaacaaaac), PR4 (acgtatcatttatataacccacagaaca, ccacagaaagcagtccagecata),
PR5 (actatcgaggtacgcaacaattg, ccatatacgtgccatcttagtgc), PR50 (acaactgtccatacaccgtctg, caccatcaaagttgcaattcgtac),
PR6 (agtggaaaatgatggcgaatttg, ttaggcataccaggaaatagaagc), PR10 (tgcttccaacaccaccatcteecte, tggaccaccttcaacaaagttc),
NHL (gccattgccagtgecactaa, ttgcggcegtteatcttetgg), WRKY65 (ccagccataatcatcetggtee, tggggatttgeagetttgtgt), U-box
(cctttgtaggctcggtgeag, cgegtgctatgttgctgaga), HSR515 (aactctcccttaagtacggac, caatagtccatacactcacga).

PesynbTaTbl U UX 06CYXAEHWE

O6ycnoBneHHoe caneHcnHrom reHa NCED3 nsmeHeHne heHoTuna pacteHuid S. lycopersicum. Jkc-
npeccus reHa NCED3 B TKaHsAX pacTeHuid S. lycopersicum ¢ cailfIeHCUHIOM CHU3MNach NPMMeEPHO Ha 50 % oT
YPOBHSA €ro 3KCNPeccun B KOHTPOJIbHbIX pacTeHnsax. PacTeHus S. lycopersicum co CHYXKEHHO aKcnpeccuei reHa
NCED3 nokasanu peHOTUMMYECKNe OTANYUA OT KOHTPONLHORM rpynnbl. Vicnonb30BaBLUNACA B UCCNef0BaHMM
copT Tomarta Micro-Tom fiBnsieTCA AeTEPMUHAHTHbIM, PaCTEHWNSA BbIPACTAOT [OBONLHO HU3KMMU (10 10 cm),
0AHaKO pacTeHus c caiineHcuHrom reHa NCED3 6binu ewle HKe (MpMMepHO 5 cM) 1 BbIFNSAenn 6onee cna-
6bIMW MO CPaBHEHMIO C KOHTPO/IbHbIMU 06pasuamu (puc. 2).

M3BecTHO, UTO cBepxakcnpeccus reHa cemeiictea NCED y pacTeHuiA TOMaTa MPUBOAUT K MOBbILLEHWNHO
rMapaBiMyeckoit MPOBOAMMOCTY KOPHEW Y CHUXKEHUIO TMAPaB/IMYecKO NPOBOLMMOCTH YCTbULL, YTO NOBbI-
LLaeT 3PPeKTUBHOCTL MUCNONb30BaHWA BOAbI [24]. Mpu cHUXeHHOM akcnpeccun reHoB NCED npegnonaraetcs
MPOTMBOMOMOXHbIA 3PPEKT, N PEeHOTUNUYECKME U3MEHEHMS, BbISIBIEHHbIE B PACTEHUSAX C CaliIEeHCMHIOM
reHa NCED3, 06bACHUMbI C TOUKM 3peHNA HapyLUeHWUs BOAHOro 6anaHca, XoTa BU3yanbHO YBALAHUA HE Ha-
6n1104an0Cb.

66



"eHeTUKa 1 MoNeKysipHas 6ronorus
Genetics and Molecular Biology

6/b

pTRV2::GFP pTKY2::M>XXLU

Puc. 2. TunnyHoe pacteHune S. lycopersicum copta Micro-Tom
¢ caiineHcnHrom reHa NCED3 (cnipaBa) B CpaBHEHMMN C KOHTPO/IbHLIM pacTeHMEM (CneBa)
Ha 92-11 AeHb Nocne MHAYKLKKW caitneHcuHra (a). OTHOCUTeNbHbIN YpoBeHb akcnpeccun reHa NCED3
B KOHTPONbHbIX pacTeHnax (pPTRV2::GFP) n pacteHusx c caiineHcmHrom (pTRV2::NCED3) (6)

Fig. 2. A typical S. lycopersicum cv. Micro-Tom plant
with NCED3 gene silencing (right) compared to the control plant (left)
on the 92nd day after silencing induction (a). Relative level of NCED3 gene expression
in control plants (pTRV2::GFP) and plants with silencing (pTRV2::NCED3) (b)

Lna nccneaoBaHus BANAHWS CHUXKEHHOW akcnpeccum reHa NCED3 Ha ycToiumMBocTb pacTeHus S. lyco-
persicum K 3apaXXeHWH HEeKPOTPOPHbIM HGaKTepuanbHbIM NaTOreHoM UCNosb3oBann G6aktepumn P versatile
AByX wWrtammoB: JN42 (wtamm aukoro tuna) u VKE (dspE-myTaHT). MyTaHT no reHy dspE ucnonb3osanu
onsa oueHkn ponv NCED3 Ha poHe oTcyTCTBUA 3hEKTOPUHAYLMPYEMOTO KOMMOHEHTA UMMYHHOR CUCTEMBI
pacTteHus. VIHOKynsumus cTebneli pacTeHMn TomaTa cycneH3nsMun KneTok P. versatile wramma gukoro tuna
1 dspE-MyTaHTa BbI3blBanay pacTeHwuii ¢ caitneHcHrom reHaNCED3 pa3BuTie 3a60/1eBaHus, BblpaXXaBLUErocs
B NMOBPEXAEHNM MPOBOAALLEN CUCTEMBI U YBALAHUW INCTHEB MPU BBEAEHWUM KETOK 060MX LUITAMMOB NaToOreHa,
Npun 3TOM y pacTeHuin 6e3 caiineHcnHra reHa NCED3 cumnToMbl 3a601eBaHUS He 06HapyXusanucb (puc. 3).

3a60oneBaHve NPOAOKaN0 NPOrpeccMpoBaThb: HabNOAAN0Cs OTMUPAHIE IMCTLEB C MOYEPHEHVEM W NMOCNeaYHo-
MM YCbIXaHWEM YepeLlKa.

Puc. 3. PacteHus S. lycopersicum c caitneHcuHrom reHa NCED3 (Tpu pacTeHus cnesa)
B CPaBHEHWU C KOHTPO/IbHbIMU pacTeHMaMK (TPU pacTeHUs crpasa)
yepes 72 4 nocne 3apaxeHns natoreHom P. versatile

Fig. 3. S. lycopersicum plants with NCED3 gene silencing (three plants on the left)
compared to the control plants (three plants on the right) 72 h after infection with P. versatile

KapTuHa nsmeHeHWiA B CUTHa/IbHbIX LIENsIX pacTeHwnii S. lycopersicum B OTBET Ha BHeApPEeHWe naTore-

Ha P. versatile. Mpwn 3apaxeHnn natoreHom P. versatile MeHsieTCs sKCnpeccmns HeCKOTbKNX FreHOB MeTabo/mn3-
Ma abCLM30BOI KUCMOTbI: He3HAUYUTeNbHO (4yTb MeHee YeM B 2 pasa) CHMXaeTca akcnpeccus reHa NCED3,
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KOAMPYIOLLEro 9-LHC-3MOKCUKapOTUHONAAMOKCUTeHa3y, OfHAKo B OTCYTCTBMe agthekTopa DSpE akcnpeccus
3TOro reHa BOCCTaHaB/IMBAETCA [0 YPOBHA paHEBOro 0TBETA; akcnpeccus reHa AAO3, KOAUPYIOLLEro OKcuaasy
abcumM30BOro anbierua, B cpefjHem Bo3pacTaeT B 2 U 3 pa3a nNpu 3apaXKeHuu LWTaMMoM AMKOro Tuna v dspE-
MYTaHTOM COOTBETCTBEHHO; aKcnpeccua reHa CYP707al, Kogupylowlero ruapokcunasy abcumsoBoii KUCNOThI,
Npu BHeLpeHWM LTaMMa AUKOro TUMa He MEHAETCSH, HO B OTCYTCTBMe a(htheKTopa Bo3pacTaeT B 5 pas (puc. 4).

3kcnpeccns reHa JAZ, KOAVMPYIOLLErO HEraTUBHBIA PerynsaTop XacMOHAT3aBUCKUMbIX FeHOB, MpW BHeApe-
HUW NaTtoreHa 060UX LUTAMMOB MEHSIETCS HE3HAUUTENbHO (CM. puc. 4).

[JeTekunsa natoreHa P. versatile BbI3bIBaeT K0/ie6aHUA 3KCNPECCUUN CannLMIaT3aBUCUMbIX FEHOB B pacTe-
HMUAX TOMaTa: CpefHWe 3HAYeHWs sKcrpeccun reHa perynsatopHoro 6enka NPR5 BospacTatoT B 3 pasa npu
BHeLpeHWM WTaMMa AUKOro TUNa, 0fHaKo OT o6pasLa K 06pasLy AaHHble pa3HATCA, YTO OTPaXKaeTcsa Ha foBe-
pUTENbHOM WHTEPBa/IE, HE MO3BOAIOLLEM C YBEPEHHOCTbIO CKa3aTh 06 M3MEHEHUAX B pacTeHun. Kpome Toro,
B 4 pa3a NoBbILIAETCA IKCMPECccUs reHa sawmMTHoro 6eska PR1a, Knaccnyeckoro Mapkepa canuuymnaTHoro cur-
HanbHOro nyTu (cM. puc. 4). Ana 6enkoB 3TOro ceMelrcTBa NoKasaHo yyacTue B caMbIX pa3HblX MeTabonuye-
CKMX npoueccax, a B perynsiTopHbIX 061acTAX X FreHOB 06HapyXeHbl 24 TUNa LHC-PerynaTopHbIX 3/1EMEHTOB
B caiiTax CBA3bIBAHUA TPAHCKPUMLMOHHBIX hakTopoB [25].

JKcnpeccus reHoB 3aluTHbIX 6enkoB p-1,3-rawkKaHasbl PR2, xutnHasz PR3 n PR4, TaymaTnHnogo6HOro
6enka PR5, nHrnéutopa npoteas PR6 npu BHeApeHUN NaToreHa He MeHsieTcsi. PaHee 6GblNo MOKasaHo, YTO
anddepeHLmanbHas sKCnpeccns 3allMTHbIX FTeHOB PacTEHMI TOMaTa 3aBMCUT OT NAOTHOCTU HGaKTepuanbHON
Ky/bTypbl, 1 TakKoli 3 deKT MOXET ObITb 06YCN0B/EH KOHLIEHTPALME KETOK B CyCNEH3UN, KOTOPOIA 3apaXkeHo
pacteHune [26]. Dkcnpeccus reHa oCMOTUHNOA06HOro 6enka PR50 npu BHeAPEHMM WTaMMa AMKOro Tuna no-
BbILLAETCS B 3 pasa, NpUYeM 3TOT aDPeKT 3aBUCUT OT HANNYUA MHTAKTHOTO adhekTopa DSpE, B TO Bpems Kak
3KCNpeccus reHa npeanonaraeMoin puboHyKneasbl ¢ aHTUMUKPOGHOI akTUBHOCTLIO PR10 Bo3pacTaeT B 3 pasa
npu BHeLpeHUM 060MX LLITAMMOB.

Mpwn 3apaXKeHnM NaTOreHOM He MEHSETCS 3KCMPECCUs reHa TpaHCKpunumoHHoro ¢aktopa WRKY65. [e-
TEKUMA naToreHa Bbi3blBaeT ABYKpaTHYO0 MHAYKUMIO skcnpeccumn reHa NDRI/HINI-nogo6Horo 6enka NHL,
KOMMNOHeHTa E3 y6uKBUTMHAMIa3bl U-boX 1 TpexKpaTHYH MHAYKLUMIO 3KCMIPecCcMmn reHa mapkepa cBepx4yBCTBU-
TensHocTU HSR515, npuyem gns nocnefHUX ABYX reHOB YKa3aHHble n3MeHeHnst DSpE-3aBucumbl (CM. puc. 4).

BnusHue canneHcmHra reHa NCED3 Ha KapTUHY 3KCMPeCccUm 3alMTHbIX FTEHOB M YyBCTBUTENbHOCTb
CUTHaJ/IbHbIX KOMIMOHEHTOB pacTeHuii S. lycopersicum K agypeKTopHOMY 6e/iKy DSpE. CHMXeHMe aKcnpec-
cum reHaNCED3 He oka3blBaeT BMAHUA Ha akcnpeccuto reHos CYP707al, JAZ, PR50, HO NPUBOAUT K MOBbI-
LeHuto akcnpeccum reHos AAO3, NPR5, PRIa, PR3, PR5, PR10, WRKY65 B cpefHem B 2-4 pasa (cM. puc. 4).

B ycnosusix caiineHcuHra reHa NCED3 skcnpeccus reHa PR2 npu 3apaXeHum LTaMMOM AMKOrO TMa BO3-
pacTaeT B 6 pa3, a npu 3apaeHun dspE-myTaHTOM - nuWwb B 2 pasa. CHMXeHHasa akcnpeccusi reHa NCED3
NPUBOAUT K U3MEHEHUIO YYBCTBUTE/IbBHOCTU HEKOTOPbIX CUTHAMBbHBIX KOMMOHEHTOB K addekTopy DSpE. Mpu
paHeBoM oTBeTe akcnpeccusi reHoB NHL, U-box n HSR515 B pacTeHMsAX C CallfIEHCUHIOM He MeHsieTcs no
CPaBHEHMIO C TakoBOM B KOHTpose. CaineHcnHr reHa NCED3 npuBOAWT K MOBLILEHWIO 3KCMPECCUN reHa
NHL B 3 pa3a npu BHeApeHUU LITamma AMKOro Tuna. B oTcyTcTBue athheKTOpa IKCNPEeccus faHHOro reHa
BOCCTaHaB/IMBAETCA L0 YPOBHS PaHEBOro OTBETA, B TO BPEMSA KaK B pacTeHusx 6e3 caineHcmnHra reHaNCED3
akcnipeccus reHaNHL He 3aBucuT oT appekTopa DspE. KapTuHa skcnpeccum reHaHSR515 npoTnBONONoXHas:
Npu CHUXeHUW KonmdectBa TpaHckpunToB NCED3 akcnpeccus 3TOro reHa CTaHOBUTCA HeUYYBCTBUTE/bHON
K DspE (He BocCcTaHaB/MBAETCA 0 YPOBHA PAHEBOr0 OTBETA B C/lyyae 3apaXeHus dspE-myTaHTOM) (CM. puc. 4).
Jkcnpeccusi reHa PR4 Bo3pacTaeT B 2 pa3a Npu paHeBOM OTBETE M CTAHOBMTCA YyBCTBUTENbHOM K DSpPE npu
3apaXKeHUN NaToreHoM (CHUXaeTCa Npu Hanumm B cpefie apdeKTopa U BOCCTAHAB/MBAETCSA [0 YPOBHSA paHe-
BOro OTBETA NPV BBEAEHUWN MYTaHTHOrO WwTamma) (cm. puc. 4).

Takum obpazom, NCED3 B pacTeHusx S. lycopersicum okasblBaeT 3HaUMTeNbHOE BAUSHME Ha 3KCMnpec-
CUI0 KOMMOHEHTOB CUTMHaNbHbIX Lienei pacTteHus. Ans pacteHwnii Arabidopsis thaliana 6b110 NokasaHo, 4To
reH NCED3 nrpaeT BaXHYHO poJib B HAKOM/IEHUN abCLM30BOM KUCNOTbI: N3MEHEHNE YPOBHS €ro 3KCnpeccum
NPUBOAUNO K NMPONOPLMOHAIbHOMY M3MEHEHWNIO COAEPXKaHMA abCLIM30BOM KUCNOThI B pacTeHunsx [27]. CalineH-
cuHr reHaNCED3, no Bceli BUAMMOCTU, CHUXKAET HaKoneHne abCLM30B0I KMCNOTbI B paCTEHUAX TOMATa, YTo,
NpesnonoXnTeNbHO, aKTUBMPYET 3KCMPECCUI0 KOMMOHEHTOB Ca/INLMNATHOM curHanmsauun. CorfacHo AaHHbIM
NUTepaTypbl NPOAYKLMS abCLM30BOM KCNOTbl IMMUTUPYET KOIMUECTBO KMHasbl SID2, perynvpyroLeil 3anyck
canmuunaTHoi curHanusauun [28]. NCED3 HeraTMBHO BAMUSET HA 3KCNPECCUIO PSifa reHOB 3aLLMTHbIX OE/NKOB.
3TO MOXeT 6bITb 06YCNOBAEHO TeM, YTO abCcuM30Bas KMCNOTa CHMXKAET sKcnpeccuto reHoB ¢ GCC-60KkcoM
B MPOMOTOPE, KOTOPbIMU ABNAOTCA, Hanpumep, reHsl PR1, PR2, PR3 n PR5 [29]. MNMockofbKy ypoBeHb 3KC-
npeccun reHaNCED3 61MocnHTe3a abCLM30BOA KACNOThI CHUXKAETCS, a ypoBeHb aKcnpeccun reHa CYP707al
rMAPOKCUNA3bl, MePEBOASALLEl abCLM30BYHO KACIOTY B HEAKTUBHYIO (DOPMY, HE MEHSIETCS, MOXKHO MPEeANOIOKMUTb,
YTO M KOJIMYECTBO aKTUBHOM (hopMbl aBCLIM30BOM KUCNOTbI B KNETKE CHIDKaeTcs. Takum obpasom, NCED3 sBns-
eTCA PerynsaTopom Beretaluu pacTeHuin S. lycopersicum n ux UMMYHHOro oTBeTa (06ecrneynBaeT HOPMasbHOE
pasBMTMe pacTeHWii N KOPPEKTHBIN 3aMmyCK 3alUTHbIX PeakL il mpy BHeLPEHUN HEKPOTPOPHOro NaToreHa).
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m pTRV2::GFP, NaCl (0,85 %) | pTRV2::NCED3, NaCl (0,85 %)
m pTRV2::GFP, P. versatile IN42 | pTRV2::NCED3, P. versatile IN42
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Puc. 4. \ameHeHWe aKcnpeccuu reHoB MMMYHHOI CUrHanm3auum
B pacTeHusx S. lycopersicum copta Micro-Tom c caiineHcmHrom reHa NCED3 (pTRV2: \NCED3)
N KOHTPONbHbIX pacTeHuax (pPTRV2v.GFP) B 0TBeT Ha 3apaxkeHue natoreHoMP. versatile
(NpepcTaBneHbl CpefjHMEe 3HaYeHMA IKCNPeccum reHoB ¢ 95 % [0BepUTeNIbHbIM UHTEPBAIOM)
Fig. 4. Change in the expression of immune signalling genes
in S. lycopersicum cv. Micro-Tom plants with NCED3 gene silencing (pTRV2::jVCED5)
and control plants (pTRV2v.GFP) in response to P. versatile infection
(mean gene expression values with 95 % confidence intervals are presented)
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3aK/ueHune

Moka3aHa BaxkHaa posib NCED3 B perynsauuy Beretauum pacteHuin S. lycopersicum v X UMMYHHOr0 OTBe-
Ta Ha 3apaxeHue natoreHoMm P versatile. OnocpegosaHHoe NCED3 M3MeHeHMe YyBCTBUTENbHOCTU K ahek-
Topy DspE TpebyeT 4ONOHUTENbHOIO N3YYeHUs, MOCKO/bKY (hEHOTUMMYECKNX OTAUUNIA PaCTEHWIA, 3apaXXeHHbIX
dspE-MyTaHTOM, OT pacTeHWiA, 3apaXXKeHHbIX LUTAMMOM AMKOro TUMa, 0TMeYeHO He 6b110. MpesnonoXnTensHo,
reH NCED3 o6ecneynBaeT yCTONYMBOCTb PaCTEHUI TOMaTa K NEKTOOAKTEPUO3Y, CLEPXKUBAA CaMLMNATHbIN
CUTHa/IbHbIM NYTb aKTUBALUM UMMYHHOIO OTBETa, MPUBOASLLNI K Pa3BUTUIO PeaKL M CBepXUYBCTBUTEILHOCTH.
TaKoi OTBET pacTeHWUs BbIrOLEH HEKPOTPOHOMY NaToreHy, UCMOMb3YIOLLEMY OTMepLUMe TKaHW Kak cpegy ans
pocTa 1 TONePaHTHOMY K OKUC/IUTESIbHOMY B3pbIBY.
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BI/IOPA3HOOBPA3I/IE

BIODIYERSITY

YK 582.288.22

HOBbIE O/1A BEJTAPYCW B/ AbI
MMKHNONANBHBIX CEMTOPNOMOAOBHBIX MNKPOMUWLUETOB

N.A. PEJIOWKOL

TH5enopyccKnin rocyaapcTBeHHbI yHMBepcuTeT, np. HesasucumocTw, 4, 220030, r. MuHck, benapycb

AHHOTauus. Coo6uiaeTcs 0 HaxoAKax 14 HOBbIX BUAOB NMUKHWAMANBHbLIX CENTOPUONOA0GHLIX MUKPOMULLETOB A4S
TeppuTopumn Benapycu (M3 HUX 12 BUAOB 0THOCATCA K pofy Septoria, 1sua npuHaanexuT K pogy Rhabdospora, 18ug -
K poay Stagonospora). MpuBoaaTCA ONMcaHnsa U UNNKOCTPaL MK BbiABNEHHbIX BUA0B. Bug Septoria heterochroa paccmart-
puBaeTCsA Kak YyXepoaHbIA AN MUKOBMOTLI Benapycu.

Kntouesble cnosa: rpubbl; NUKHUANANbHbIE CENTOPUONOA06HbIE MUKPOMMLLETHI; Tepbapuit BIY; MSKU; Septoria;
Rhabdospora; Stagonospora; abopureHHblii KOMNOHEHT MUKOGUOTbI; YYXXEPOAHbI KOMMNOHEHT MUKOGUOTbI; Benapycs.

BnarogapHocTb. PaboTa BbiNONHEHa B paMKax rocyjapCTBEHHOW MporpaMmbl HayYHbIX uccnefoBaHuin «Mpupog-
Hble pecypchbl U OKpyXatouas cpega» (nognporpamma «bnopasHoo6pasne, 6uopecypchbl, akonorus», 3agaHue 10.2.02
«[pob6nembl BMONOTNYECKUX UHBA3UIA W NapasuTapHbIX Yrpo3 B MPUPOAHBIX W aHTPOMOTEHHO TPAHCHOPMUPOBAHHbIX
aKocucTemax», Hay4yHo-uccnegosaTenbckas pabota « M HBa3uBHbIe (hMTONATOrEHHbIE TPUGBI, FPM60N0A06HbLIE OPraHN3Mbl
1 6eCno3BOHOYHbIE XXUBOTHbIE Ha KY/IbTUBUPYEMbIX U 6/TM3KOPOACTBEHHbIX LUKOPACTYLLUX pacTEHUAX: CTaTyC B coobLe-
CTBax, pacnpocTtpaHeHue, gnarHoctmka» (Ne roc. perncrpayum 20211704)). ABTOp BblpaXKaeT NPU3HATENbHOCTb AOLEHTaM
Kadenpbl 60TaHUKKN Buonormyeckoro akynbteta bI'Y kaHgmpaty 6monornyeckux Hayk A. K. XpamuoBy, KaHamaaty
CeNbCKOX03ANCTBEHHbIX HayK B. [. MonnkceHoBON U KaHAMAaTy 6uonormyeckux Hayk B. H. TuxoMmupoBy 3a LeHHble
3aMeyaHus N peKoMeHAaLuun Bo BPeMS NOATOTOBKMW CTaTbMU.
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NEW SPECIES OF PYCNIDIAL
SEPTORIA-LIKE MICROMYCETES FOR BELARUS

I.A. FIADZIUSHKAa

@Belarusian State University, 4 Niezaliezhnasci Avenue, Minsk 220030, Belarus

Abstract. The findings of 14 new species of pycnidial Septoria-like micromycetes to the territory of Belarus are re-
ported (12 species of which belong to the genus Septoria, 1 species belongs to the genus Rhabdospora, 1 species - to the
genus Stagonospora). The identified species are provided descriptions and illustrations. The species Septoria heterochroa
is considered alien to the mycobiota of Belarus.

Keywords: fungi; pycnidial Septoria-like micromycetes; Herbarium of the Belarusian State University; MSKU; Sep-
toria;Rhabdospora; Stagonospora; native component of the mycobiota; alien component of the mycobiota; Belarus.
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BBepgeHme

B WMPOKOM CMbIC/E NUKHUAWANIbHBIE CENTOPMONOA0OHbBIE MUKPOMULIETBI - 3TO COOpHas rpymnna MUKpo-
CKOMUYECKUX rpnbos, KoTopas 06beAUHAET aHaMOp(HbIe CTaAUM Pa3BUTUS aCKOMUKOT, 06pasytoLMx KOHM-
OMOMbI MUKHUAWATIBHOTO TUMA, & TaKXKe MUTOCMOPbI, CXOXWE MO CTPOEHMIO CO CKOMIEKOKOHUAMAMU. Basncom
[laHHO/ MOpPhONOrMYecKoi rpynnbl MUKPOMULETOB ABNSeTCA pog Septoria s. l., n3 KoToporo 6bin BblAeneH
ps4 HOBbIX TakKCOHOB pogoBoro paHra (Caryophylloseptoria, Nothoseptoria, Xenoseptoria n gp.). B pamkax
3TOW rpynnbl TAKXXe paccMaTpuBarOTCAa PUNOTreHETUYECKU Aanekune poabl 13 pa3HbiX Knaccos oTaenaAscomy-
cota (Megaloseptoria, Kellermania, Stagonospora un gp.) [1-3].

OcHOBbIBasACb Ha MOP(OIOTMYECKOM MOAX0fe K Knaccuumkauum MUKPOMULIETOB, Ha3BaHHbIE rpubbl OT-
Hocunm K oTgeny Deuteromycota, knaccy Coelomycetes, nopsgky Sphaeropsidales, cemeiicTBy Sphaeropsi-
daceae B cuctemax Cakkapgo, Mote6Hu [2]. b. Y. CaTToH [3] BKAtouwan nx B knacc Blastodeuteromycetes,
a B. A. MenbHuk [4] - B nognopsgok Blastosphaeropsidineae knacca Coelomycetes, nog4yepkmBas TeM caMblM
Y BblLLIEYKa3aHHbIX FPMO0B 61acTUYECKMIA CNOCO6 KOHMAMOreHe3a. B mnoreHeTnYeckoit cucTeme Ux paccmar-
pvBalOT B paMKax TeNneoMopHbIX rpuboB oTaena Ascomycota [1; 5].

BOoNbLWMHCTBO NpeAcTaBuTeNIen NUKHUAWANbHBIX CENTOPMONOAO6HBIX MUKPOMULIETOB ABAAIOTCA (huTona-
TOFeHHbIMU rprbamMm, KOTOPbIE MOPAXAT AUKOPACTYLLMNE U KY/IbTUBMPYEMbIE BUAbI, MEPUOLNYECKN NPUBOASAT
K 3ann@nTOTAM, NOTEPAM YPOXKas UM LeKOPaTUBHOCTY pacTeHmnii [1-10]. HekoTopble M3 HX MCMOMb3YHOTCA
KaK NpoAyLeHTbI LIEHHbIX BMONOrMYECKN aKTUBHbIX BELLECTB, MPUMEHAEMbIX A5l KOHTPO/A COPHbIX PacTeHWi
B arpogmToueHo3ax [11]. Kpome Toro, BTOpMYHbIE MeTaboNUTbl pafa BULOB NMUKHUAMANBHBIX CENTOPUOMNO-
[OOHbIX MUKPOMULIETOB NCMONb3YIOTCA ANA 3aWUTbl pacTeHUIA 0T (UTOMATOreHHbIX MUKPOOPraHn3moBs [12].

Mpn 06paboTKe MaTepnanos, AeNOHMPOBaHHbIX B Fepbapun BI'Y (MSKU), 66110 06Hapy»eHo 14 HOBbIX
ans benapycu BUAOB NMUKHWAWANbHBIX CEMNTOPUONOL0OHBIX MUKPOMULLETOB.

Martepuanbl 1 MeTOAbI UCCNef0BaHNA

B xofe npoBefieHHOro nccnefoBaHus 6bliM 06paboTaHbl COGCTBEHHbIE COOPbI, a TakKXe CO0pbl APYruX KON-
nektopos (L. C. T'mpunosuy, A. K. Xpamuos, O. B. CasuHa, M. A. PomaHosuy, M. H. Hapeliko), xpaHaLymecs
B (hoHge Mepbapusa BIY.

C6op maTtepuana NpPoBOAM/CA MapLIPYTHbIM METOA0M MccneaoBaHuii [13] ¢ anpens no okTa6pb 2023 T.
NpeHTudrKaums rpubos M Mx pacTeHUN-X035€B, a TakKe M3ydyeHne MOpP(OMETPUUECKUX NOKa3aTenei Bbl-
NOMHANNCL METOAAMW CBETOBO MUKPOCKOMUMW C UCMOMb30BaHUEM BUHOKYNAPHLIX MUKPOCKONOB Stemi-2000
(Carl Zeiss, l'epmaHus), «Mukpomea-2» (Mofens 2-20 inf.) (komnaHus «Mukpome», Poccus), COOTBETCTBYHO-
WMX onpeaenuTenein n moHorpadwuii [1-10; 14; 15]. Ana ycuneHns B13yanmsaumm Npo3payHbiX 06bEeKTOB Npu
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MWUKPOCKOMMPOBaHUN UCNONb30Bancsa 1% BOAHbIA pacTBOP METUIEHOBOFO CMHero [16]. BanngHocTb U CUHO-
HUMUKa NaTUHCKMX Ha3BaHWi TaKCOHOB MUKPOMMULIETOB U PaCcTeHUI, a TaKXKe UX CUCTEMATUYECKOE MOJIOXKEHMWe
npuBeLeHbl B COOTBETCTBUM C MEXAYHAPOLLHbIMUK rnobabHbIMK 6a3aMu fdaHHbIX Plants ofthe World Onlinel,
APG IV [17] (ans pacTeHwuit), MycoBank2 (ans MMKpOMMWLETOB).

[ns n3yyeHns N3MeHUYNBOCTM MOPHOMETPUYECKNX XapaKTePUCTUK KOHUAMIA UCMNONb30BaHbI CleayoLL e
KpUTepUn onucaTensHom ctatuctuky: (min-)QXQ 3-max), Mo, rge min - MUHMMaNbHOE 3HAYEHWE NPU3HaKa,;
QZ1Q 3- MeXKBapTU/bHbLIM pasmax; max - MakCUMa/lbHOe 3HaueHue npusHaka; Mo - Moga. O6beMbl BbIGOPOK
cocTaBnanu He meHee 30 Wr. [Ang anameTpa NUKHWUG yKasaHbl TONbKO MUHUMaNbHOE U MakCUMaibHOe 3Hade-
HUS MpU3HaKa.

[nsa ctaTmcTMyeckoro aHanusa fAaHHbIX 6blM UCNONb30BaHbl BO3MOXHOCTU A3blKa NporpaMmMupoBaHmns R
[18; 19]. MepeBof MUKPOGOTOrpadnin B BEKTOPHbLIE N300paXKeHUs, a TakxKe paboTa ¢ rpagmueckum matepmanom
OCYLLeCTBAANNCH C MOMOLLbIO 6ecniaTHOro NporpammHoro obecneveHms Inkscapes3.

Pe3ynbTaTbl 1 UX 06CYyX/aeHWe

B xoae npoBefieHHOr0 UCCNEA0BaHNS BbISBNEHO 14 BUAOB MUKHUANAIBHBIX CEMNTOPUONOA06GHBIX MUKPO-
MULLETOB, HOBbIX ANs TeppuTopuK Benapycn. OHM 06HapYy»KeHbl Ha 16 BAAaX 13 9 CeMEenCTB LIBETKOBbIX pacTe-
HWIA. HKe NpUBOAATCS OPUTMHANbHbIE OMUCAHNSA BbISIBNIEHHbIX TPMOOB, COMPOBOXAAOLLMECA UNTHOCTPaL M-
MW KOHWAWIA 1 NOPaXKeHWUiA pacTeHuid. Kpome TOro, B HUX MPeAcTaBeHbl CBEAEHNSI O COOTHOLUEHNW [/INHbI
W LUMPVHBI KOHUAWIA, YTO ABNAETCA AOMONHUTENbHBIM KPUTEPUEM NPU AMArHOCTVKE BUAOB MUKPOMMULIETOB [1].
YTOUYHEHO KONMYECTBO MOMEPeYHbIX NePeropoaok KOHWAWA, KOTOPOe CNYXUT BaXKHbIM AUAarHOCTUYECKAM Npu-
3HaKOM [ HEKOTOPbIX BUAOB. Bonee AeTasbHO OYepUeHbl FpaHULbl UISMEHUYMBOCTM Pa3MepoB KOHMAuA. OTme-
YeHHble 0CO6EHHOCTU BMAOBbIX MPU3HAKOB YKa3aHbl B MPUMEYaHUSX.

Rhabdospora viciae Vasyag., in Z. M. Byzova et al., Flora sporovykh rastenn Kazakhstana [Cryptogamic
flora of Kazakhstan], t. 5, Nesovershennye griby - Fungi imperfecti (Deuteromycetes), kn. 3, Spheropsidnye -
Sphaeropsidales (Alma-Ata): 377 (1970) (cm. BKneliky, puc. 1).

AHamopdga: R. viciae Vasyag.

Teneomopda: HeM3BecTHa.

OnncaHue ex planta. MaTeH HeT. MUKHWUALI NONYNOrPYXeHHbIE, AnameTpoM 70-140 MKM, pacronaratoTcs
paccesiHHo. O60/104Ka NUKHWAbI TOHKas, YrI0BaToN TeKCTypbl. KoHnaum /-06pasHble, LMAMHAPUYECKIMe, Cer-
Ka M30THYTble, Ha BepLUMHaX OKPYr/ble UAKN 3a0CTPEHHbIE, pasmepom (15,0-)26,5-33,5(-40,0) x 2,0-3,0 MKm
(no moge 29,0 x 2,0 MKM), NpU 3TOM OTHOLLEHWE ANMHbI K LWUMPUHE KOHUAMK cocTasnseT (6,7-)12,8-16,8(-20,0)
(no moge 14,5). Copep>xaT MHOXKECTBO MENKUX NMNMUAHbIX Kanesb. Konnuectso neperopoaok (0-)1-2(-3), vawle 2 um.

PacnpocTpaHeHue B benapycu: Ha eyxux MnMcTbsax U ctebnsax Vicia tetrasperma (L.) Schreb. (Fabaceae),
MwuHckas 06nacTb, HecBuXCKuid paiioH, a. Cacka Jiunka (MSKU-F 9751, konnekTtop U. A. deatowko, gata
c6opa 23.04.2022).

O6LLee pacripocTpaHeHue: A3sus.

MpumeyaHne. O6Hapy>XeHKe R. viciae MOXHO 0XXMAaTb U Ha APYrvX Bugax pacteHuii poga Vicia (Fabaceae).
B npoTonore Ans MUKpOMULIETA OTMEUEHO HaIMUMe Ha CTe6NAX OKPYT/bIX, NPOLONTroBaThIX, CEPO-YePHbIX Nf-
TeH, 00YCNOBMIEHHbIX 6OMbLUNM KONMMYeCTBOM NUKHWA [7]. Ha nccnegyemom e obpasle NATHa He BbISBMEHbI,
TaK KaK MUKHUAbI paccesiHbl N0 TKaHAM OTMUPaloLW X cTebell U MCTLEB.

Septoria aegopodina Sacc., Michelia 1(2): 185 (1878) (cMm. BKNeiKy, puc. 2).

AHamopda: S. aegopodina Sacc.

Teneomopda: Hem3BecTHa.

OnucaHue explanta. MaTHa 04eHb MenKue, yrnoBartble, KOPUYHEBbIE, HO CO BpeMeHeM 6efetoT, MOryT ObITb
C KpacHOBAaTOW Kalimoli. MUKHWAbI MONYNorpy>KeHHble, AnameTpoM 100-150 MKM, paccesiHbl M0 NSATHY € 06enX CTO-
POH NNCTOBOM NIACTUHKK. O60/104Ka MMKHWABI YT 10BATOM TEKCTYpPbI. KOHUAMM/-06pasHble, HUTEBUAHbIE, MECTaMM
MOFYT 6bITb U30rHYTLIMK, Y BEPLUWH YTOHYatOTCA, MMelT pasmep (12,0-)17,5-34,3(-40,0) x (1,0-)1,5-2,0 MKM
(no moge 25,0 X 1,5 MKM), MpX 3TOM OTHOLLUEHME A/IMHbI K LUMPUHE KOHUAUW cocTaenseT (6,0-)9,9-20,9(-25,0)
(no moge 6,0). Konnuectso neperopogok 0-3 WT., HO Yallle OHW OTCYTCTBYHOT.

'Plants of the World Online [Electronic resource] / Royal Botanic Gardens, Kew. URL: https://powo.science.kew.org (date of access:
15.02.2024).

2MycoBank database: fungal databases, nomenclature and species banks [Electronic resource]. URL: https://www.mycobank.org
(date of access: 15.02.2024).

3lnkscape. Pucyin cBo6oaHO [AnekTpoHHbIi pecypc]. URL: https:/Awww.inkscape.org/ru/ (gaTa obpatugHms: 15.02.2024).
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PacnpocTpaHeHue B benapycu: Ha nuctbsxAegopodiumpodagraria L. (Apiaceae), r. MuHck (MSKU-F 11307,
konnekTop M. A. PomaHoBwuu, gata c6opa 25.08.2011); Ha Pimpinella sp. (Apiaceae), r. MuHck (MSKU-F 17698,
konnekTop N. A. ®epftowwko, gata cbopa 16.09.2023).

O6Luee pacnpocTpaHeHue: EBpona.

MpumeyvaHue. O6HapyxeHve S. aegopodina MOXHO OXMAATb U Ha Ky/bTUBUPYEMbIX AeKOPATUBHbLIX (hopMax
A. podagraria, a TaKxe Ha gukopacTywmx sugax poga Pimpinella (Apiaceae). Kpome BbileHa3BaHHOMO MUKPO-
mMuueTa, pacteHus pogos Aegopodium n Pimpinella moryT nopaxkatbcsi Buaom S. aegopodii Desm., KoTopblil OT-
nunyaeTtcs 6onee KPYMNHbIMW LUAVHAPUYECKUMU KOHMAMAMI pasmepoM (30,0-)55,0-95,0(-115,0) x 3,5-4,0 MKM
¢ neperopogkamu B konunyectee (0-)1-2(-3) wr. [5].

Septoria aromatica Kabat & Bubak, Osterr. bot. Z. 54(1): 27 (1904) (cMm. BKNeiKy, puc. 3).

AHamopda: S. aromatica Kabat & Bubak.

Teneomopda: HeEM3BECTHa.

OnucaHue explanta. M3HavanbHO NATEH HET, HO CO BPEMEHEM MOTYT MOSBUTLCA XKENThIE, XKENTO-3e/1eHble
NN KOPUYHEBbIE HEKPO3bl. MUKHUABI NOAYNOrPY>XeHHbIe, AnaMeTpoM 160-250 MKM, XaOTUYHO paccesiHbl
¢ 06enx CTOPOH NIMCTOBOI NNACTUHKKU, MOTYT CpacTaTbca Mexay co6oii (B 3TOM cllydae UX AnameTp MOXeT
aoxoanTb A0 400 Mkm). O60M104YKa NUKHUAbI YTN0BaTON TEKCTYpbl. KoHMann /-06pasHble, pexxe C-o06pasHble,
LUMAVHAPUYECKME, CMIETKa U30THYThIE, C 3aKPYT/IEHHLIMU KOHLLAMM, PeXXe CIerka 3a0CTPEHHbIe Y BepLUMHbI, pas-
mepom (16,0-)55,0-70,0(-82,0) x(2,0-)3,0(-4,0) mxkm (no moge 60,0 x 3,0 MKM), MpU 3TOM OTHOLLEHWE ANNHBI
K lWWMpUHEe KoHnamn coctasnset (5,3-)17,8-23,3(-35,0) (no moge 20,0). BbIX0oAAT U3 NUKHWA 6enbiMy TsSHKaMu
MK 6eNbIMK KOPOUKaMU, KOTOPbIE CO BPEMEHEM XeNTetT. CofepKaT MHOXECTBO MNUAHbLIX Kanenb. Konuue-
CTBO Neperopofok 0-1 wrT., yale BCTpeyarTcs KOHUAMN ¢ 1 NeperopogKoii, KOTopas MOXEeT NPOCMaTpPUBaThCS
cnabo, HO NpuW OKpaLlMBaHWUW CTAaHOBUTCA YETKO pPasNUYMMOi, MOJIOAblE KOHUAUW He UMEIOT Neperopoaku.

PacnpocTpaHeHue B benapycu: Ha nuctbax Chaerophyllum sp. (Apiaceae), r. MuHck (MSKU-F 9596,
MSKU-F 9628/2, konnektop W. A. ®eatoLuko, aata cbopa 12.09.2023); Ha nuctbsax C. aromaticum L., r. Bute6ek
(MSKU-F 7125, konnektop M. C. Mmpunosuny, gaTta c6opa 16.09.1997), MpogHeHckas 06nactb, MOCTOBCKWIA
paiioH, . MocTbl (MSKU-F 7123, konnektop W. C. M'mpunosuy, gaTta c6opa 24.08.1996), MuHckas o6nactb,
MWHCKWI4 paiioH, okpecTHOCTH A, LiHsHKn (MSKU-F 7124, konnektop W. C. F'mpunosuy, gata coopa 01.06.1986)
N oKpecTHOCTK A. XatexunHo (MSKU-F 7076, konnektop W. C. Mmpunosuy, gata cbopa 23.05.1988).

O6Luee pacnpocTpaHeHue: EBpona.

MpumeyaHne. O6HapyXXeHWe S. aromatica MOXHO 0XKMAaTb 1 Ha ApYrux Buaax pacteHuii poga Chaerophyl-
lum (Apiaceae), KOoTopble, KPOME BblLLIEHA3BAHHOIO MUKPOMMULIETA, MOTYT MOPaXaTbCs CNefyoLWwnMm BUaaMu:
S. chaerophylli-aromatici Kabat & Bubak (koHnguun pasmepom (14,0-)28,3-40,0(-50,0) x 1,0-1,5(-2,0) MKm
co cnaboBmaHbIMK neperopogkamu B konudvectse 0-3(-4) wrt.) (gaHHble aBTopa); S. chaerophylli Bres. (KoHU-
aun pasmepom 10,0-14,0 x 2,0-3,0 mkm ¢ 1-3 neperopogkamu) [10]; S. weissii Allesch. (KoHuaun pasmepom
35,0-85,0 x 2,0-3,0 MKM co MHOXeCTBOM neperopofok) [10]; S. anthrisci Pass. & Brunaud (KoHuguu pasmepom
(18,0-)25,0-59,0(-65,0) x 1,0-2,0 MKM €0 cnaboBuaHbIMY Neperoposkamu B konnyectse (0-)1-3(-4) wr.) [5; 10].

Septoria cerastii Roberge ex Desm., Ann. Sci. Nat. Ser 3, Bot. 11. 347 (1849) (cM. BKneliky, puc. 4).

AHamopda: S. cerastii Roberge ex Desm.

Teneomopda: Hen3BeCTHa.

OnwucaHue explanta. MsATHa 6e3 KaliMbl, 6N1eJHO-XENTbIe, CO BPEMEHEM CEPEIOT, KOPUUYHEBEIOT, HA PaHHUX
aTanax pasBuTuna 601e3HM MOryT OTCYTCTBOBaTb (0CO6EHHO Ha cTebnsX). MUKHUALI NONYNOrPY>XeHHbIe, Ana-
mMeTpoM 70-120 MKM, rycTO paccesiHbl, pacrnofiaraloTcs B OCHOBHOM Ha BEPXHEN CTOPOHE SIMCTOBOM MNacTUH-
KW, e4UHUYHO MOTYT 06HapYXMBATLCA Ha HUDKHe CTOpoHe nucta. O60104Ka NUKHUAbI YT10BATON TEKCTYPbI.
KoHungmm /-06pasHble, HATEBUAHbIE, CNerka U3BUAUCTLIE, PEXE MOYTU NpsMble, C 320CTPEHHBIMU KOHL,AMU,
pasmepom (20,0-)30,0-45,0(-52,0) x 1,0-1,5(-2,0) mkm (no moge 30,0 x 1,0 MKM), Npy 3TOM OTHOLLEHME
LNMHBI K LUMPUHE KOHUAMK cocTasnseT (17,5-)25,0-40,0(-50,0) (no moge 30,0). BbiXxogaT u3 nukHMLG 6enbiMu
TsHkamu. Meperopofku B Konmyectse 0—3(-5) LUT. ACHO NpPOCMATPUBAIOTCA, HO Yalle OTCYTCTBYHOT.

PacnpocTpaHeHue B benapycu: Ha nUCTbAX, YallenncTnkax n ctedbnax Cerastium holosteoides Fr. (Ca-
ryophyllaceae), MuHckas 06nacTb, BonoXXMHCKNIA pailoH, OKPECTHOCTU reocTaHUuuKn «3anagHas bepesnHa»
(m Sk U-F 7121, konnektop W. C. Fmpunosuy, gata c6opa 18.07.2003).

O6buiee pacnpocTpaHeHue: EBpona, Asus, CeBepHasa AMepuka.

MpumeyvaHne. O6Hapy>keHMe S. cerastii MOXXHO 0XuaTb 1 Ha APYrux BuAax pacTeHuidi pogos Cerastium
n Stellaria (Caryophyllaceae). Kpome BbllLeHa3BaHHOro0 MUKpPOMULETa, pacTeHms poga Cerastium mMoryT no-
paxaTbcs Bugom S. caryophylli Scalia (koHngum pasmepom 27,0-35,0 x 3,0-3,5 MKM ¢ 1 neperoposkoi), Bbl-
3bIBAIOLL MM OXPUCTbIE NSATHA C KOPUYHEBOW KaliMoii [10].
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Puc. 1 R. viciae (MSKU-F 9751):
a - (hparmMeHTbI NOBPEXAEHHbIX CTebneli 1 nncTa V. tetrasperma; 6 - KOHUANN

Fig. 1. R. viciae (MSKU-F 9751):
a - fragments of damaged stems and leaf of \. tetrasperma; b - conidia

Puc. 2. S. aegopodina (MSKU-F 11307):
a - MOPaXKeHHbI yUYacToK McTaA. podagraria; 6 - KOH/AUM

Fig. 2. S. aegopodina (MSKU-F 11307):
a - affected area ofthe A. podagraria leaf; b - conidia
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10 MKM

Puc. 3. S. aromatica (MSKU-F 9596):
a - NopakeHHbI y4acTok mcta Chaerophyllum sp.; 6 - KOHMAWA

Fig. 3. S. aromatica (MSKU-F 9596):
a - affected area of a Chaerophyllum sp. leaf; b - conidia

Puc. 4. S. cerastii (MSKU-F 7121):
a - MOpaXeHHbIN y4acToK mcTa C. holosteoides; 6 - KoHWAWK

Fig. 4. S. cerastii (MSKU-F 7121):
a - affected area of the C. holosteoides leaf; b - conidia
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Puc. 5. S. chaerophylli-aromatici (MSKU-F 9628/1):
a - MopadKeHHbII yuacToK imcta Chaerophyllum sp.; 6 - KoHUAWN
Fig. 5. S. chaerophylli-aromatici (MSKU-F 9628/1):
a - affected area of a Chaerophyllum sp. leaf; b - conidia

Puc. 6. S. commutata (MSKU-F 7116):
a - MOpPaXeHHbIN y4acToK nncta G. lutea; 6 - KOHUAUN

Fig. 6. S. commutata (MSKU-F 7116):
a - affected area of the G. lutea leaf; b - conidia
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Puc. 7. S. geranii (MSKU-F 11271/1):
a - NOpaKeHHbIN y4acToK McTaP. zonale; 6 - KOHUAMN

Fig. 7. S. geranii (MSKU-F 11271/1):
a - affected area of the P. zonale leaf; b - conidia

Puc. 8. S. heterochroa (MSKU-F 7112):
a - NopakeHHbIN yyacToK imctaM. pusilla; 6 - KoHMAMK

Fig. 8. S. heterochroa (MSKU-F 7112):
a - affected area of the M. pusilla leaf; b - conidia
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Puc. 9. S. melandryi-albi (MSKU-F 17738):
a - NnopaxeHHbIA yyacTok nmcta S. latifolia (syn. M. album); 6 - KoHMgyn

Fig. 9. S. melandryi-albi (MSKU-F 17738):
a - affected area of the leaf of S. latifolia (Syn. M. album); b - conidia

Puc. 10. S. plantaginis-majoris (MSKU-F 17728/1):
a - MOPaXKEHHbI yHacToK ncTaP. major; 6 - KOHWUAMK

Fig. 10. S. plantaginis-majoris (MSKU-F 17728/1):
a - affected area of the P. major leaf; b - conidia
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Puc. 11. S. posoniensis (MSKU-F 9833/1):
a - nopaXeHHbIA yyacTok nucTa C. alternifolium; 6 - KoHWAMN

Fig. 11. S. posoniensis (MSKU-F 9833/1):
a - affected area of the C. alternifolium leaf; b - conidia

Puc. 12. S. scleranthi (MSKU-F 8911):
a - MopaXeHHble YaLLeNIMCTVKK S. perennis; 6 - KOHUAUM

Fig. 12. S. scleranthi (MSKU-F 8911):
a - affected sepals of S. perennis; b - conidia
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Puc. 13. S. stellariae (MSKU-F 9526):
a - MopadXeHHbIN y4acToK incTaS. graminea; 6 - KOHAAWN

Fig. 13. S. stellariae (MSKU-F 9526):
a - affected area of the S. graminea leaf; b - conidia

Puc. 14. S. convolvuli (MSKU-F 8617/2):
a - MopadXeHHbIN yyacTok imcTa C. sepium; 6 - KOHUANN

Fig. 14. S. convolvuli (MSKU-F 8617/2):
a - affected area of the C. sepium leaf; b - conidia
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Septoria chaerophylli-aromatici Kabat & Bubak, Hedwigia 43: 419 (1904) (cM. BKneiiky, puc. 5).

AHamopda: S. chaerophylli-aromatici Kabat & Bubak.

Teneomopda: Hen3BeCTHa.

OnucaHue explanta. MATHa MenKue, yrnosatble UAW OKPYT/ble, CHaYana rpssHo-3efieHble, No3xe TEMHO-
Oypble CXenToBaTbIM OPE0sIOM, MHOTja BCTPeYatoTes NATHa ¢ 60/1ee CBETNbIM LeHTPOM. MUKHUABLI nonynorpy-
XXeHHble, anameTpoM 50-100 MKM, CKyYeHbl B LLleHTpe NATHa, pacnosiaraloTcsd B OCHOBHOM Ha BEpXHeii cTopo-
He INCTOBOM NNACTUHKM, eAUHUYHO MOTYT 06HapYXXM1BaTbCA Ha HUXXHEN CTOpOHe nucta. O60104Ka NUKHWUABI
yrnosatoi TekcTypbl. KoHugun I- u C-06pasHble, HATEBUAHbIE, CIErKa M3BUINCTLIE, PEXKe NMOYTU NpsMble, Ha
KOHLLaxX 3a0CTpeHHble, pasmepom (14,0-)28,3-40,0(-50,0) x 1,0-1,5(-2,0) mkm (no moge 35,0 x 1,0 MKM),
npu 3TOM OTHOLUEHWe ASIMHbI K WWUPUHE KOHUAMK cocTasnsieT (14,0-)19,8-30,0(-49,0) (no moge 30,0). Mo-
ryT cofepXaTb Mefikne nunugHble Kannu. Meperopogkn B konnyectse 0-3(-4) wr. cnabo BuaHbl 6e3 okpa-
CKM, HO Yalle OHM OTCYTCTBYHOT.

PacnpoctpaHeHue B benapycu: Ha nuctbax Chaerophyllum sp. (Apiaceae), r. MuHck (MSKU-F 9628/1,
Konnektop L. A. ®eftowiko, fgara cbopa 12.09.2023).

O6bulee pacnpocTpaHeHme: EBpona.

MpumeyvaHre. CM. npuMevaHue K S. aromatica.

Septoria commutata Bubak, Hedwigia 57: 333 (1916) (cm. BKneliky, puc. 6).

AHamopda: S. commutata Bubak.

Teneomopda: HEM3BECTHA.

OnucaHue ex planta. MAaTHa BbITAHYTbIe, 6€3 KaliMbl, XXeNTOBaTble, CO BPpEMEHEM MOryT CTaHOBUTLCS KO-
PVUYHEBLIMU UK CePbIMU. MTMKHMABI NOMYNOrPYXeHHbIE, AnameTpom 70-180 MKM, paccesiHbl UK FYCTO CKyYe-
Hbl C 06eX CTOPOH NNCTOBOW MaacTuHKM. O60M0YKa NMKHWABI YIN0BaTOR TeKcTypbl. KoHuanm 1-06pasHsbie,
HUTEBUHbIE, C/IerkKa U3BUAUCTbIE, PEXE NMOYTU MNPsSMble, Y OCHOBaHUS CYXXEHHbIE, 3aKpYr/ieHHble UK 3a-
OCTPEHHbIE, Ha BEPLUMHE 3a0CTPeHHbIe, pasmepom (13,0-)37,0-46,0(-52,0) x 1,0-1,5(-1,7) mkm (Mo moge
40,0 x 1,0 MKM), Npu 3TOM OTHOLUEHWE [A/NHbI K LUMPUHE KoHuAun cocTasnseT (13,0-)27,8-40,0(-52,0)
(mo moge 33,3). Konnuyectso neperopogok (0-)1-3(-5), vawe 3 wWT., NP1 OKpaNBaHWW OHW CTAHOBATCA
60nee YeTKO pasIMuMMbIMU,

PacnpocTpaHeHue B benapycu: Ha nucTbax Gagea minima (L.) Ker Gawl. (Liliaceae s. str.), Fomenbckas
06nacTb, XXNo6UHCKMIA palioH, OKpecTHoCTK A. JonuHbl (MSKU-F 7117, konnektop V. C. M'vpunoBuy, gata
c6opa 02.05.1993); Ha nucTbax G. lutea (L.) Ker Gawl. (Liliaceae s. str.), FTomenbckas 06nacTb, XXNo6UHCKNIA
paiioH, okpecTHocTU a. JonuHbl (MSKU-F 7116, konnektop W. C. M'mpunosuy, gata c6opa 02.05.1993).

O6bulee pacnpocTpaHeHmne: EBpona.

MpumedvaHne. O6Hapy>keHne S. commutata MOXHO OXMAaTb M Ha MHbIX pacTeHuax poga Gagea (Lilia-
ceae s. str.), NpUYEM Kak Ha AMKOPacTYLUMX, TaK U Ha KyNbTUBMPYEMbIX. [pyrue Bubl CENTOPUIA Ha TYCUHOM fTyKe
He OTMeueHbl. [laHHbI/ BUA SABNSETCA Y3KOCMNeLMann3npoBaHHbIM NaToreHoM Ha pacTeHuax pofa Gagea [10].

Septoria geranii Roberge ex Desm., Ann. Sci. Nat. Ser 3, Bot. 20: 93 (1853) (cM. BKneliKy, puc. 7).

AHamopda: S. geranii Roberge ex Desm.

Teneomopda: HEM3BECTHa.

OnwucaHue ex planta. MaTHa HeonpefeneHHON (HOPMbI, CepO-KOPUYHEBLIE WU ONIMBKOBO-KOPUYHEBSIE,
C LUMPOKOI NypnypHOI KaiiMoli, KOTopasi CO BPpEMEHEM CTAHOBUTCS XXENTOBATO-36/IEHON C CMHUM OTTEHKOM.
IMMKHUABI NonynorpyXeHHble, gnametpoM 90-120 MKM, CKYYeHbl UK paccesHbl NO MATHY, pacrnonararTcs
NPenMyLLEeCTBEHHO Ha BEPXHEl CTOPOHe TIMCTOBOM MIaCTUHKK, TakXXe MMEKTCS Ha HUXHEN CTOPOHe INCTA, HO
He TakK MHorouucneHHbl. O60104Ka MMKHUAbI YIN0BaTOM TeKCTYpbl. KoHUAuW | -06pasHble, LUAMHAPUYECKNE,
Cnaboun3orHyThie, pexe MoYTY NPsSMbIE, C 3aKPYTNIEHHbIMU UAN CY>KEHHbIMU OTHOCUTE/IbHO Tena KOHUAgun
KOHLamu, pasmepom (15,0-)25,6-36,0(-50,0) x 2,0-2,5 mkm (no moge 35,0 X 2,0 MKM), MpY 3TOM OTHOLLUEHWE
ANWHBI K LWMPUHe KOHUAnK coctasnseT (7,5-)12,7-18,0(-25,0) (no moge 10,0). BbIXxogsaT U3 NUKHMA 3010TK-
CTbIMU TshKamu. MeperopofKu ACHO NPOCEXMBAOTCA, UX KONMYecTBO cocTaBnseT (1-)3-4(-5), vawe 3 wr.

PacnpocTpaHeHne B benapycu: Ha nuctbsax Pelargonium zonale (L.) L’Her. (Geraniaceae), MuHckas
o6nacTb, Cnyukuii paiioH, r. Cnyuk (MSKU-F 11271/1, konnektop O. B. CaBuHa, gaTta c6opa 01.09.2010).

O6ulee pacnpocTpaHeHune: Espona, Asus.

MpumeyaHune. O6bHapy>xeHue S. geranii MOXXHO OXMAATb Ha AUKOPACTYLLUX U Ky/bTUBMPYEMbIX BUAAX
poga Geranium (Geraniaceae). Kpome BbllLeHa3BaHHOr0 MUKPOMMULLETE, Ha HUX U Ha KY/NIbTUBUPYEMbIX B N1eT-
HWIA NepUOA B OTKPLITOM rpyHTe B Benapycu pacteHusix P zonale, BeposiTHO, CTOUT OXunAaTb NOSB/EHNE BUAA
S. expansa Niessl (KoHuaMmn B Macce KpacHoBatble, pasmepom 31,0-86,0 x 1,0-2,0 MKM, C HEsiBHbIMMW nepe-
ropofKamu), Bbl3blBatOLLEr0 NSTHA MEeABAHO- UM OXPSIHO-XENTOro LBeTa 6e3 kainmbl [10].
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Septoria heterochroa Roberge ex Desm., Ann. Sci. Nat. Ser. 3, Bot. 8. 21 (1847) (cm. BKJeiiKy, puc. 8).

AHamopda: S. heterochroa Roberge ex Desm.

Teneomopda: Hem3BecTHa.

OnucaHue ex planta. MATHa HenpaBUIbHON POPMbI, YIN0BaTbIE UM KPYT/0BaTble, TEMHO-3€/1eHbIE, KO-
PVYHEBbLIE CO CBET/IbIM LIEHTPOM UAKU 6ypo-cepble, MOTYT ObiTb OKaliMIEHbI BAIMKOM MEPTBOIA TKaHW NNCTA.
MWKHUABI NONYNOrPY>XeHHbIE, AMameTpoM 60-100 MKM, CKy4YeHbl B LieHTpe MATEH WAKU paccesHbl N0 BCEMY
NATHY Ha BEPXHEN CTOPOHe NUCTOBOM NNACTUHKM, PeXKe eJMHNYHO MOTYT 06HapYXXM1BATLCS Ha HUXHER CTopo-
He nucta. O60/104Ka MMKHUABI YrnoBaToi TeKCTypbl. KoHnamm |-o06pasHble, HUTEBUAHBIE, PeXXe U3BUANCTLIE,
cnerka n3orHyTble, Ha KoHLax cnabo 3aocTpeHHble, pasmepom (20,0-)25,0-37,5(-40,0) x (1,0-)1,5-2,0 MKm
(no moge 35,0 x 2,0 MKM), NpX 3TOM OTHOLLEHWE A/IMHbI K LUMPWUHE KoHuAuK cocTasnseT (10,0-)13,4-23,3(-35,0)
(no moge 12,5). NHoraa BuAHbI nunugHele kanau. Konuuectso neperopofok 0—i(-2) wr., 6e3 0Kpacku oHK
cnabo pasnnyYUMBbl, HO Yallle OTCYTCTBYIOT.

PacnpocTpaHeHue B benapycu: Ha nuctbsx Malva pusilla Sm. (Malvaceae), MuHckast 06nactb, MuH-
CKWi1 paiioH, okpecTHocTun n. CemkoBo (MSKU-F 7112, konnekTop W. C. M'mpunosuny, gata c6opa 08.08.2004).

Oobulee pacnpocTpaHeHune: EBpona, CeBepHas AMepuKa.

MpumeyaHne. O6HapyXeHue S. heterochroa MOXHO 0XMgaTb Ha AMKOPACTYLLMX U KYNbTUBUPYEMbIX pac-
TeHusx pogaMalva (Malvaceae). [laHHbIli BUA MOXET pacCMaTpMBaTbCA KaK Yy>KEPOAHbIA KOMMOHEHT MUKO-
61oTbl Benapycu, NPOHUKLLINIA Ha TePPUTOPUIO pecny6nKy BMecTe ¢ npeactaBuTensMmu pogaMalva, koTopble
ABNSAKOTCA UCK/IOUNTE/NBHO afiBEHTUBHbLIMU ANs (nopbl benapycu [20-22]. ®akT BbISiBNEHUS UHBaRAepa Tpe-
6yeT MOHUTOPUHra 3a ero pacrnpocTpaHeHWEM Ha TEPPUTOPUM CTPaHbI, PacLUMpPeHNEM Kpyra X035eB, a Takxe
onpefeneHns ctatyca B (PUTOLIEHO3aX.

Septoria melandryi-albi Baumler, Verhandlungen des Vereins fur Naturkunde zu Presburg 14: 47 (1902)
(cMm. BKneliky, puc. 9).

AHamopda: S. melandryi-albi Baumler.

Teneomopda: Hem3BecTHa.

OnucaHune explanta. MATHa Menikne, CBETNO-OXPAHbIE, B LLIeHTpe 61e4HE0T, N0 Nepudepun MMeKT TEMHYHO
Kalimy. MUKHUAI NONYNOrpy>XXeHHble, AnameTpom 100-200 MKM, pacnofiaraloTcs B LLEHTPe NATHA Ha BEPXHel
CTOPOHE NINCTOBOM MAaCTUHKM, Ha 04EHb MEIKMX NATHAX HaxoauTces Mo 1nukHuae. O60/104Ka MMKHUAB! YT10-
BaTOl TeKcTypbl. KoHMaum |-06pasHble, LUAUHAPUYECKME, C 3aKPYTIEHHBIMW KOHLAMK, MOTYT ObITb Clierka
M30rHYTbIMW W COAepPXXaTb NUNMAHbIE Kanan, umeroT pasmep (15,0-)25,0-40,0(-50,0) x (2,0-)3,0(-4,0) MKMm
(no moge 40,0 x 3,0 MKM), NpW 3TOM OTHOLLUEHWE A/INHbI K LUMPUHE KOHNAMK cocTaBnseT (5,0-)7,4-13,3(-18,4)
(no moge 13,3). Meperopogkun YeTKO NPOCAEXMBaOTCA, X KonnvecTBo coctasnseT (0-)1-3, vawe 3 wr.

PacnpocTpaHeHue B benapycu: Ha nucTbsix u ctebnsx Silene latifolia Poir. (S. latifolia subsp. alba (Mill.)
Greuter & Burdet (syn. Melandrium album (Mill.) Garcke)) (Caryophyllaceae), MuHckas obnactb, HecBux-
CKUi1 paiioH, r. Hecemx (MSKU-F 17738, konnektop WN. A. ®eftowiko, gata c6opa 14.08.2023).

O6ulee pacnpocTpaHeHue: Espona, Asus.

MpumeyaHune. O6HapyxeHne Buga S. melandryi-albi, nopaxatoLlero He TONbKO NUCTbA, HO U CTE6/MM,
MOXHO 0XUaTb Ha AMKopacTywmx pacteHusax poga Silene (syn. Melandrium) (Caryophyllaceae). Kpome
BblLLEHa3BaHHOI0 MUKpPOMMLETa, Ha S. latifolia BO3MOXHO BbIsiBNeHUe cnefyroLwmnx Mukpomuuetos: Caryo-
phylloseptoria lychnidis (Desm.) Verkley, Quaedvl. & Crous (syn. S. lychnidis Desm.) (KoHuauu pasmepom
(22,0-)39,0-75,0(-85,0) x 2,0-3,0 mKm ¢ neperopogkamu B konuyectee (0-)3-5(-7) wr.); C. silenes (Westend.)
Verkley, Quaedvl. & Crous (syn. S. silenes Westend.) (koHngum pasmepom 21,0-37,0 x 2,0-3,5(-4,0) MKM C nepe-
ropoakamu B konmdectee (0-)1(-4) wrt.) [5]; S. dimera Sacc. (koHngmMm pasmepom 25,0-40,0 x 3,0-4,0 MKM
¢ 3 neperopogkamu); S. doehlii Syd. (koHnamm pasmepom 36,0-64,0 x 3,0-3,5 MKM 6e3 neperopogok); S. si-
lenes-nutantis C. Massal. ex Sacc. (koHngmm pasmepom 50,0-70,0 x 1,5-2,0 mkm 6e3 neperopogok) [10].

Septoriaplantaginis-majoris (Sacc.) Nannf., Fungi Exsicc. Suec. Fasc. 39-40: no. 1915 (1950) (cm. BKneiiky,
puc. 10).

AHamopda: S. plantaginis-majoris (Sacc.) Nannf.

Teneomopda: Hem3BecTHa.

OnwucaHue explanta. MATHa yrnoBatble, MHOT 4a CKNagyaTble, CEPO-KOPUYHEBbIE, 3e/1EHOBATbIE UM BiefHO-Cce-
pble €O cNabo BblpaXKeHHON TEMHOW KaiiMoii 6o 6e3 Hee. MKHMALI NOMYNOrpy>XeHHble, AnameTpom 50-110 MKM,
paccesiHbl M0 NATHY Ha BEPXHE CTOPOHEe NMCTOBOM MAacTUHKM. O60/104Ka NMMKHWABLI YI10BaTON TEKCTYpPbI.
KoHungnu |-06pasHble, HATEBUAHBIE, C 3aKPYTNIEHHbIMU KOHLAMWU, MOFYT OblTb C/lerka U30rHyTbIMU, UMEIOT
pasvep (20,0-)25,0-28,0(-45,0) x 1,0-1,5 mkm (no moge 25,0 x 1,0 MKM), Npy 3TOM OTHOLUEHWNE [/INHbI
K LWUMPWHe KoHMaun cocTaBnseT (14,0-)22,0-28,0(-45,0) (no moge 25,0). Yalie KOHMAMN OL4HOKMETOUHbIE,
pexxe NMeT 1 neperopofky.
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PacnpocTpaHeHne B benapycu: Ha nucTbsix Plantago major L. (Plantaginaceae), MuHckaa o6nacts, He-
CBVXCKMIA paiioH, OKPECTHOCTY XKeNe3Ho40poXHO cTaHumun «opoaes» (MSKU-F 17728/1, konnekTtop U. A. de-
Atowko, aata c6opa 08.08.2023).

O6ulee pacnpocTpaHeHue: Espona, Asus.

MpumeyvaHne. O6Hapy>xeHue S. plantaginis-majoris MOXXHO OXufaTb U Ha Apyrux Bugax poga Plantago
(Plantaginaceae). Oco60 npuctanbHOE BHUMAaHWE HY)XXHO YAenuTb (hapmakoneiHomy Buay P major, KoTopblii
MCNOoNb3yeTcs 418 MPOU3BOACTBA Psfa IEKAPCTBEHHbIX MpenapaTtoB Ha pacTUTeIbHON OcHoBe. Kpome Bbl-
LLUEHa3BaHHOro MUKpOMULIETa, pacTeHus poga Plantago moryT nopaxartbcs rpnbom S. inconspicua Berk. &
M. A. Curtis (KoHngun pasmepom 15,0-33,0 X 1,5 MKM 6€3 Neperopofok), Bbi3bIBAOLLIUM Ha NUCTbSAX Gefble
naTHa, n rpubom S. plantaginis (Ces.) Sacc. (koHnamm pasmepom 30,0-70,0 x 2,5-3,0 MKM ¢ 2-3 neperopog-
Kamu), BbI3bIBAOLLMM Ha INCTbSIX CBMHL0BO-CEPbIE MATHA, MOKPbITble 6€10BaTOIN 3acoxLueit Kopoukoi [10].

Septoria posoniensis Baumler, Hedwigia 24: 75 (1885) (cm. BKneiiky, puc. 11).

AHamopda: S. posoniensis Baumler.

Teneomopda: HEM3BECTHA.

OnucaHue explanta. MATHa OKpYyT/ble MW HENPaBUIbHON POPMBI, CEPO-3€e/1eHbIE C TEMHbIM 0604KOM NGO
MOJTHOCTbIO KOpPWYHEBbIE. MUKHUAbLI MOFPYXXEHHbIE, AnameTpom 70-120 MKM, FyCTO paccesiHbl UN CKyYeHbI
Ha BepxHeli CTOPOHe NNCTOBOM MiacTUHKU. O60M0YKa MUKHUABI YII0BaTOW TEKCTypbl. KoHuanm 1-06pasHble,
HWUTEBU/HbIE, OYeHb TOHKME, MECTaMU MOTYT nepermbarbes, y OCHOBaHMSA OKPYT/ble (KPYMHbIE KOHUAWN) UK 3a-
OCTPEHHbIe (MefKMe KOHMANN), y BEPLUMHbI 320CTPEHHbIE, pasmepom (16,0-)31,0-42,0(-50,0) x (1,0-)1,2-1,5 MKm
(no moge 31,0 x 1,2 MKM), NpY 3TOM OTHOLLEHWE ANNHbI K LUMPUHE KOHMAMK cocTaBnseT (10,7-)22,5-36,0(-50,0)
(no moge 20,7). MoryT cogepxaTb Mefkve nunugHble Kanau. Konuuectso neperopofok (0-)1-3, vaule 3 wr,;
6€e3 OKpacku OHV Hepas/NyuMbI.

PacnpocTpaHeHue B Benapycu: Ha nucTbAX M vawenucTukax Chrysosplenium alternifolium L. (Saxifraga-
ceae), MuHckas 06nacTb, HeCBMXCKMIA paitoH, okpecTHOCTH . HecBmxka (MSKU-F 9833/1, konnektop U. A. de-
AHLWKo, gata c6opa 06.05.2019).

O6bulee pacnpocTpaHeHue: Epona, Asus.

MpumeyvaHue. JaHHbIA BUS ABNSETCS Y3KOCNELNaIM3MPOBaHHbLIM NaToreHoM Ha pacteHusx poga Chryso-
splenium (Saxifragaceae) [8; 10].

Septoria scleranthi Desm., Bull. Soc. Bot. France 4: 861 (1857) (cMm. BKneiiky, puc. 12).

AHamopda: S. scleranthi Desm.

Teneomopda: HEM3BECTHa.

OnucaHue ex planta. MaTHa cnabo NposBAAOTCA MM60 OTCYTCTBYIOT. MUKHUALI NONYNOrPyXeHHbIe, Ana-
MeTpoMm 125-140 MKM, paccesiHbl N0 NOPaXeHHOMY yyacTKy. O60/104Ka NUKHUABI YT10BaTol TEKCTYpbl. KoHK-
ann C-o6pasHble, LMIMHAPUYECKME, PeXXe MOYTK NpsMble, Ha KOHLAX 3aKpyrieHHble, pasmepom (16,0-)25,7-
30,0(-35,0) x2,0-3,0(-4,0) mkm (no moge 28,0 x 2,0 MKM), NpU 3TOM OTHOLLEHME ASINHbI K LUMPUHE KOHUANW
coctaenset (5,339,0—14,0(—17,5) (no moge 9,0). BHyTpu cogep>xaTt 60/1bLLOE KONNYECTBO MENKUX MNANLHBIX
Kanenb. Yalle nmeetcs 14eTKO MPOCNEXMBaeMast MeperoposKa, pexke Neperopoku OTCyTCTBYHOT.

PacnpocTpaHeHne B Benapycu: Ha nuCTbsAX, CTe6sAX, YallenucTukax, npuyseTHUKax Scleranthus pe-
rennis L. (Caryophyllaceae), MuHckas o6nactb, CTON6LOBCKMIA pailoH, OKPecTHOCTU A. HoBbIi CBepXXEHb
(MSKU-F 8911, konnekTop U. A. ®eatowwko, gata c6opa 19.08.2023).

O6ulee pacnpocTpaHeHune: EBpona, CeBepHas AMepuKa.

MpumeyvaHue. OBbHapyXeHWe hUTONATOreHHOro MnkpomuueTta S. scleranthi, KOTopblil ABNSETCA Y3KOCMe-
LMann3nMpoBaHHbLIM NaTOreHoM Ha pacTeHuax poga Scleranthus (Caryophyllaceae), MOXXHO OXuaaTb Ha afiBeH-
TUBHbIX BUAax atoro poaa [10].

Septoria stellariae Roberge ex Desm., Ann. Sci. Nat. Ser. 3, Bot. 8: 22 (1847) (cMm. BKneiiky, puc. 13).

AHamopda: S. stellariae Roberge ex Desm.

Teneomopda: Henm3BeCTHa.

OnucaHue explanta. MATHa pacn/biBYaThle, 63 KaliMbl, Yallle XenTble (6eoBatble) U KopUYHeBble. MUKHKW-
[bl MONYNOrpy>XeHHble, AnaMeTpom 70-125 MKM, paccesiHbl UK CKYYeHbl C 06enX CTOPOH IMCTOBOM NNACTUHKMK,
4acTb M3 HUX MOTYT cpacTaTbes 06on04kamu. O60104Ka MUKHUABI YIN0BaToM TeKCTypbl. KoHngum 1-06pasHsble,
LUMVHAPWYECKME NN HUTEBUAHO-LUANHAPUYECKUE, CYXKEHHbIE HA KOHLLAX 160 3aKPYTNeHHbIe y OCHOBaHUA U CY-
YKEHHbIe Ha BepLUnHe, pasmepom (27,0341,0—0,0(—210,0) x (1,5-)2,0-2,5(-3,0) mkm (no moge 80,0 x 2,0 MKM),
npw 3TOM OTHOLLIEHWE ASIUHbI K LUMPWHE KOHWUAMK cocTasnseT (11,7-)20,0-33,3(-50,0) (no moge 20,0). Mepe-
ropoAKM YeTKO NPOCNEXMBAKOTCA, MX KonnyecTBo cocTaBnsaeT (0—1—3(-5), valle 3 LuT.
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PacnpocTpaHeHune B benapycu: Ha nucTbsx Stellaria media (L.) Vill. (Caryophyllaceae), MuHckas 06nacTb,
HecBKcKuiA paiioH, T. HecBimx (MSKU-F 8496, konnektop . A. deatoko, gata coopa 20.06.2023) n a. Ca-
cka Jlunka (MSKU-F 8840, MSKU-F 8884, konnektop L. A. ®epgtowko, gata cbopa 24.04.2023), r. MuHcK
(MSKU-F 8528, konnektop M. H. Hapeiiko, gata c6opa 20.07.2017); Ha InCTbsAX K cTebnax S. graminea L.
(Caryophyllaceae), MuHckas 06nacTb, BoN0oXWHCKWIA palioH, OKPeCcTHOCTK A. by3yHbl (MSKU-F 9526, Kon-
nektop N. A. ®eptowko, fata cbopa 01.10.2023).

O6Lee pacnipocTpaHeHue: Espona, A3us, CeBepHas AMepurKa, ABCTpanus.

MpumeyaHme. Cm. npumeyaHue K S. cerastii. Kpome Toro, Bug S. stellariae MoXeT 6bITb 06HapPYy>KeH Ha
S. aquatica (L.) Scop. (syn. Myosoton aquaticum (L.) Moench) [5].

Stagonospora convolvuli Dearn. & House, Bull. New York State Mus. 188: 41 (1916). Obligate synonyms:
Paraphoma convolvuli (Dearn. & House) Gomzhina & Gasich, Mycological Progr. 19(3): 192 (2020) (cM. BKNeliKy,
puc. 14).

AHamopta: S. convolvuli Dearn. & House.

Teneomopda: Hem3BecTHa.

OnucaHue explanta. MaTHa HenpaBuIbHON HOPMbI, KOHLEHTPUYECKN MOPLLMHUCTbLIE, KPaCHO-Bypble 1an
Oypble, CO BpeMeHeM cBeTnelowme. MUKHUABI NONYNOrpy>KeHHble, AnamMeTpom 140-200 MKM, paccesiHbl Ha
BEPXHeW CTOPOHe NIMCTOBOM NMAacTMHKU. OB010YKa MUKHUAb! YII0BaTOW TEKCTYpbl. KOHMAMN LunamHapuye-
CKue, 6ynaBoBuAHble, pasmepom (6,0-)14,8-19,0(-22,0) x (2,0-)3,0(-4,0) mkm (no moge 18,0 x 3,0 MKMm),
NpY 3TOM OTHOLLEHME ANHBI K LUIMPUHE KOHUAMKM cocTasnseT (2,034,8—6,1(—20,5) (no moge 5,0). MoryT co-
[lepXaTb MHOXEeCTBO NMUAHbLIX Kanefb. [eperopofku YeTKO NPOCNeXMBAKOTCA, UX KOJIMYECTBO COCTaB/seT
(0-)1-2(-3), vawe 1wr.

PacnpocTpaHeHune B benapycu: Ha nucTtbax Convolvulus arvensis L. (Convolvulaceae), MuHckas 06nacTb,
Msagenbckuid paiioH, r. Magens (MSKU-F 9128/2, konnektop A. K. Xpamuos, gata c6opa 07.09.2012); Ha
nucTbsax Calystegia sepium (L.) R. Br. (Convolvulaceae), MuHckas o6nactb, MsigenbCkuia paioH, r. n. Ceupb
(MSKU-F 8617/2, konnekTtop A. K. XpamuoB, gata c6opa 08.09.2012).

O6ulee pacnpocTpaHeHue: Espona, Asus.

MpumeyaHne. O6HapyxeHue S. convolvuli TakKe MOXHO OXMAaTb Ha AUKOPACTYLMX U KYNbTUBNPYEMBIX
Bmaax pogos Convolvulus n Calystegia (Convolvulaceae). Mo gaHHbIM pa6oTbl [12], S. convolvuli siBnseTcs
NPOAYLEHTOM 3/ICUHOXPOMaA A 1 NenToCHepoLMOHa - aHTUOUOTUYECKMX BELLECTB, NOAABAAIOLNX pa3BUTHE
(hMTONATOreHHbLIX 6aKTepUii U rpnuboB.

3aK/1yeHune

VgeHTndmumMpoBaHHble 14 BULOB MMKHUANAbHBIX CEMTOPMONOA06HbIX MUKPOMULIETOB, KOTOPbIE ObIIN Bbi-
AB/eHbl Ha 16 Buaax u3 9 ceMeicTB LIBETKOBbIX PaCTEHUIA, BMepBbIe YKa3biBalOTCS 419 MUKOOUOThI Benapycu.

MprBeAeHHbIE AaHHble (YTOYHEHHAas MOP(OMETPUS, CUMNTOMbI MOPaXXEHUS, VHblE BUAbI MUKPOMULETOB
[AHHOW rpynnbl, KOTOPbIE MOXHO 0BHAPYXXWUTb Ha OTMEYEHHbIX PACTEHUAX) MO3BOAKOT JOMONHUTL CBEAEHMS
0 CYLLECTBYIOLMX BUAAX MUKHNANANbHBIX CENTOPUONOAOOHBIX MUKPOMULIETOB Benapycu n 0603HauMTb Npo-
BU30pPHbIE BUAbI.

OfVH 13 HOBbIX BUAOB MUKHUAWANIbHbBIX CENTOPUONOA0OHLIX MUKPOMULIETOB (S. heterochroa) MoXeT 6bITb
OTHECEH K YY)XePOLHOMY KOMMOHEHTY MWUKOGUOTbI, MOCKOLKY OH CTPOr0 MPUYPOYEH K aflBEHTUBHbIM pac-
TeHnsm pogaMalva (Malvaceae).
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YOK579(075.8)
JbicakB. B. MnKpobuonorns [3neKTPoHHbIA pecypc] : aneKTpoH. yueb.-MeTof. KoMmnieke ans cned,.: 6-05-0511-06
«buotexHonorus», 1-31 01 04 «buonHxeHepus n buonHhopmatumka» / B. B. /lbicak, B. E. MsamuH, C. J1. Bacu-
NeHKO ; BIY. 3neKTpoH. TeKCToBble AaH. MuHck : BI'Y, 2024. 301 c. : wn. bubnuorp.: ¢. 300-301. Pexxum go-
cryna: https://elib.bsu.by/handle/123456789/308813. 3arn. ¢ akpaHa. [en. B bI'Y 07.02.2024, Ne 001207022024.
DNeKTPOHHbIN y4ebHO-MeToAMYecKmnin Komnneke (Y MK) npefHasHayeH AN CTYAeHTOB 1-1 CTyneHu BbiCLLe-
ro obpasoBaHusa crneynanbHocTen 6-05-0511-06 «buotexHonorus», 1-31 01 04 «bnonHxeHepus n 6uomHhop-
maTuka». CogepxaHve 3YMK nocBsLeHO N3yUYeHU0 CTPYKTYPHOI OpraHu3aumm KNeToK NpoKapuoT, NMTaHus
MUKPOOPraH1M3mMoB, 0COGEHHOCTEN SHEPreTNYeCKOro 1 KOHCTPYKTUBHOINO MeTabo/iM3Ma MUKPOOPraHW3MOB,
reHeTMKM MPOKapMOT, CUCTEMATUKM NPOKapVOT, B3aUMOOTHOLIEHUI MEXAY MUKPO- U MaKpoopraHu3Mamu.
KpaTko onuncaHbl METOAbI Ky/IbTUBMPOBAHWS MUKPOOPraHW3MOB B /1a60paTOPHbIX YCNOBUAX. YAeneHo BHUMaHWe
3HAYEHMIO MUKPOOPraHU3MOB B NPUPOLE U NPUMEHEHUIO MX B Pa3/iMyHbIX 061acTaX 6UONOrnn, MeguULnHbI,
CeNbCKOro X03ACTBA M MPOMBILL/IEHHOCTW.

YOK581.1(075.8)

LdemungunkB. B. dnsmonornsa pacteHuii [OneKTpOHHbIN pecypc] : 3MeKTPOH. yueb.-MeToA. KOMMMEKC C KPeaTmB.
KOMMNOHeHTOM Ans cneu.: 1-31 01 04 «BuounHxeHepus n 6MonHpopmMaTnka», 6-05-0511-05 «brnomHxeHepus
n 6uonHpopmaTuka» / B. B. Aemunguuk, . I dunmnyosa, C. H. ®ununnosa ; BIrY. 9n1eKTPOH. TEKCTOBbIE
fAaH. MuHck : BIry, 2024. 124 c. : un. bubnnorp.: c. 123-124. Pexxum goctyna: https://elib.bsu.by/handle/
123456789/309889. 3arn. ¢ skpaHa. Aen. B bI'Y 28.02.2024, Ne 003028022024.

ANeKTPOHHbIA y4yebHO-MeToAnYecKnin koMmnieke (Y MK) ¢ KpeaTUBHbIM KOMMOHEHTOM MO Y4e6HOM guc-
umnavHe «®U3M0N0rna pacTeHui» NpefHas3HayveH s CTyAeHTOB, 00y4aloLmMxcs No cneynanbHoCTh «6MonH-
XeHepusi n 6uonHpopmaTuka». CogepxaHme 3YMK npegnonaraet nosbieHne shPeKTUBHOCTY yNpaBneHuns
06pasoBaTe/ibHbIM NPOLECCOM U CaMOCTOATE/IbHON PaboTol CTYEHTOB N0 OCBOEHMIO Y4e6HOI AUCUUNIINHBI
«®PUN31M0N0rna pacTeHuii» ¢ NOMOLLLIO BHeApPeHUs B 06pa30oBaTebHbIA NpoLecc MHHOBALMOHHBLIX 06pa3oBa-
Te/bHbIX TEXHONOTUIA, B TOM YMC/IE C BbIP@KEHHbIM KPeaTUBHbIM KOMMOHEHTOM.

YOK 612.019(075.8) +591.1(075.8)

CpaBHUTeNbHAA Gur3nonorus [SneKTPoHHbIA pecypc] : 3NeKTPOH. yyeb.-MeToA. KOMMMEKC ANs CTyAeHTOB
cney.: 1-31 01 01 «Bbuonorus (no HanpaeneHusm)», 1-31 01 01-01 «buonorus (Hay4HO-NPOMU3BOACTBEHHAS
feAtensHocTb)», 1-31 01 01-02 «bronorusa (Hay4yHo-negarornyeckas geatensHocTs)» / BI'Y ; coct. B. b. Ka-
3aKeBMY. DNIEKTPOH. TEKCTOBbIE AaH. MuHCK : BIY, 2024. 78 c. : Tabn. bubnunorp.: c. 77-78. Pexxum goctyna:
https://elib.bsu.by/handle/123456789/310032. 3arn. ¢ skpaHa. en. B BI'Y 06.03.2024, Ne 004206032024.

B 31eKTPOHHOM y4yebHO-MeToANYeCKOM Komnnekce (3YMK) pacKpbiBalOTCA OCHOBHbIE Liefn 1 3agayun
AucumnnHebl «CpaBHUTENbHAsA (DM3MON0TUsA», [AETCA KPAaTKOe OMMcaHne ee CTPYKTYpbl. TeopeTuyeckuii pas-
[len COLEPXUT CUCTEMATU3NPOBAHHbIE CBELEHWNS MO OCHOBHbLIM TEMaM, KOTOPbIe M3y4akoTCA B pamMKax Kypca.
MpakTnyeckuin pasgen 3YMK fgaeT npeactaBneHne 0 CTPYKType N1abopaTopHOro NpakTuKyma U Temax nabo-
PaTOPHbIX 3aHATWIA. Pa3aen KOHTPOAS 3HaHWI 3HAKOMUT YuUalLMXCs ¢ NPOBEPOYHbIMI BONPOCaMU U MPUMepamu
3afiaHuii 3a4ueTa. BcnomoratenbHblii pasgen CoAepXXunT NporpamMmmMy Kypca, ClMCOK PEKOMEHYEMOIA iuTepaTypsl
N CeTeBbIX PECYPCOB.
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YAK591(075.8)

Menewko XK. E. Obuiasi 30010rvsi [NeKTPOHHBbIA pecypc] : 3M1eKTPOH. y4eb.-MeTo,. KOMMEKC C KpeaTuB. KOM-
NMOHeHTOM And cney,.: 6-05-0511-02 «broxumusi», npohnnmsaunm «AHanuTuyeckas n apmaleBTUYecKas
oroxumusx»; 1-31 01 04 «BronHxeHepusa n GruonHpopmaTka»; 6-05-0511-05 «buonHxeHepus n GuonHpop-
maTuka» / XK. E. Menewko, O. KO. Kpyrnosa ; BI'Y. DneKTpoH. TeKCToBble faH. MuHck : BI'Y, 2024. 148 c. :
un. bubnuorp.: c. 147-148. Pexxum goctyna: https://elib.bsu.by/handle/123456789/312443. 3arn. ¢ sKpaHa.
[Jen. B BI'Y 18.05.2024, Ne 008318052024.

Cofiep>aHue 3NeKTPOHHOro y4ye6HO-MEeTOAMYECKOro KOMMEKCA NpeanonaraeT nosyyeHme CTygeHTaMm
thyHAaMeHTaNbHbIX 3HAHWI1 0 MHOr006pPa3N XXNBOTHbLIX OPraHU3MOB, crelndrnyeckmx yepTax mopthodusamno-
NOTMYECcKOl OpraHu3auun NpeacTaBUTEeNEeN pasnyHbIX CUCTEMATUYECKMX FPYMM, 0COBEHHOCTAX UX afanTaumii
1 3aKOHOMEPHOCTSAX OpPraHn3auum B 3BOIKOLNOHHOM Pa3BUTUM, POV XKUBOTHbIX B (DYHKLMOHNPOBAHWMN 3KOCU-
CTeM, 3HaYeHWUN X [/19 Yel0BeKa, OCHOBAX paLMoOHaNbHOr0 NMPUPOLONo/b30BaHUS U OXPaHbl XXMBOTHOIO MUPA.

YK 614.8(075.8)
Be3onacHOCTb XXN3HeAesATeNbHOCTIN YenoBeKa [ONEKTPOHHbIV pecypc] : 3NeKTPOH. y4eb.-MeToA. KOMMIEKC
ana criew.: 1-31 03 01 «Matematuka (Mo HanpaeneHuam)», 1-31 03 02 «MexaHuKa 1 MaTeMaTuyeckoe Moge-
nupoBaHue», 1-31 03 08 «MatemaTuka 1 MH(OPMALMOHHbIE TeXHONOrMK (N0 HanpasneHusm)», 1-31 03 09
«KoMnbloTepHas MaTeMaTuKa U CUCTEMHBI aHanu3» / BI'Y ; coct.: O. [. buuaH, J1. K. epacmoBa. S1eKTPOH.
TeKCToBble gaH. MuHck : By, 2024. 192 c. : un., Tabn. bubnunorp.: ¢. 185-192. Pexxum goctyna: https://elib.
bsu.by/handle/123456789/313374. 3arn. ¢ akpaHa. Jen. B bI'Y 10.06.2024, Ne 008510062024.
ONeKTPOHHBIN y4ebHO-METOANYECKUIA KOMIM/IEKC COAEPXUT HA6op MaTepuasioB, KOTOpble UCNONb3YHOTCA
B y4ye6HOM npoLecce: y4ebHYI nporpaMmMy, yuebHble Nocobus, BKAOUatoLWmMe NEKLUOHHbIA 1 NPaKTUYeCKuii
martepuan no AUCUUNInMHe, TeMaTUKy U NaaHbl CEMUHAPCKUX U NPaKTUYECKMUX 3aHATUIA, TeopeTUYecKue BO-
NPOChl U TECTbI A1 KOHTPONS 3HAHWUIA, TeMbI A4/1 HanucaHWs peepaTos, BOMPOCHI 415 NOATOTOBKU K 3a4eTy,
CMNCOK PEKOMEHYEMOW NUTEPATYPbI.

YK 575.8(075.8)

PomaHoBckas T. B. 9Bo/OLMOHHASA 610/10MNs [SNeKTPOHHLIN pecypc] : 3NeKTPoH. yyeb.-MeTof,. KOMMeKE Ans
crey.: 1-31 01 01 «buonorus», 1-33 01 01 «broskonorus», 1-31 01 04 «brnonHxeHepus n GUONHHOPMATUKE,
6- 05-0511-01 «buonorus», 6-05-0521-01 «3konorus», 6-05-0511-05 «bnoOMHXeHepus 1 BUONHPOPMATUKaE»,
7- 07-0511-01 «dyHAameHTanbHasa U NpuknagHas 6uotexHonorus» / T B. PomaHOBCKaa ; BI'Y. 3neKTpoH.
TEKCTOBble AaH. MuHcK : BI'Y, 2024. 139 c. : wun., Tabn. bubnnorp.: ¢. 138-139. Pexxum goctyna: https://elib.
bsu.by/handle/123456789/313419. 3arn. ¢ akpaHa. [fen. B bI'Y 11.06.2024, Ne 009111062024.

JNeKTPOHHBIN y4ebHO-MeToANYeCKMIA Komnneke (Y MK) npefHa3HaueH 415 CTYAEHTOB CrneLuanbHOCTe
1-31 01 01 «Buonorus», 1-33 01 01 «Buoskonorus», 1-31 01 04 «BUOUHXeHepUs 1 BUONHDOPMATHKAEY,
6- 05-0511-01 «buonorus», 6-05-0521-01 «3dkonorus», 6-05-0511-05 «bnonHxxeHepusi n GUOMHEHOPMAaTUKAY,
7- 07-0511-01 «®PyHaameHTanbHasa U NpukKnagHas buotexHonorus». CogepxxaHne 3Y MK npegnonaraet op-
MUpOBaHWe 1 pa3BuUTUe y CTYAEHTOB NPeACcTaBeHNIA 0 NpoLecce 3BOMOLMOHHOIO Pa3BMTUA XXUBOW NPUPOLb,
MexaHu3Max, KOTopbIMU ONpeensieTca AUHaAMUKa U HanpasieHHOCTb 6MONOrMYEecKOi 3BOMOLMM, METOLAX,
NPYMeHsieMbIX B 06/1aCTV 3BO/TOLMOHHON 6MOMOrMK, 1 pa3HOO6pPa3nKN TEOPETUYECKUNX KOHLEMLMIA B 3TON Ha-
YUHOI AMCUMMNHE.
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XXypHan BKMtoueH Bbiclwell aTTecTaunoHHOW Komuccueld Pecny6nnku Benapych B MepeyeHb HayuHbIX
u3gaHuii ans ony6a1KoBaHus pe3ynbTaToB AUCCEPTaUNOHHbIX UCCef0BaHNIA NO GUONOTMYECKUM HayKaM.
XypHan BknouYeH B 6ubanorpacdmueckyto 6asy AaHHbIX Hay4HbIX Ny6AMKauwii «POCCUIACKMA MHAEKC

Hay4yHOro unTuposaHus» (PUHLL).
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