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5. ®PJIABUHCOAEP>XXALUWME MOHOOKCUIEHA3bI (FMO) —
DEPMEHTbI ®A3bl | BUOTPAHCHPOPMAL A
KCEHOBUOTUKOB. HOMEHKIJIATYPA, CTPYKTYPA,
MOJIEKYNIAPHOE PASBHOOBPA3MUE, ®YHKUUA, YHACTUE

B PYHKUMOHUPOBAHUN CUCTEMbI BUOTPAHCD®OPMALIUMN.
CPABHEHUE C LUTOXPOMAMMU P450 (OB30OP)

J1. . CmupHoB

UHcTuTyT 6uonorum KapHL, PAH, ®UL| «Kapenbckuii Hay4HbIv LeHTP PAH>»,
lNeTposaBosck, Poccus

FMO (EC 1.14.13.8) — opeBHsia 1 KOHCEPBATMBHAs rpynna GepMeHTOB, MPUCYTCTBYIOLLANA
BO BCex 6e3 VCKIIoYEHUSs XUBbIX opraHnamMax. FMO — MyukpocoMasbHbIn h1iaBoOnpoTeuH,
KOTOPbIV OKUCNAET MOJIEKY/IbI, COAEPXKALLME HYKIIeOPUSIbHbIE FETEPOATOMbI a30Ta, CepPb,
docdopa nnm ceneHa. FMO He okncnaioT GrU3nonornyeckn 3cCceHumanbHble Hykneobu-
nbl. MNpocTteTtnyeckon rpynnot FMO aensetca FAD. Kpome Toro, ¢epmMeHT ncnonb3yet
NADPH 1 MonekynsipHblil KUCIIOPOA, Yallle BCero katanuanpys 06pasoBaHne MOHOOKCU-
reHnpoBaHHbIx cy6cTpaToB, NADP+ 1 Boapl, kak MOOGOYHbIX MPOAYKTOB peakumun. Y yeno-
Beka reHbl FMO1-4 6113K0 pacroioXeHbl Ha XPOMOCOME, YTO Y MJIEKOMUTAIOLLMX SIBUIIOCh
pes3ynbTaTtoM MPewecTBYIOWEN TeHHON AyrivKaumu, U JIOKaJM30BaHbl Ha XPOMOCO-
Me 1g24.3, B T0 Bpems kak FMO5 pacnonoxeH Ha xpomocome 1g21.1. FMOS5 - nepBebiii
dEPMEHT, KOTOPLIN MOSBUICS Y MAEKOMUTAIOLLMX, MOCKONbKY reHaMm FMO5 cBOMCTBEHHA
6osee BbicOKas BapnabenbHOCTb HYKJIEOTUAHOIO COCTaBa Cpeaun pasHbiX BUAOB MO3BO-
HOYHbIX. Y yenoBeka hFMO1-5 nokasbiBalOT pasnmyHble TKaHecneuMduyHble naTTepHbl
akcnpeccun. Hapsay ¢ umtoxpomamm P450 (CYP) FMO aBnstoTCs caMoi BaXKHOM COCTaB-
naowen dasbl | GuotpaHchopmaumm kceHobrnoTnko. FMO 1 CYP nposiBNsSilOT CXOACTBO
Nno TKaHeBOMY pacnpenesieHunio, MOMEKyNsapHO Macce, cyocTpaTHOM cneumduyHOCTM.
B otnnume ot CYP FMO He TpebyioT NpucyTCcTBUS cyobcTpaTa A Havana kaTtaimTuyeckoro
umkna. Baxxbim otnnymem FMO oT CYP siBnsieTCs TO, YTO NepBblii He NoABEepP>XXeH HY ObICT-
PO MHOYKLUMN, HA MHIMBMPOBaHMIO. HeCMOTps Ha NepekpbiBatoLLyOCs CybCTpaTHyto cre-
UMPUYHOCTb, B pe3ynbTate katanmsza FMO n CYP 06pasyloTcs pasnnyHble MeTabonmnThl,
OT/IMYaoLWMeCH Mo TOKCUMKONOrMY4eCKUM 1 papmakonornyeckum cBoncTeam. B otnnyne
oT CYP FMO 06bI4HO HE MHAYLIMPYIOTCS U HE MHIMOUPYIOTCH KCEHOOMOTUKAMM, H4TO NO3BO-
NFEeT NPeanosioXuTb, YTO JIEKAPCTBEHHbIE CPeAcTBa, MeTabonnanpyemMble NPenNMyLLLECT-
BeHHO FMO, 6yayT MeHee noaBepXeHbl IeKapCTBEHHbIM B3aUMOLECTBUAM.

KniouyeBble crnoBa: GJaBUHMOHOOKCUTeHasbl; cucteMa GroTpaHchopmMaumnm Kce-

HOOWOTUKOB; LMTOXPOMbI P450.
&)




L. P. Smirnov. 5. FLAVIN-CONTAINING MONOOXYGENASES (FMO) ARE
PHASE | ENZYMES OF XENOBIOTIC BIOTRANSFORMATION. NOMEN-
CLATURE, STRUCTURE, MOLECULAR DIVERSITY, FUNCTION, PARTICI-
PATION IN THE FUNCTIONING OF THE BIOTRANSFORMATION SYSTEM.
A COMPARISON WITH CYTOCHROMES P450 (A REVIEW)

FMO (EC 1.14.13.8) is an ancient and conservative group of enzymes present in all living
organisms without exception. FMO is a microsomal flavoprotein that oxidizes molecules
containing nucleophilic heteroatoms of nitrogen, sulfur, phosphorus, or selenium. FMO
do not oxidize physiologically essential nucleophiles. The prosthetic group of FMO is FAD.
In addition, the enzyme uses NADPH and molecular oxygen, most often catalyzing the for-
mation of monooxygenated substrates, NADP+, and water as by-products of the reaction.
In humans, the FMO1-4 genes are closely located on the chromosome, which in mam-
mals was the result of an earlier gene duplication, and are localized on the chromosome
1924.3, while FMO5 is located on the chromosome 1g21.1. FMO5 is the first enzyme
that appeared in mammals, since FMO5 genes feature a higher nucleotide composition
variation among different vertebrate species. In humans, hFMO1-5 show various tissue-
specific expression patterns. Along with cytochromes P450 (CYP), FMOs are the most
important component of phase | biotransformation of xenobiotics. FMO and CYP show
similarities in tissue-specific distribution, molecular weight, and substrate specificity.
Unlike CYP, FMOs do not require the presence of a substrate to start the catalytic cycle.
An important difference between FMO and CYP is that the former is not subject to either
rapid induction or inhibition. Despite the overlapping substrate specificity, the catalysis
of FMO and CYP produces different metabolites with different toxicological and pharma-
cological properties. Unlike CYP, FMOs are not usually induced or inhibited by xenobio-
tics, which suggests that drugs that are primarily metabolized by FMOs will be less sen-
sitive to drug interactions.

Keywords: flavin-containing monooxygenase (FMO); biotransformation of xenobio-
tics; cytochromes P450.

BBepeHune

dnaBmHcogepxalluye MoHookcureHasol (FMO)
KaTaM3npyoT MHOXECTBO peakumil OKCUreHa-
LMW XEMO-, PEerno- 1 3HAHTUOCEJIEKTUBHOIO TUna
[Huijbers et al., 2014]. OHn BOBNEYEHbI B KIO4Ye-
Bble OGuonornyeckne Mnpouecchl, TakMme Kak Kka-
Tabonmam, pertokcukaumsi, OUOCUHTE3, CBETO-
BO€ u3snydeHue n gp. Ha ocHoBaHUM CTPOEeHud
n dyHKumm FMO MOXHO pacnpenenutb no BOCb-
Mu rpynnam. depmeHTsl rpynn A v B ncnonbaytoT
NAD(P)H B KayecTBe BHeLUHEro AoHopa 3J1eKTPO-
HoB. Mpynnbl C—F — aByx6enkoBble CUCTEMBI, CO-
CTOSLLUME N3 MOHOOKCUreHas v dnaBvHpenyKras.
Mpynnbl G 1 H npeacTtaBnsitoT coboli MOHOOKCHU-
reHasbl, KOTOpble BOCCTaHaBIMBalOT GiaBuUH Mny-
Tem okucneHus cybctpara [Huijbers et al., 2014].
B coctaB rpynnbl B BKJO4YEHbI TpU Knacca dep-
MeHTOB — N-rmapokcunmpyoLme MoHOOKCUreHa-
3bl (NMO), moHOoOkcureHasbl banepa — Bunnure-
pa (BVMO) n cobctBeHHo FMO [Eswaramoorthy
et al., 2006]. CurHanbHble MocnegoBaTeNbHOCTU
FXGXXXHXXXW (P_D) y BVMO 1 FXGXXXHXXX (Y_F)
y FMO no3BongioT otavunTb OfHy rpynny dep-
MeHTOB OT apyrown [Fraaije et al., 2002].

FMO (EC 1.14.13.8) — opeBHAsA 1 KOHCEPBATUB-
Has rpynna GepMeHTOB, MPUCYTCTBYIOLLLAA BO BCEX

6e3 WCKIYEeHUs XUBbIX opraHuamax [Mascot-
ti et al., 2015, 2016]. FMO — NADPH-3aB1CUMbIA
MUKPOCOMasbHbI (GNaBoONpPOTENH, KOTOPbIA OKUC-
ngeT MOJekynbl, cogepXxawme HykneoduabHble
reTepoaTomMbl a30Ta, cepbl, Gocdopa nnn ceneHa
[Cashman, 1995]. Y aykapuoT 3H3MMbl BCTPOEHDI
B MeMOpaHbl 3HAOOMIA3MaTUYECKOro PeTUKysy-
Ma (OP) 1 kaTtanMsaupyloT OKUCAUTENbHBIM MeTa-
00N1M3M LLUMPOKOrO CrekTpa CTPYKTYPHO pasHo-
006pasHbIX NUNOPUIBHBIX XUMUYECKUX COedUnHe-
HUI, BKAOYAKOWMX NEeKapCTBEHHble MnpenapaThl,
nUULEBbIE KOMMOHEHTbI 1 necTuumabl [Krueger,
Williams, 2005; Cashman, Zhang, 2006]. Hapsaay
¢ yutoxpomamu P450 (CYP) FMO aBnaioTcsa camom
BaXKHOW cocTaBnsaoLen ¢asbl | bBuotpaHchopma-
LN KCEHOOMOTUKOB. 3T pepMeHTbl OCYLLEeCTB-
naT katanmna 5 % 13 860 n3BeCTHbIX KCEHOOWO-
TnkoB. Ha FMO npuxogutca okono 2 % ns 4000

peakumin  oKCuaopenykuuu,  CTUMYIUPYEMbIX
aTuMn  kceHobmoTukamm [Rendic, Guengerich,
2015].

B HacTosiiem o0630pe OyayT pacCMOTPEHbI
BOMPOCbLI CUCTEMATUKU, CTPYKTYpPbl U PYHKUMN,
MONeKyNpHOro pasHoobpasus FMO, ux ydyacTtus
B PYHKLIMOHMPOBAHNM CUCTEMbI OMOoTpaHcdopma-
LMK Y 9YKapUOTUYECKNX OPraHN3MOB.
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CuctemaTtuka u reHoMHas opraHusauusa FMO

Cuctematnka FMO ocHOBaHa Ha HOMEHKNATy-
pe CYP, B KOTOPOM 3aMeLleHbl TPMBMASbHbIE Ha-
3BaHWS, MCMNOJIb30BABLUMECS B MPOLUIOM, HA OAH-
Hble N3y4YeHuns NepBuUYHON CTPYKTYPLI [Hines et al.,
1994; Lawton et al., 1994]. Celiyac n3BecTHO NaTb
dopm FMO (FMO1-5). 311 depMeHTbl OEMOH-
ctpupytloT 50-58 % UAEHTUYHOCTU MO aMUHO-
KMCNOTHOW NOCNenoBaTeNbHOCTU MeXAy Buaamu
[Cashman, 1995]. B HacTosiLlee BpeMsa 0003Ha-
yeHne FMO vcnonb3yeTcs ons 6enka, a reHsl 060-
3HavatlTcs KypcmBom — FMO. B cemeiicTBe reHoB
FMO npossngaeTtca cxogHast ¢ CYP MHTPOH/3K30H
opraHmsaums, Ho B otnnyme ot CYP camblin 65n3-
K1 0OLWMIA NpeaLeCcTBEHHVK BCeX niaueHTapHbIX
MJIEKOMUTAOLWNX UMEN KNacTep, Ccoaepxalimn
FMO1-4 wn otpenbHbin nokyc FMOS5, koTopble
BOSHUKNN M3 OYyNAVMKALMU aHLLECTPasbHOro reHa
npumMmepHo 210-275 munnnoHoOB neT Hasapn [Her-
nandez et al., 2004]. FMO1 — FMO4 pacnonoxeHsbl
Ha xpomocome 1, B panoHe q24.3. FMO5 Haxo-
ounTcs Ha ~26 Mb 6nmxe K LeHTPOMEpPY, B pafioHe
1921.1 [Hernandez et al., 2004].

Cuuntaetcs, uto FMO5 — nepBbli EPMEHT, KO-
TOPbIA NOSABUICS Y MIEKONUTAIOLLMX, MOCKOJbKY
reHam FMO5 ceoicTBeHHa 6onee BbicoKas Bapua-
0enbHOCTb HYKJeOTUAHOro cocTaBa cpean pas-
HbIX BMOOB MO3BOHOYHbIX. Opyrne 4detbipe FMO
chopmMmmupoBanm noamtomuto, B kotopor FMO 1
n 3 Hanbonee TECHO CBA3aHbl Mexay coboin. Pun-
NIOreHEeTN4ECKNN aHanmM3 MnokasblBaeT, YTO 3BO-
noums aTux GepMeHTOB Havyanacb NO3gHEE, YEM
FMO5 [Zhang, Cashman, 2006].

LLlectb FMO-reHoB, o6HapyXeHHbIE HA ApYromM
KOHLLe XpoMOoCOoMbl 1924.3, y yenoBeka sBNs0TCS
ncesgoreHamm [Hines et al., 2002]. Kpome Toro,
ncesnoreHsl (FMO7-11P) obHapyXeHbl Ha XpOMO-
come 1g24.2 [Hernandez et al., 2004]. FMO-reHbl
yenogeka (hFMO1-5) nposBAalOT OPTONOrunio
«OOQuH-B-0OnH» ¢ FMO1-5 ppyrux BUaoB MJEKO-
nutatowmx [Phillips et al., 1995].

Crtpykrtypa FMO

MpocTteTtnyeckon rpynnon FMO aensetcsa FAD.
Ona peanusaummn cBoux dyHkumin FMO Tpeby-
etca NADPH B kadectBe kodakTtopa. lMonvnen-
TnoHaa uenb FMO coctout n3 532-558 amuHo-
KNCJOTHbIX OCTaTKOB (@0) M COOEPXUT BbICOKO-
KoHcepBaTmBHble FAD- n NADPH-cBasbiBaoLme
nomeHbl [Atta-Asafo-Adjei et al., 1993; Lawton,
Philpot, 1993]. Monekynel FMO Bcex cemelicTts
MMEIOT KOHCEPBATMBHbIE MOCNEL0BATENBHOCTU —
B FAD-ceasbiBaowem pgomeHe 310 GAGPSG,
B NADPH-ceasbiBalowem pomeHe - GGASSA
[Choi et al., 2003], a Takxe cneumduUyHylO s

Bcex FMO npgeHTndurkauMoHHyo nocnenoBaTesib-
HOCTb FXGXXXHXXXY/F, koTopas B3anMMOOencT-
ByeT C ¢naBnHOBOM YacTbio FAD, posib KOTOpPOW
noka ocTaeTcd Hem3BeCcTHOM [Eswaramoorthy
et al., 2006]. ®epmeHTbI CBA3aHbl C MeEMOpaHamm
9P ¢ nomoLubio C-KOHLEBOro TpaHCMeMBpaHHOro
a-CnmMpanbHOro y4acTka.

PeHTreHOCTPYKTYPHbIA aHanm3d rokasasn, 4YTo
FMO coctouT n3 AByX CTPYKTYPHbIX OOMEHOB.
Ao 176-291 obpasyioT HeOOobLLOK JOMEH, Ha3BaH-
HbI JOMEHOM-BKNaabiwem (insertion domain) [Es-
waramoorthy et al., 2006]. OcTanbHasa 4yacTb NoAn-
nenTuaHon uenu GopmMunpyeT 6ONbLLIOK OAMHOYHBIN
OOMeH. [loMeHbl coeiHeHbl Mexay coboi cermeH-
TOM, cocToawmm 13 60 ao, KOTOPbIN UMEET KOHPU-
rypaumio ciyy4amHoro knybka ¢ HeKOTopbIMUY He3Ha-
YNTENbHBIMU 3NIEMEHTAMU BTOPUYHOM CTPYKTYPbI
N y4acTBYET B CTabunmaaumm Monekysbl GepmeHTa
[Hao et al., 2009]. Mexay oomMeHamu CyLlecTByeT
Hebonbllaa BnagMHa Ha MOBEPXHOCTU OO0NbLIOro
noomeHa. KoHcepBaTvBHas HyKNeoTuA-CBSA3bIBAlO-
was nocneposatenbHocTb GAGPSG pacnonoxeHa
B CepALeBUHe OOMbLIOrO AOMEHA U OrpaHuyMBaeT
BnaguHy. FAD pacnonoxeH B kaHane BOOMNb Yriy-
OneHnss N CBSI3aH TONMbKO C OGONbLUMM LOMEHOM.
FAD-cBs3biBaloWmMin 4OMEH — 3TO ykiagka Poccma-
Ha (Rossman fold), MOTVB B TPETUYHOWM CTPYKTYype
6enka, KOTopbI CBA3bIBAETCA C afeHo3nHAMGDOC-
¢daTtom FAD, yto npeBpawaet FAD B eOMHCTBEH-
Hbl TN @naBuHa Kak MPOCTETUHECKOWN rpPynnbl
AN 910N rpynnbl GepMeHTOB. ALEHNH HyKIleoTnaa
ocyLecTBAseT cBs3db ¢ MoTMBOM GAGPSG nocpen-
CTBOM BOAOpOAHONM cBA3n. AToMm N, ageHnHa cBs-
3aH C aTOMOM a30Ta B OCHOBHOW LLenv MOJNEKY/bI
Arg-39, a ocHOBaHvMe — C FyaHUAMHOBOW rpynrown
Arg-39. docdartHasa YacTb dnaBrHa coeamHseTcst
¢ GAGPSG BMeCTe C MONEKYOM BOAbI.

NADPH cBasaH ¢ motuBoMm GGASSA, pacno-
JNIOXXEHHBIM BHYTPU OOMeHa-BKnagpiwa. ALEHUH
kodakTopa B3anMoaencTByeT ¢ 6e5KkoM, a HUKO-
TUHamMug — ¢ GaBMHOBOWN 4acTbio MoJsiekysbl FAD.
lMpocTeTuyeckas rpynna cuibHee CBsi3aHa C MO-
nekynon 6enka, yem kodakTop [Eswaramoorthy
etal., 2006].

0OCco00eHHOCTH KaTaNIMTU4YeCcKoro uukna
dbepmeHTa

dyHpameHTanbHas 0COOEHHOCTb CTPOEHUs
aKTUBHOro ueHtpa FMO 3aknioyaeTcs B TOM, 4TO
aMUHOKUCJIOTHbIE OCTaTKM, KOTOPbIE OKPYXalT
akTMBHbIM LLeHTp FMO, He aBnaioTcsa Hykneoduna-
MU 1 NPENATCTBYIOT BO3MOXHOCTU WMHaKTUBALUU
depmMeHTa noa, AeNCTBUEM INEKTPODUSIbHBIX Me-
TabonutoB [Cashman, 1995].

Katanutnyeckmn uykn FMO XOpoLo M3y4yeH.
®epmeHT uncnonbdyetr NADPH 1 monekynsp-
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Substrate

(S/N/P/Se) (ST/N*/P*/Se*)
?ﬁ
FADOOH (NADP*) FADOH (NADP")
0o, |2 4 H,0
[—»
FADH? (NADP") FAD (NADP*)
%
—— 1 5 NADP*
NADPH+
H+

Puc. 1. Katanutuyeckmin umkn FMO (okucneHue mone-
KyJl, UMELLMX HykKneopunbHble retepoatomsl S, N, P,
Se).

* CTaguum umkna ¢ orpaHnN4YeHHOM CKOPOCThIO KaTtanmsa. ** Cta-
s, npu kotopon kpome H,O moryt obpasosbiBatbea H,0
n cnopaaunyeckm *0,”

Fig. 1. Catalytic cycle of FMO (oxidation of molecules
with nucleophilic heteroatoms S, N, P, Se).

2

* Stages of the cycle with a limited rate of catalysis. ** The stage
at which, in addition to H,0, H,0, and sporadically +O,™can be
formed

HbIi KMCNOPOS, Yalle BCero kartanuampys obpa-
30BaHME MOHOOKCUMEHMPOBAHHbIX CyOCTpaToB,
NADP+ 1 Boabl Kak MOOOYHbIX NPOAYKTOB peakLmnmn
[Krueger, Williams, 2005]. Ha nepBoi ctagun ka-
Tanntnyeckoro uukna NADPH npowussoanT OByx-
9NIeKTPOHHOE BoccTaHoBneHne FAD B OoTcyTCTBUE
cybetpata (FADH, + NADPY) (puc. 1). Boccra-
HOBNEHHbIN (pnaBuH ObICTPO pearvpyeTt ¢ Morse-
KYNSIPHBIM KMCIOPOAOM, 06pa3ys HeobbIYHO CTa-
ounbHbIi C4a-ruagponepokcudpnasud (FAD-OOH),
M B 3TOM COCTOSAHMN, KOTOPOE Ha3BaHO «B3BELEH-
HbiM Kypkom» (cockedgun), FMO moxeTt cyle-
CTBOBATb A0 TeX MOp, NokKa PsSAOM HE OKaxeTcs
nogxogswmn Hykneodun (ctagus 2) [Krueger,
Williams, 2005]. CtabunbHocTb FAD-OOH o4eHb
Bbicoka. lMpu 4 °C BpeMeHHOW Omuanas3oH Kose-
6neTcsa oT MUHYT A0 YacoB [Jones, Ballou, 1986].
CoenunHeHus, copepxawye HykneodunbHble
retepoatombl, B3ammogencteyioT ¢ FAD-OOH
M npeBpawalTcsa B OKCUAbI, KOTOpble, o6nanas
BbICOKMM YPOBHEM MONSPHOCTU, TEPSOT dapma-
KOJIOrMYECKYI0 aKTMBHOCTb WCXOAHbIX MOJEKYN
N Nerko 3KCKpeTupyloTcsa n3 knetkn. CyTb peak-
LMW 3aK104aeTCcst B TOM, 4TO OAUH aTOM MONEKy-
Nbl KACNIOpOJa nepeHocuTcs Ha cybceTpaT (cTa-
avs 3), a BTopon GOpMUPYET MOJIEKYY BOAbI
(ctagnsa 4). BeiceoboxaeHne H,O wnm NADP+

(cTagma 5) angeTca IMMUTUPYIOLLMM GaKTOPOM
CKOPOCTU peakumun. In vitro nx ypaneHme ms um-
Kna npouUCXOauT Kak B MPUCYTCTBUW, Tak U B OT-
cyTcTBMe cybcTpaTa M MOXeT COMpoBOXAATbCSH
(kaK No6o4HbIN adpdekT) noasneHnem H,0, n ns-
penka cynepokcuaa (+0,’) [Siddens et al., 2014].
B oTcyTcTBME cybcTpata uamM B MpUCYTCTBUN CO-
€OVHEeHNn, KOTOpble MOryT CBA3blBaTbCH C dep-
MEHTOM, HO He MOryT ObITb MMAPOKCUINPOBAHI,
C4da-rngponepokcudnaBmH MOXeET pearnmpoBaTb
¢ H,0,, o6pasysa ncxoaHyto ¢popmy FAD [Chenpra-
khon et al., 2019]

CywecTyeT psag npumepos, koraa FMO okuc-
NS0T aTOM S B cepocoepxallumx COeauHEHUSIX,
npeBpawlas Ux B BbICOKOPEAKTMBHbIE MOMNEKYIbI,
KOTOpble 3aTEM NOKMAAIOT 30HY peakumu, nepemMe-
watoTes kK 6nmsnexawiemy umtoxpomy P-450 (CYP)
1 nHakTMBMPYIOT ero rem [Decker et al., 1992].

Ocob6eHHOCTU TKaHeBoW akcnpeccumn FMO
Y MJ1eKonuTalLwmx

Y yenoseka hFMO71-5 nokasbiBalOT pPasnuny-
Hble TKaHecneunduyHble NaTTEePHbl 3KCMpec-
cun [Koukouritaki et al., 2002; Zhang, Cashman,
2006].

hFMO1 pomuHmpyeT B eTanbHOM MneyvyeHu,
a y B3pOC/Oro 4efnoBeKa HEe BbISABASETCS. 33HI
n KawmaH [Zhang, Cashman, 2006] nokasanwu,
yto mMRHK FMO1 petekTtupyeTcst rnaBHbIM o6pa-
30M B MoYkax, rae coaepxutcs B 6onee 3Ha4u-
TEeNbHbIX KONMMYECTBaX MO CPABHEHUIO C APYrMMU
TkaHamu. KonnyecTtBo TpaHckpuntoB FMOT B ne-
YeHV 1 TOHKOM KuLleyHunke nnoga o6wuio B 10-14
pas Huxe, 4yem B noykax. B nerkux aToT nokasa-
Tenb 6blS1 HA YPOBHE 2,8 % OT TaKOBOro B MOYKax.
B Mo3re v ne4deHn B3pOCIbIX NIOAEN KONNYECTBO
TpaHckpunToB FMO1 6bin10 MeHbLue 1 % oT ypoB-
HS1, BbIIBFIEHHOrO B NO4YKax. B oTnnymne ot yenose-
Ka, B ne4yeHn mbiern MFMO1 aBns€TCs OCHOBHbIM
depMEeHTOM, a y KPoJinka 3TOT PEPMEHT CUHTE3N-
pyeTcs Takke B CAN3UCTON KULLIEYHNKA U HOCOBbIX
nagdyxax [Falls et al., 1995].

MPHK hFMQOZ2 petekTupyeTtcs B OCHOBHOM
B JIEFOYHOW TKAHW B 3HAYUTENbHO GOMNbLUMX KO-
nn4ecTBax, Yem B Apyrux TkKaHax. Hanpuwmep,
B MOYKax BbISBIEHO B 7 pa3 MeHbLLEe TPaHCKpUM-
T0B FMOQO2, 4yem B nerkux. YposeHb MPHK hFMQO2
B MEYEHN N TOHKOM KULLEYHMKe He npeBbiwan 2 %
OT TakOBOrO B JIEMKNX, @ B MO3re 1 peTasibHON ne-
yeHn coctaBun meHee 1% [Koukouritaki et al.,
2002]. Skcnpeccuss FMO2 B nevyeHn yenoBeka
OYeHb HN3Kasa, PEePMEHT, BEPOSTHO, HE MPUHUMA-
€T 3aMeTHOro y4acTtust B Metabonmame O60sbLLINH-
cTBa kceHobunoTunkos [Falls et al., 1995].

MakcumanbHasa koHueHTpauma FMOS xapak-
TepHa o149 neyeHn B3pPOChbIX noaen. B nerkux,
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noykax u detanbHon rnedeHn MPHK Obin cxogHbIM
1 konebancs B ananasoHe 2—-4 %, a B TOHKOM Ku-
LUeYHMKEe N Mo3re Obin MeHblle 1% OT ypoBHS
MPHK B neuenu [Falls et al., 1995].

O6GHapyxeHo, 4To Y Mbilieii mMFMO3 nmeeT Bbl-
paXkeHHYyIo reHAepHyo cneunduky n 6onee akTuB-
HO 9KCNpPEeccupyeTcs y Camok.

okecnpeccua FMO4 B neyeHn 4yenoBeka O4YEHb
HM3Kas, 1, BEPOATHO, Tak Xe Kak 1 FMO2, FMO4
He NPUHUMAaEeT 3aMeTHOro y4yacTusi B MeTabonms-
Me OosblUMHCTBA KceHoOuoTukoB [Falls et al.,
1995]. Tem He meHee MPHK FMO4 petekTupyeTt-
Cs B nevyeHn u noykax. B ¢petanbHOM neyeHn, ToH-
KOM KULLEYHUKE W NErkmx ypoBeHb TPaHCKPUNTOB
He npeBbicun 7-10 % OT MakCMMasbHbIX 3Ha4ye-
HUI, a B Mo3re — 1 % [Zhang, Cashman, 2006].

TpaHckpuntel MPHK FMO5 o6HapyXeHbl BO
BCEX TKaHAX, OOHAKO WX HanOOJbLUNIA YPOBEHb
3aperncTpmpoBaH B MNeYeHu, a MUHUMaNbHbIA —
B Mo3re (1 % oT MakcumMarnbHbIX 3Ha4eHun). FMO5
nokasbiBana [AOCTATO4YHbIM YPOBEHb 3KCMpec-
CUM B TOHKOM KULLEYHMKE, NoYKax U nerknx — 6o-
nee yem 50% ot obuwero konuyectesa FMO-
TPaHCKPUNTOB B neyeHu 4venoeka [Koukouritaki
et al., 2002; Zhang, Cashman, 2006].

Cy6cTpaTtHas cneundpUyYHOCTb

Xao n coaBTopsbl [Hao et al., 2009] nonarator,
4TO dYHKUMOHaNLHOe pasHoobpasne FMO mne-
KOMUTAKLWMX — 3TO 3BOJIOLMOHHbBIA OTBET HA MO-
SIB/IEHME HOBbIX KCEHOOMOTUKOB B OKpYyXKaloLlen
cpene. FMO meTabonnavpytoT LWMPOKKIA CrnekTp
Cepo- M asoTcofepXxalimx Mosekyn. Yrnepom,
dochop n cenieH Takxke NoABepPXeHbl OKUCe-
Huto, kaTanusmpyemomy FMO [Krueger, Williams,
2005]. Kpome TOro, mnokasaHO OKUCIUTENbHOE
nekapbokcunupoBaHue [Mashiguchi et al., 2011],
okucnmutTensHoe gemetunmposaHue [Gut, Conney,
1993] n o6pazoBaHve OucynbPUOHbLIX CBS3EN
[Suh et al., 1999].

FMO nerko katann3mpylT MOHOKATUOHHbIE
aMVHbl UM @HUOHHBIE CEPOCOAepPXaLlme Mone-
Kynbl, y KOTOPbIX 3apsi, 0Kain30BaH Ha aTtome
cepbl, TaKne Kak TmoaueTaTt, HO BBeAeHME B CTPYK-
TYPY MOJIEKYJIbI BTOPOIA 3apsiXXeHHOW rpynnbl 6,10-
kupyeT katanni. besd Bcakux uckmoveHun FMO
He KaTanuM3upylT OKUcreHne BmaHnoHoB, Guka-
TUOHOB UK BUNONSAPHBLIX MOHOB. CTONT 0BPaTUTL
BHMMaHMEe Ha OAHO OYeHb CYLLECTBEHHOEe 0OCTOo-
aTenbcTBO — FMO He okncnsaioT GrUsanonornieckm
acceHuuanbHble Hykieodunsl [Krueger, Williams,
2005]. 3a ncknyeHnem umcteaMmuHa, SBnsoLLe-
rocs cybctpatom FMO, ocTanbHble acceHumanb-
Hble HyKleodwusbl NPeacTaBnsioT coboii GukaTmo-
Hbl (MONIaMUHbI), BUNONSIPHbLIE MOHBLI (AMUHOKWC-
NOThl U NENTUAbl) UM MONEKYIbI, coaepxXxalime

OOHY WU HECKOJIbKO Trpyrnn aHMOHOB, Pacroso-
XEHHbIX AUCTaNbHO OT HYKNEeOPUIbHOrO retepo-
aToma (KoaH3uM A, BUOTUH, TMamMmmnHnupodocoart
n gp.). EamHcteenHaa FMO (FMO1 Saccharomy-
ces cerevisiae) criocodbHa OKMUCNATb CBOOOAHbIN
umctenH [Suh et al., 1996]. CnepoBatenbHo, no-
3ULMS U YNCNO MOHHbBIX FPYNN — FNaBHble HGakTopsl,
onpepensiowme CrnocobHOCTb 3JH3MMa KaTanu-
31poBaTb UMEHHO cnabble Hykneodusbl U He 3a-
TparmBaTb 9CCEHUMANbHBIE MOMEKybl. ITOT Xe
OOLWMA MPUHUMN (Hanu4umMe 3apsiKeHHbIX rpynmn)
paboTaeT npu NnogaepXaHnn ypoBHS acceHumanb-
HbIX METaboNINTOB BHYTPU KIETKU, YTO UCKITIOYaEeT
X JOCTyn B Katanutmnyeckun ueHtp FMO. Hanpo-
TUB, HE3apsiKeHHble KCEeHOOMOTUKU WM Haxo-
OsWmecs ¢ HAMM B PABHOBECUN UX 3aPSXKEHHbIE
dOpMbI 1IErKO MPOXOAAT Yepes KIETOYHbIE MEM-
OpaHbl 1 MOryT B3aMMOOENCTBOBaThL C ruaporne-
pokcudnaBMHOM. B gononHeHne K 3apsny crepum-
yeckre 0COBEHHOCTM MOTYT UCKIUYUTL U3 KaTta-
n3a onpeaeneHHble TUMbl cnabbix Hykneodunos
[Krueger, Williams, 2005].

CenektmBHOCTb FMO no 3apsay — BO3MOXHbIN
MeXaHN3M, C NMOMOLLbIO KOTOPOro pepMeHTbI Bbl-
60pOYHO B3aMMOLENCTBYIOT C KCEHOOMOTMKaMW,
Tak KakK 3apsKEeHHble MOMEKyflbl HE MOryT fer-
KO MPOHWMKHYTb B KJI€TKM 4eped nnasdmaTnyeckue
mMembpaHbl [Krueger, Williams, 2005]. Knaccuye-
ckummn cybceTtpatamu FMO ansioTcs Takue Kce-
HOBWOTUKMN, Kak MMUMPaMUH, HUKOTUH, KJ103aruH,
TamokcudeH n ampetamnH. OKMCNEHNE 3TUX CO-
€VNHEHUIN NOBbLILAET UX PACTBOPUMOCTb U CMO-
COOCTBYET nocnenyloLleli akCkpeumm, HO MOXeT
WHOrAa noBblaTbh TOKCUMYHOCTb MONEKYN B pe-
3ynbTarte akTueaumm [Henderson et al., 2004].

dusumonornyeckmmmn cybetpatamum FMO saens-
totca TpumeTunammH (TMA), uncteammH, nmnoe-
Bada kucnota [Poulsen, 1981; Suh et al., 1996; Mit-
chell, Smith, 2010].

LincteamnH oKnMcnaeTcs rno atoMy cepsbl, NpeBs-
pawasce B gumcynbdug umctamuH. LmcteamuH
y4acTBYET B perynsiumm pasamyHbix ropMoHOB. OH
ABNSETCH MOLHBIM MHIMOUTOPOM coMaTocTaTuHa
N OKa3bIBAET BAUSHME HA LMVPKYASLMIO TOPMOHA
pocTa y cBuHel [McElwain et al., 1999]. ®uano-
formyeckas pofib S-okCcureHaumn umucteaMmmHa
¢ nomouwbio FMO octaetca Hem3BecTHOW. vno-
TeTUYEeCKN OKCUTeHauns LMcTteamMmHa ¢ nNoMoLLbio
FMO moxeT BbiCTynaTb B POSIY BCNOMOraTeibHOro
KOHTPONA Tnos/oucynb®@uaoHOro pegokc-craryca
BO MHOrmx metabonuueckux nytax [Ziegler et al.,
1979]. C ppyrow CTOpOHbI, OKUCNEHUE LMuCcTeaMn-
Ha BbINOJIHAET NPOTEKTOPHYIO OYHKLUMIO, MOCKOJb-
Ky UMCTeaMuH yxe B KOHueHTpauuu 39 uM asng-
€TCS TOKCU4YHBIM ANl KNeTKM, BO3MOXHO, 4yepes
TpaHcdopmaumio MeTanno3aBucnumMmoro obpaso-
BaHMS nepokcuaga sogopopa [Jeitner, Lawrence,
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2001]. OkncnntenbHOe NpeBpaLLEHNE C MOMOLLLBIO
FMO umcteammHa B UMCTaMUH C NOCNenyoWwmMm
BbIBEAEHNEM €ro U3 KIIETKN MOXET NPeacTaBnsTh
cob0li MexaH1M3M geTokcukauum. Yepes aToT npo-
uecc FMO moxeT y4acTBOBaTb B KOHTPOJIE YPOBHSA
H,0, B kneTke 1 akcnpeccumn reHos, obecnedrsa-
owmx perynaumio H,0,, cynbdruopwn/oncyib-
GUOHbIX COOTHOLLIEHW 1 0OLLIEr0 peaokc-cTatyca
[Khomenko et al., 2004].

Opyrum aHporeHHbiM cybetpatom gns FMO
SIBNSIETCA NUNOeBasi KUCNOTa, KOTOpas BbICTY-
naet B ponu KodakTopa Ana a-KeTtorayrapar-
n nupyeBataerngporeHas. FMO «katanuaupyet
S-okcureHaumio  gucynbduaa  NUMNOEBON  KUC-
notel 1 nunoamupga [Krueger, Williams, 2005].
MeTabonuTbl NOOBEPraloTCAd BOCCTAHOBJIEHUIO
no konbuy 1,2-guTnonaHa Cc NOCAeayloLwmm
S-mMeTnnupoBaHMeM. TeM HEe MeHee BO3MOXHasi
pone FMO B cynbdokcnmpaumm MeTuncynbdu-
[OB NINMOEBON KUCNOTbl OCTaeTCHd HEeU3BECTHOW
[Schupke et al., 2001].

Ona pasHbix FMO xapaktepHa onpeneneHHas
cybcTpatHas cneumduyHoCTb, KOoTopas 3aBu-
CUT OT PasMepoB «LLeN» WA KaHana B aKTMB-
HOM LEHTpEe, KOTOpble MOryT OrpaHu4MBaTb AO-
cTyn K 4a-rngponepokcudnasuHy [Ziegler, 2002].
FMO1 wumeeT wwupoyanylo cyobCcTpaTHylO che-
UMPUYHOCTb OTHOCUTENbHO apyrux FMO. FMO2,
B otanume ot FMO1, He okucnsetr umunpamuiH
(TPULMKNNYECKUA aHTUAENPECCAHT) U XJIOPMpo-
Ma3uH (Henmponentuk). FMO1 n FMO2 pasnuya-
nnceb no cneumnduke s3anmopencteusa ¢ 10-(N,N-
anmMeTtunamMmuHoankun)-2-(tpunonyopometnn)-
deHoTnazmHamu, BapbUPYOLWMMU N0 OJAVHE
OOKOBOW Lenu OT 2 A0 7 yrnepogHbiX aTOMOB,
1 gepuBaramm TMomMo4eBuHbl [Krueger, Williams,
2005]. Y FMO1, 3a wuckioyYeHnem pepusarta
C [OBYXYrnepoaHoii OOKOBOM Lenblo, akTUBHOCTb
B OTHOLLEHUWN KOTOPOro 6blsia MakCUManbsHOM, ojn-
Ha OOKOBOI Llenu 4eTBEPTMYHOIO aMuHa He umena
oTnnyni B KnHetuke npu N-okcureHaumm. FMO2
He meTabonuanposasna cybcTpart ¢ AIMHON BOKOo-
BOV Uenu 0o 5 atomoB yrnepoga. lNpn ysenuye-
HUKW YMcna aToMOB yriiepoaa B 6OKOBOM Lenu oT 5
0o 7 aktmBHocTb FMO2 npubnuxanacb K Tako-
Boi FMO1. Knnetuka S-okcureHnposanus FMO1
He 3aBucena oT pa3mepa cybcTpaTa, B TO Bpems
kak FMO2 He kaTtanuampoBana S-OKCUreHaumio
1,3-andpeHnnTMoMoYeBUHbI, HO Oblsla akTUBHA OT-
HOCUTENBHO OEHUNTUOMOYEBUHBI U HADTUITMNO-
Mo4eBuHbI [Krueger, Williams, 2005].

B neuyeHn yenoseka FMOS3 pomuHunpyet B FMO-
3aBMCMMOM MeTaboNM3Me pPasfINYHbIX XUMUYe-
ckumx coeanHeHmin [Koukouritaki et al., 2002]. 3tot
depMeHT kaTanmanpyeT OKMUCNeHne cybcTpaTtos,
KOTOpbIE NO pa3dMepam MeHbLLE KaTaan3npyemMblixX
FMO1 [Cashman, Zhang, 2006]. Knaccuiyeckmm

cybcTpaToM ansa pepMeHTa aBaseTcs TpuMeTmuaa-
MuH (TMA). N3BecTHO ao 40 mytauuin reHa FMOS3,
KOTOpble MPUBOAAT K MoTepe 3H3MMOM Crnocob-
HOCTU K okucneHmto TMA po TMA-okcupa, 4To
npuBOAMT K 3ab0neBaHnto, Ha3blIBaeMoMy TpuMe-
TUNaMUHypUen (cnMHapoM pbibHoro 3anaxa) [Mit-
chell, Smith, 2010]. Takne 6uoreHHble aMUHbI, Kak
TpamMuH 1 GeHeTunamMuH, MeTabonm3npyoTcs 40
N-okcmaa yepes BTOPUYHYIO CTEPEOCENEKTBHYIO
okcureHaumto oo TpaHc-okcuma [Lin, Cashman,
1997]. FMOS3 meTabonuanpyeT LWMPOKUIA KPyr ne-
KapCTBEHHbIX NPenapaTtoB, COAEPXALLMX HYKIeO-
dunbHbIE aTOMbI a30Ta 1 cepsbl (Tabn. 1).

O cybceTpatax ansg FMO4 npaktuyeckn HU4ero
He M3BECTHO, TaK Kak pepMeHT aKcnpeccupyer-
CSl B HE3HAYUTENBbHOM KOMWNYECTBE U, BEPOSITHO,
He urpaeT 3amMeTHOW ponu B meTabonmame [Phil-
lips, Shephard, 2017]

Kak nokasaHo Bbiwe, reH FMO5 pacrnonoxeH
Ha XPOMOCOMeE OTAeNibHO oT reHoB FMO1-4. O6-
HapyXeHOo, 4TO PEPMEHT HE OKUCASET TUMUYHbIE
cybctpatel FMO (MeTumason, paHUTUAWH, Ln-
metnamH) [Overby et al., 1995; Cherrington et al.,
1998]. hFMO5 He MeTabonmaupyeT TpumeTuna-
MUVH, pochopcoaepxalume TpumMeTus- n Tpuoe-
HUNPOCOHUHLI. He3dHauuTenbHad akTMBHOCTb MO-
KazaHa B OTHOLUEHUM crabblXx Cepocoep KaLmx
HYKNeodunoB, TakmMx Kak S-MeTun-330HapuMof,
n ¢eHtmoH [Ohmi et al., 20083; Leoni et al.,
2008]. TMokasaHo, u4yto FMO5 katanuampyet
S-okcureHaumio TMO3OUPOB KapOOHOBLIX KUCHOT,
4YTO SABISIETCH B KAKO-TO Mepe YHUKasbHO cyb-
cTpatHom akTnBHocTbio FMOS5 [Ohmi et al., 2003].

Mo cybecTpatHbiIM  NpeanoydyteHnam  FMOS5
nposiuna cebs Kak MOHoOOKcureHasa bale-
pa — Bunnurepa, karanuaupylowiasi oKMcneHue
anndaTnyeckmx N UMKINYECKNX KETOHOB B CO-
OTBETCTBYIOLLUME 3DUPLI N NAKTOHbL. OTCYTCT-
BOBasia akTMBHOCTb B OTHOLUEHUMM ypauumna,
N,N’-gumMmeTnnnponmieHMo4YeBUHbI, b6-Banepo-
naktama, 2-nMpponmanHoHa, 4-xnop-a-MeTun-
CTupeHa, 6eH31N0BOro cnmpTa, KOPUYHOro cnmp-
Ta, TpaHcaHeTona [Fiorentini et al., 2016].

Yuyactue FMO B yHKLIMOHUPOBAHNN CUCTEMBbI
6uoTpaHchopmaumm kKceHoouoTukos (Ppasa l).
OTtnunumne ot yutoxpomoB P450 (CYP)

Bosnblioe 4ncno pepmMeHToB UCMOSb3YIOT MO-
NeKyNaApHbIA KNCNOPOA4, NPU OKUCIEHUWN OpraHu-
yeckmx cybcTpaTtoB. [N OCYLLECTBAEHUS Takol
peakumum depMeHTy HeobXoAMMO akTMBUPOBAaTb
MOJIEKYJIIPHBIA Kncnopog,. B cospaHnu monekyn,
NEPEeHOCALUNX MOJSIEKYNAPHbIA KUCI0POa, 4acTo
MCMNONb3YITCA MeTalbl C NEePEexXOaHON BalleHTHO-
CTblO, CBAI3aHHbIE C OPraHM4ecknM KOpaKToOpOM.
Hanpumep, B katanutuyeckom umkne CYP npowuc-

(=)



Tabnuvua 1. JlekapcTBeHHble cpeacTsa, MeTabonmanpyemsle FMO3 [gaHHble n3: Motika et al., 2007]
Table 1. Drugs metabolized by FMOS3 [Data from Motika et al., 2007]

Mpenapat dapmakonornyeckuin apdekt
Drug Pharmacological effect
N-copepxaiupe coeguHeHus
N-containing compounds
AmdeTtamuH [cnxocTMMynaTop nNpm paccTporCcTBax BHUMAHUSA U HAPKOENcum
Amfetamine A stimulant to treat ADHD and narcolepsy
BeH3ngamuH O6e360n1BatoLLMI Mpenapar 1 JIoKasbHbI aHECTETUK

Benzydamine

An analgesic and local anaesthetic

KnosanuH ATUNMYHBIZ aHTUNCUXOTUYECKIMI Npenapart. Takke aensetcs cybctpaTtom ans CYP1A2 n CYP3A4
Clozapine An atypical antipsychotic, also metabolized by CYP1A2 and CYP3A4

JancoH JleveHne npokasbl

Dapsone Treatment of Mycobacterium leprae infections

Ntonpua MpOKMHETMK, NCNONBb3YEMBIN NpU racTpoasodareansHoOM pediokce

ltopride A prokinetic agent used against gastro-oesophageal reflux disease

MeTtamdbeTamnH McmxocTUMynsaHT

Methamfetamine

A psycho-stimulant drug

OnonataguH AHTUIMCTaMVHHBIM Npenapar 1 cTabunna3aTop TY4HbIX KIEeTOK.
Olopatadine Takke metabonuanpyetca CYP3A4
An antihistamine and mast cell stabilizer, also metabolized by CYP3A4 and 1
PanntnamH [MpoTNBOA3BEHHbLIN Npenapar
Ranitidine An anti-ulcer drug
CynbdomeTokcazon CynbdaHnnamm, ncnonb3yeTcs Npu neveHnn nH@ekLmMii MoYeBoro kaHana

Sulfamethoxazole

A sulfonamide antibiotic, used to treat urinary tract infections

TamokcundeH Tepanusa paka MOJIO4HOM Xenesbl
Tamoxifen Used in breast cancer therapy

S-copepxalume coeanHeHus

S -containing compounds
AnbGeHpason AHTUTENbMUHTUK, Takke MeTabonuampyetcsa CYP
Albendazole An antihelmintic drug, also S- oxygenated by CYP
LnmetnonH AHTaroHucT H2-peuenTtopa, nevyeHmne n3xoru n 93ebl
Cimetidine H2-receptor antagonist that is used in the treatment of heartburn and peptic ulcers
OTroHamng, AHTMOMOTMK BTOPOrO MOKOJIEHUS, UCMOJb3YETCS NpY NieveHnmn Tybepkynesa, Takke metabonmau-
Ethionamide pyetcs hFMO2
Second-line antibiotics for the treatment of tuberculosis, also S-oxygenated by hFMO2

MeTtumazon AHTUTUPEONOHbIV Npenapat, MeTabonnanpyeTtcs B dopme S-okcmaa

Methimazole

An antithyroid drug, metabolized by FMOS3 to form its S-oxide

CynuHpak
Sulindac

Mcnonb3yeTcst npy HacneaCTBEHHOM NOMNo3e
Used to treat familial adenomatous polyposis

TasapoTeHoBas KmucnoTa

Tazarotenic acid

AuUEeTMNEHOBBIV PETUHOW, UCMONb3YEMbIl MPU NCOPMA3e 1 akHe.

MHakTnBmpyeTtcs yepesd obpazoBaHue cynbdokecunaa. Takke asnsetcsa cybctpatom s CYP2C8
An acetylenic retinoid used in the treatment of psoriasis and acne.

Inactivated to its sulfoxide metabolite by CYP2C8

XOOUT N3MEHeHne BaneHTHOCTM noHa Fe, pacno-
JIOXXEHHOro B nNopeupruHOBOM KonbLe. Y yenoBe-
Ka BblBNeHO 57 reHoB 1 6osiee 59 nceenoreHoB
cuctembl umtoxpoma P450. OHu nogpas3gensaoTcs
Ha 18 cemencts n 43 nogcemenctea. I3 HUX TOnb-
KO TpW CeEMENCTBA NPUHUMAIOT y4acTue B YHK-
uMoHupoBaHun ¢asbl | BuoTpaHchopmaumnm
KCeHOONOTUKOB (Tabn. 2). PyHKUMOHaNbHbLIE OCO-
OEHHOCTN 3TUX CEMEWNCTB pPacCMOTPEHbl paHee
[CmupHOB 1 ap., 2015].

dnaBnH3aBNCMMbIE MOHOOKCUIrEHa3bl UCMOJb-
3ylI0T opraHuyeckuii kodaktop 6e3 metannmye-
CKOW KOMMOHeHThI. [lpncoeguHeHve kmcnoposa
NPONCXOANT B TOT MOMEHT, KOraa KodakTop Haxo-

OUTCH B BOCCTAHOBJIEHHOW OpMeE, 4YTO JaeT eMy
BO3MOXHOCTb MUCMO/Ib30BaTb MONEKYNSPHbIA KNC-
nopogp, kak cyoctpat [Massey, 1994]. Paznuuns
B kaTanutudeckux uuknax CYP n FMO B cxarton
dopme npeacTaBneHbl Ha puc. 2.

FMO, Tak xe kak u CYP, MOXHO paccMaTpmBaTtb
Kak CrnefCcTBUE «3BOJIIOLMOHHON BOVHbBI MEXAY XN -
BOTHbIMU N pacTEHUSIMU», NO3TOMY 06€ MOHOOK-
cureHasbl CNoCOOHbI OKUCIATL ThICAYM pacTUTESb-
HbIX ankanougoB U APYrMxX NPUPOLHbLIX NPOOyK-
TOB, @ TakKXe TbICAYN CUHTETMYECKUX NpenapaTos
[Krueger, Williams, 2005]. FMO u CYP npossnaioT
CXOACTBO MO TKAHEBOMY pacnpefeneHuto, Mone-
KynsipHOW macce, cybcTpaTHOM crneunduyHoCTu.
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Tabauua 2. Cemeictea CYP n FMO, yyacTsytowme B GYHKLUMOHNPOBAHNM CUCTEMbI B1OTpaHcdopMaLmn
Table 2. CYP and FMO families involved in the functioning of the xenobiotic biotransformation system

CewmeliicTBO DyHKuUN Cocrtas HasBaHusa
Family Function Composition Name
CYP1 MeTtabonmam kceHobnoTukoB | 3 noacemelicTea, 3 reHa, CYP1A1, CYP1A2, CYP1B1
n creponaoB 1 ncesaoreH
Metabolism of xenobiotics 3 subfamilies, 3 genes,
and steroids 1 pseudogene
CYP2 « 13 noacewmelicts, 16 reHos, | CYP2A6, CYP2A7, CYP2A13, CYP2B6,
16 nceBooreHoB CYP2C8, CYP2C9, CYP2C18, CYP2C19,
13 subfamilies, 16 genes, CYP2D6, CYP2E1, CYP2F1, CYP2J2, CYP2R1,
16 pseudogenes CYP2S1, CYP2U1, CYP2W1
CYP3 « 1 noacemencTso, 4 rexa, CYP3A4, CYP3A5, CYP3A7, CYP3A43
2 nceBporeHa
1 subfamily, 4 genes,
2 pseudogenes
FMO « 1 cemeincTBo, 5 reHos, FMO 1-4, FMO5
10 nceBporeHoB
1 family, 5 genes,
10 pseudogenes
CYP MckntoueHnem aenasetca FMO5, koTopas nHayum-
Fell Fell Felll FeV pyeTtcsa B renatoumtax pudamnmumuHoM, B KiieTkax
R-H R-OH + H:0 HepG2 runeppopurHOM, B KneTkax paka MOJIOY-
02 HOU Xenesbl CUHTEeTUYeCKUM nporectuHom R5020
FMO [Phillips, Shephard, 20171].

FAD == FAD-OOH==> FAD

R-H R-OH + H:0

02

Puc. 2. Cxema okucneHus cybetpatoB (R-H) untoxpo-
mamun P-450 (CYP) n pnasnHmoHookcureHasamm (FMO)
Fig. 2. Scheme of substrate oxygenation (R-H) by cyto-
chromes P-450 (CYP) and flavin-containing monooxyge-
nase (FMO)

B neyeHun B3pocnoro yenoseka konmyectso FMO3
JOCTuUraeT 3HadeHui Oo 65 % OoT Konm4yecTBa,
006bI4HO Habnogaemoro ans CYP3A4 [Koukouritaki
et al., 2002]. Bo3pacTHble 0COOEHHOCTN 9KCMNPEC-
cum FMO1 n FMO3 B neyeHu yenoBeka 4aCTUHHO
CXOOHbl C TakOBbIMW OBYX M30(POPM CeMencTsa
CYP3A npu nepeknoyeHumn deTtanbHbix n3odopm
(CYP3A7 n FMO1) Ha B3pocnbie (CYP3A4 n FMO3)
[Zane et al., 2018]. HecmoTps Ha TO 4YTO «BPEMEH-
HOW nepekyaTeNb» 3Kcnpeccum @epmMmeHToB
rpynnel CYP3A noka3sbiBaeT CXOACTBO C TAKOBbIM
FMO, cyuwiecTByOT BaxHble OTin4ms. Bo-nepBsblx,
B otnnume ot CYP3A4 FMO3 He petekTupyeT-
csa B peTanbHOM neveHu. Bo-BTopbIX, Aenpeccud
CYP3A7 n aktmBaumsa CYP3A4 B3anmMOCBsi3aHbl
n obwumin ypoeeHb akcrpeccun CYP3A octaetcs
NoCTOsHHbLIM [Lacroix et al., 1997].

Cewmencteo FMO ropasgo mMeHbLue No YNCTEH-
HOCTU (KaKk OTMEYeHO BbllLe, BCEro NaTb CEMeNCTB
C 0gHUM depmeHToM), yeM CYP. B otnnume ot CYP
KCEHOBNOTUKM HE NHAYLUMPYIOT akcnpeccuio FMO.

B otnnume ot CYP FMO, kak nokasaHo BbiLLeE,
MeTaboNM3npyT pPsad, 9HAOOMEHHbIX CybCTpaToB.
FMO n CYP yacTo 1cnosnb3yloT 0OHM 1 Te Xe cyO-
cTpaTbl, HO B pe3ynbTaTe peakumin obpasyloTcs
pasHble MeTabonnTbl, OT/MYAOLLMECH MO TOKCU-
KOJNIOrm4yecknm 1 papmakosnormyeckumMm CBOMCTBam
[Hao et al., 2009]. CYP, kak u FMO, moryTt okuc-
NSATb reTepoaTtoOMbl a30Ta M Cepbl, OHWU Yalle Ka-
TanM3npyloT MAPOKCUANPOBAHUE, AeankKuanpo-
BaHME unm anokcupaumo yrnepoga [Guengerich,
2001]. Ecnn CYP obpabaTbiBaeT 00JIbLUYIO YaCTb
KCEHOOMOTUKOB CO CckopocTbio 1-20 monekyn
B MuHyTy, To FMO — 30-60. CYP moryTt meTabo-
nmM3npoBaTb CyoCcTpaT 40 MOJekys, CoaepXaLlmx
pasnuyHble pagukanbl U Apyrve anekTpodussbl,
B TO Bpems kak FMO npoayumpyloT He coaepxa-
e pagukanbl COeaMHEHUs, KOTOopble OObIMHO
NONSIPHbI U NErko 3KCKPETUPYKOTCH U3 KIETKN.
Pap coeguHeHuii B npouecce 6uoakTreauum npu
ydactum CYP npeBpawaloTCs B BbICOKOTOKCUY-
Hble€ NPOU3BOAHbIE, TAKME KakK 9NOKCUObl, OKCOHbI,
nepsuyHble apun N-rugpokcmamMunHbl. B 4acTHO-
CTU, uMTOXpOoMbl cemelictea CYP1 metabonuan-
pyloT 6eH3nupeH Ao OeH3nupeH-7,8-anokcuaa,
KOTOPbI OKUCASIETCS 9NOKCMArnaponason ao
6eH3nunpeH-7,8-gurngpogviona. danee CYP1 me-
TaboM3NPYIOT NPeBpaLLLeHe 3TOro MHTepMeama-
Ta B «CynepkaHueporeH» — 6eH3nupeH-7,8-aurm-
apoanon-9,10-anokcug, [CmupHoB 1 gp., 2015].
Mpouecc nony4mn Ha3BaHue «buonornyeckas ak-
TuBaumsa KaHueporeHos» [Beresford, 1993]. Okuc-
nexve npu ydactum FMO npuBoguT Kk o6pazosa-
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HUIO HEeTOKCUYHbIX Monekyn [Koukouritaki et al.,
2002].

MexaHnambl katanuda FMO u CYP nmeloT cy-
LecTBeHHble pasnmuus. Lntoxpombl P450 Tpeby-
IoT NpucyTcTBUA cybcTpaTta Ois Hadana katanu-
Tnyeckoro umkna, a FMO HeTt [Krueger, Williams,
2005]. CYP okucnsieT Monekysbl C MOMOLLBIO MO-
cnenoBaTesibHOro O4HO3JIEKTPOHHOrO npolecca,
M NO 3TOM NPUYMHE B pedynbTarte Kataamsa MoryT
BO3HMKATb BbICOKOPEAKTUBHbIE, MOTEHLMANbHO
TOKCUYHbIE MPOAYKTbI, CMOCOOHbIE WHAKTUBM-
poBatb Unn UHrMbuposaTb camy monekyny CYP.
HanpoTtme, FMO okucnsaoT cybcTpaThbl C Hyk/eo-
GWIbHLIM reTepoaTtoMoOM Yepes, Kak OTMEeYeHO
BblLLIEe, ABYX3JIEKTPOHHbIN MPOLECcC, KOTOPbLIA Npu-
BOOUT K 0O6pa3oBaHMIO MONSPHBIX, IErKO 9KCKpe-
TUPYyEMbIX NPOAYKTOB BuoTpaHchopMaLmnu.

B otnnyne ot FMO, koTopble akuenTupyloT
9neKTpOHbl HenocpeactBeHHO oT NADPH, CYP
nony4atot nx ot NADPH yepe3 0ONOAHUTESNBHBIN
depmeHT NADPH-CYP-penyktasy v akTUBUPYIOT
KMCNOPOL TOJNILKO MOC/e CBA3bIBAHUA C OKUCIAe-
MbiM cybcTpaToMm. B cnyvyae FMO ob6pasyetcs cTa-
OunbHbI 4a-rngponepokcudnasmH (FAD-OOH),
a 'y CYP dbopmumpyeTcs OTHOCUTENbHO HeCTabusb-
HbI Komrnekc Fe-0,. na FMO npeanoytuTesb-
Hbl HYKNIEO(UNbHbIE COEANHEHMS, B TO BPEMS Kak
CYP akuenTumpyloT HamMeHee HykneopuibHbIE.
CYP okmncnaioT MOnekynbl 4epes3 psif, 3neKTpo-
OWIbHBLIX peakumii, CONPOBOXOAIOLLMXCH CcOo3aa-
HUeM paaukanbHbix monekyn, FMO okucnsioT co-
eaVIHeHVs Yyepe3 peakuun HykneodUbHOro rnpu-
coeamHeHma [Cashman, 2004; Cashman, Zhang,
2006]. B psage cnyvyaeB NpoaykTbl peakuui, kata-
nnampyembix FMO, gaxe ecnv oHM OTHOCUTENbHO
peakTUBHbI, HE UHTMOUPYIOT SH3MM, HO MOTYT WUH-
rméupoBatb UM MHAKTMBMPOBATb HaxogsLmecs
pagoom 6enkn, Bknovas CYP [Kedderis, Rickert,
1985; Cerny, Hanzlik, 2005].

MHKybupoBaHne MUKPOCOMaNbHOW dpakuum
npu pH 8,4-9,4 npnBoaMno K NpPeKpaLLeHnio ak-
TneHoctn CYP (pH ontumym 7,4) n He BO3OENCT-
BOBaJIO Ha akTuBHOCTb FMO (pH ontumym 9-10).
Opyrum oTnnyvem sensetcsa 6onee HU3kas Tep-
MocTabunsHocTb FMO. lMpu oTcyTcTBUM B cpene
NADPH nopaBneHne akTUBHOCTWU MPOUCXOANIO0
npu 50 °C, Toroa kak CYP coxpaHsinn akTMBHOCTb
Ha ypoBHe 85 % oT1 HavanbHoro [Cashman, 2005].

JeTepreHTtsl MOryt nogasndtb OyHKLMNOHASb-
Hyl0 akTuBHOCTb CYP 1 He oKkasbiBaTb BANSHMUA
Ha FMO. Hanpumep, oTHOoCUTENbHO Honbluve KO-
nnyectBa TputoHa X100 npumeHstoTcs npu pabo-
Te ¢ FMOS 6e3 notepu nocnegHen GyHKLMOHANb-
Hol akTuBHOCTM [Cashman, 2008].

HecmoTps Ha 1o 4TO cnucok cybeTtpaTtos FMO
MeHblwe, 4yem CYP, OHM TemM He MeHee urpa-
0T Ype3BblYalHO BaXHyK posb B MeTabonuame

kceHobnoTukoB B ¢ase | GuoTpaHchopmaumnm
[Hines et al., 1994]. Hanpumep, B meTabonmame
TakMx npenapatoB, kak OeH3npgaMuH, UTonpua,
n apbugon, npuHumaet ydactne FMO, a He CYP
[Lang et al., 1998]. HekoTopble coeguHeHUs SB-
nsioTcs cybeTpatamum ans o6omx GepMeHToB (am-
beHnnrmgpamH 1 umnpa3mnaoH) [Lang, Rettie,
2000]. Takon metabonut FMO, kak WUHrMéuTop
Src-kmHasbl TG100435, Takke asnseTca cybcTpa-
Tom 1 ana CYP [Kousba et al., 2007].

BaxHbim otnunumem FMO ot CYP aBnseTtcsa To,
4YTO NEpPBbLIA He NOABEPXEH HU ObICTPON MHAOYK-
LMK, HN MHrMbupoBaHuio. MNpeanoxeHa rmnoTesa,
4TO B 00bIYHbIX YcnoBusx FMO cylecTBytoT B nos-
HOCTbIO MHAYLMPOBAHHOM COCTOSIHUM K3-3a Mo-
CTOSIHHOIO BO34ENCTBUS HA XMBOTHbBIX OFPOMHOIO
KonuyecTBa CyObCTaHUMIA, eXeOHEBHO MoJyyae-
Mbix ¢ nuwen [Mitchell, 2008].

3aknio4yeHue

dnaBMHMOHOOKCUIreHa3bl — @epMeHTbl, WUC-
nonb3ytowme FAD B ka4yecTBe KopepmeHTa 1 npu-
CyTCTBylOLLME Y BCex 6e3 UCK/YeHUs npencra-
BUTENEN XMBOTHOrO Mupa. Cenyac n3BeCTHO NATb
dopm FMO (FMO1-5). O6wmii npealecTBEHHUK
BCEX MJIEKONUTAIOLLMX UMEN KiacTep, coaepxa-
wmn FMO1-4 v otoenbHbIi nokyc FMO5, koTopble
BO3HUKIN M3 OYyNAVMKALUW aHLECTPasbHOro reHa
npumepHo 210-275 mnH net Hadaa. FMO meTabo-
NN3NPYIOT LWNPOKUIA CNEKTP MONEKyJ, COAepXa-
LWMX HykneodunbHble atoMbl S, N, P, Se.

FMO BmecTe ¢ CYP 9Bng0TCS HEOTbEMIIEMOWA
yacTtbto ¢asbl | cuctembl 6GuoTpaHchopmaumm
KCEHOONOTUMKOB.

FMO 1 CYP 4acTo OKMUCASIIOT OOHN U Te Xe Ccy0-
cTpatbl. TEM HEe MEHEe OKUCIUTESNbHbIE LUKIbI
bepMEeHTOB UMEIOT CYLLECTBEHHbIE OTnnyus. FMO
OKUCHIAOT cybCTpaThbl C HYKNEeodWSIbHbIM reTepo-
aTOMOM 4Yepes3 ABYX3NEKTPOHHbI NPoLecc, KOTo-
pbI NPUBOAMT K 0O6pa30oBaHMIO MOASPHBIX, JIErKO
3KCKPEeTUPYEMbIX HETOKCUYHbIX NPOAYKTOB. B ka-
Tanutuyeckom umkne FMO obpasyeTcs cTabuib-
Hoe coenmHeHne 4a-rngponepokcuonasuH (FAD-
OOH), He Tpebylouiee Hanuuunsa cybetparta. CYP
okucnsiet cybcTpaT Yepe3 obpas3oBaHMe HecTa-
OUNbHOro KOMMJekca KMCopoaa C MOHOM Xenesa
nepemeHHon BaneHTHOCTY (Fe-0,) 1 akTmBmpyeT-
CS1 TONbKO B NPUCYTCTBMM cybcTpaTta. HenpusatHol
0cobeHHOCTbIO MeTabonuyeckoro uukna CYP mo-
XeT ObITb NPeBpaLLEHNe HEKOTOPbLIX KCEHOBMOTU-
KOB, NONafaloLLMX B OPraHn3m, B aKTMBHbIE MeTa-
60NUTbl — CTUMYNISATOPLI KAHLLEeporeHesa.

M3ydyeHne ocobeHHOCTEN (YHKLMOHNPOBAHUS
FMO, nomumo ¢pyHOaMEHTaNbHOW HAaMPaB/EHHO-
CTWN, UMEET BbIPAXEHHbI MEeONLUNHCKUIA acnekxT,
CBSI3aHHbIN C BO3HWKHOBEHMEM psifa 3abonesa-
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HWUIN M3-3a reHeTU4eckoro nonmmopdmamMa 3Tomn
rpynnbl 6enkoB. [NonyyYeHHbIN K HaCTOSLWEMY Bpe-
MEHWN MaCCMB AaHHbIX YKa3bIBAET HA BAXHYIO POJib
FMO B ®YHKUMOHMPOBAHUN CUCTEMbI BUOTPAHC-
dopmMaLmm SHOOTEHHBIX COEAMHEHUIA N KCEHOOMO-
TnkoB. OoHaKo psif, BOMPOCOB, CBA3AHHbLIX C Me-
XaHnu3mamu cybcTpaTHOW cneumdukm, 0CobeHHO-
CTAMW B3aUMOLENCTBUA C APYrMMN CEMENCTBAMU
depmMeHTOoB | pasbl buoTpaHchopmaumm octaeTcs
HepeLleHHbIM. NMo3ToMy HEOBXOAMMOCTbL NPOJOoIN-
XXEHUA UCCNefoBaHNI 3TOW rpynrnbl MOHOOKCUTe-
Ha3 He BbI3blBAET COMHEHUIA.

bduHaHcoBoe obecrieyeHue MCCen0BaHUS
OCYLLECTB/IANIOCL U3 CPEACTB ¢enepasibHo-
ro 6woaxeta Ha BbIMOJHEHWE rOCYAapPCTBEHHO-
ro 3apganHus KapHL PAH (N° 0218-2019-0076
(Ne r. p. AAAA-A17-117031710039-3) «Broxumm-
4eckne MexaHU3Mbl, Ornpeaensiolme CxXoaCTBO
M pasinyns B pas3BuTUM agantaumi y rugpobmnoH-
TOB MOPCKUX U MPECHOBOAHbIX 3KOCUCTEM>»).
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MEXAHU3Mbl ®OPMUPOBAHUSA 94POBON
APEBECUHbI: DU3NO0JIOIN0-BUOXMMUHECKUE
N MOJIEKYJIAPHO-TEHETU4HECKUE ACIMNEKTbI

H. A. FTanu6buHa, K. M. Hukeposa, 0. J1. MoweHckaa, M. A. EpwioBa

UHcTuTyT neca KapHL PAH, ®UL| «Kapenbckuii Hay4uHbIvi ueHTp PAH», MeTposaBoack, Poccus

fnopoBas apeBecrHa — GU3MONONMYECKM HEeaKTMBHAsA Y4acTb KCUeMbl, koTopas obpa-
3yeTcs B pesysibTaTe CMepTU KJIeTOK MapeHXMMbl U XapakKTepu3yeTcs HaKomnjeHuem
9KCTPaKTUBHBIX BELLECTB, NPUAAIOLWNX OPEBECUHE YCTOMYMBOCTb K Guoaerpagaumu.
B 0630pe o606uieHa nocnegHss MHdopmauus 06 aHaTOMUYECKUX, OUOXUMUYECKMX
0COBEHHOCTSAX HOPMUPOBAHNS SAPOBOM APEBECUHbI, OMMcaHbl KloYeBble CTaaun ee
$GOpMUPOBaHMA Y OCHOBHbIX 16CO00Pa3YIoLLMX MOPO/, PACCMOTPEHa ee B1onornyeckas
ponb. OTOenbHOE BHMMaHWe yaeneHo ONMCaHUIO MOCNedHUX AOCTUXEHUN B N3y4eHUN
reHoB, KOOVPYIOLUMX KItoYEBbIE hEPMEHTbI YrNeBOAHOro 1 GeHoIbHOro 06MeHOB, MeTa-
60n1M3ma ropMOoOHOB, HEKOTOPbIE hakTOPbl TPAHCKPUMLMK, SKCMPECCUs KOTOPbIX BO3pa-
cTaeT npu o6pasoBaHNN OPOBOI ApeBeCUHbl. B 0630pe npeacTasneHbl OpUrmHasbHble
rMnoTesbl, KOTOpble paccmaTtpuBaloT 00pa3oBaHMe AOpPOBOM APEBECUHbI Kak (GopmMy
CTapeHusl TKaHel 1 CPaBHUBAIOT C NMPOrPaMMMPYEMOA KNETOYHOM CMEPTbIO.

KniouyeBble CnoBa: OpPeBeCHble pacTeHusi; KcunoreHes; 3ab0/0OHHas APEBECUHA;
TpaH3uTHas 30Ha; AOpOBas OPEeBEecUHa; MeTabonnTbl; aKTUBHOCTb GEPMEHTOB; 3KC-
npeccusi reHoB.

N. A. Galibina, K. M. Nikerova, Yu. L. Moshchenskaya, M. A. Yershova.
PHYSIOLOGICAL, BIOCHEMICAL AND MOLECULAR GENETIC ASPECTS
OF HEARTWOOD FORMATION MECHANISMS

Heartwood is a physiologically inactive part of the xylem, which is formed as a result
of parenchymal cell death and is characterized by the accumulation of extractives that
prevent wood from biodegradation. The review summarizes the latest information about
the anatomical and biochemical features of heartwood genesis, describes its major stag-
es in the main stand-forming species, and examines the biological role of heartwood.
Special attention is given to recent advancements in the study of the genes encoding
key enzymes of carbohydrate and phenolic metabolism, hormone metabolism, and some
transcription factors that are overexpressed during heartwood formation. The review
presents original hypotheses that consider heartwood formation as a form of tissue aging
and compare it to programmed cell death.

Keywords: woody plants; xylogenesis; sapwood; transition zone; heartwood; metabo-
lites; enzyme activity; gene expression.
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BBepeHune

B coBpeMEeHHOM AMHAMWYHO U3MEHSIOLLLEMCS
obuiecTBe Ha GOHe MOCTOAHHO PACTYLUMX SHEp-
reTM4ecknx W 3Konormyeckmx npobnem ppe.e-
cuHa npuobpeTaeT Bce Oosbllee 3HayYeHue Kak
BaXXHENLNA BO30OHOBMISIEMbIN UCTOYHUK 3HEp-
MK 1 KaKk NPOMBbILLIIEHHOE CbIPbE AN NPOU3BOA-
CTBa MHOIO4YMUCIIEHHbIX NPOAYKTOB. B 31O CBA3MU
YCKOpPEHMEe pocTa 1 yny4lleHne KavyecTBa gpeBe-
CUHbI, €€ TEXHONOIMMYECKNX CBONCTB — OCHOBHbIE
3a4a4M COBPEMEHHOI JIeCHOM OUOTEXHONOrnK.
dopmmpoBaHMe OpeBECUHbI (KCueMbl) Npounc-
XOOUT B pedynbTaTe AeATeNbHOCTU NaTtepanbHOn
MepucTembl — kambusa. NponsBogHble kambus,
obpalleHHble BHYTPb CTBOJA, AnddepeHUmpyoT-
CSl B CTPYKTYPHbIE 3IEMEHTbI KCUIEMbI: COCYAbI,
Tpaxeuapl, BOJIOKHA, KNeTKM akCuanbHOW 1 ny4e-
BOW MapeHxMMbl. OTOT MPOLLECC BKIOHYAET POCT
KNeToK pacTsxeHuem, GopMmMpoBaHME BTOPUY-
HOW KJIETOYHOM CTEHKW U B Clly4ae BOJIOKOH, CO-
CyOOB U Tpaxeug — nNporpaMMmpyemMyto Kietou-
Hyto cmepTb ([MKC). XXnBble KNeTkn napeHxmmbl
Yy4acTBYIOT B [ObIXaTesbHbIX Mpoueccax, obecne-
4YMBaKT 3anacaHne NuTaTeNbHbIX BELLECTB U ne-
peaBuMXXeHne X Mo NPOBOASLIMM TKaHSAM pacTte-
Hus. o mMepe pocTa gepeBa B HEM MPOUCXOOUT
CMEPTb MAPEHXUMHbIX KIIETOK KCUNEMbI, Pe3ysb-
TaTOM Yero CTaHOBUTCS 0Opal3oBaHWe Cresnon,
wnn aaposon (heartwood, HW) npesecuHbl. HacTb
KCUNEMBbI, KOTOPasi COAEPXMUT XUBbIE MAPEHXUM-
Hble KJIeTKM C 3anacHbIMWU (Pe3epBHbIMU) BeLle-
cTBaMu, Ha3blBaeTcs 3ab60n0HHOM (sapwood, SW)
apesecuHom [International..., 1964].

3abonoHHas apeBecuHa cogepxmt 5-35 % xu-
BOV napeHxumbl no obbemy [Panshin, de Zeeuw,
1980]. Y ronocemMeHHbIX pacTeHUN 3TOT nokasa-
Tenb cocTaBnsieT npmbnuautensHo 5-8 %, y no-
KpblITOCEMEHHbLIX — 10-35 %. KneTtkn napeHxnmebl
BO BTOPUYHOW KCUNemMe MOryT ObITb 4pe3BblHaNHO
OONTOXUBYLLVIMU, MPOAOIIKUTENBHOCTb UX XN3-
HM BapbupyeT oT 2 oo 200 net [Spicer, Holbrook,
2007]. KonuyectBo M ckopocCTb 06pa3oBaHus
A0POBOM APEBECUHbl HAXOASTCS MOA reHeTunye-
ckum KoHTponewm [Taylor et al., 2002; Spicer, 2005]
M pas3nmyaloTcs B 3aBMCMMOCTM OT NOpOapl Aepe-
BbEB, a TakKXe yCNnoBui npouspactaHus [Bamber,
Fukazawa, 1985; Gjerdrum, 2003; Yrones, 2004;
Nawrot et al., 2008; Wang et al., 2010].

BHyTpeHHMe cnon 3abonoHu, CcocTosme
N3 XMBbIX KJIETOK MapeHxumbl, 06pas3yloT XOopo-
LLIO BblIP@XEHHYIO Y HEKOTOPbLIX Nopof obnactb —
TPaH3UTHYIO (NepexonHyt) 30Hy (transition zone,
TZ) [International..., 1964; Shain, Mackay, 1973;
Bowman et al., 2005]. B TpaH3UTHOM 30HE CUHTE-
3MPYIOTCH BELLECTBA, KOTOPbIE B JAIbHENLLEM Ha-
KanameatoTCs B 44p0BOM apesecuHe [Burtin et al.,

1998; Magel, 2000; Taylor et al., 2002; Spicer,
2005].

MepBble YeTkne onpeaeneHns SW n HW 6binm
naHbl B 1964 rogy MexayHapogHow accouma-
umen aHatoMmoB papeBecuHbl (International Asso-
ciation of Wood Anatomists, IAWA [1964, p. 32]).
B 1987 roay Bbiwna kHmra William E. Hillis «<Heart-
wood and tree exudates», B KOTOPOM B OOHOW
13 nepBbIx Oblla cobpaHa nHpopmaums no dop-
MUPOBaHMIO 3ab0JSIOHHON W SOPOBON OpeBecu-
Hbl, MOKa3aHbl Pa3Nnynsa B XMMM4ECKOM COCTaBe,
a Takxe o6palleHo BHMMaHMe Ha CBOMCTBA ApeBe-
CUHbI B 3aBUCUMOCTW OT cooTHoweHnsa SW u HW.
B 2002 rogy PhD Adam M. Taylor ¢ coaBTopamu
n3 yHusepcuteta OperoHbl (Department of Wood
Science and Engineering, Oregon State University,
USA) npenctaBunn oOLLINPHbIM 0630p nnTepaTypbl
0 npuynHax GoOpPMUPOBaAHNSA SOPOBOM APEBECKUHSI,
TMNax ee o6pa3oBaHns y pasHblx Noposa, dGepmMeH-
Tax, KOTOpble Y4aCTBYIOT B 3TuX npoteccax [Taylor
etal., 2002].

B oTe4yecTBeHHOW ApeBECUHOBEOYECKON NnTe-
paType peako NnpuMeHsieTca AeneHme opeBeCuHbl
B pamMKkax OHOro CTBoJ1a Ha 3aB0JIOHHYIO U S4PO0-
Byto. B paboTax pycckux uccnemoBaTenen, Ha-
npuMep, cneumanncToB No APEBECUHOBEOEHUIO
C. N. BanuHa, J1. M. lMepenbirvHa, b. H. Yronesa
rOBOPUTCS O AeneHun Nopoa AePEBLEB HA 94P0-
Bble — C MOTEMHEHNEM LIEHTPASIbHOW YacTu ape-
BECUHbI, CNENOAPEBECHbIE — Y KOTOPbIX LeHTPasib-
Has 4acTb OPEBECKHbI HE OT/MYAETCs MO LBETY,
HO VMMEEeT MEHbLUYIO BNaXHOCTb, U 3aO0JIOHHbIE
nopoAbl, y KOTOPbIX LLleHTpanbHas 4acTb APEBECU-
Hbl HE OT/INYAETCS HU MO LBETY, HW MO BAXHOCTN.
ABTOpPbI NOAYEPKMBAIOT BO3MOXHOCTb €ANHOIO Xa-
pakTepa o6pa3oBaHus SOPOBON OpPEBECKHbI, KO-
Topasi MOXET ObITb BblpaXkeHa B Pa3HOM CTEMEHMW.
OTmeyaeTcs, 4TO Kaxaoe AepeBO NMPOXoanuT NyTb
obpa3oBaHnst CMnesioil APEBECUHbI, U Y HEKOTO-
pbIX OHa MOXEeT ObITb 4eTKO odopMIieHa, 0bpasys
aapo [MeaHoB, 1939; BaHuH, 1949; Yrones, 2004].
B aHrnossbluHoOn nutepartype Ans o6o3HavyeHus
cnesnon gpeBecuHbl, HE OT/INYAIOLLENCS MO LBETY
oT 3ab0JI0HW, NHOTrOA UCMOJIb3YIOT TEPMUH «ripe-
wood» [Racko et al., 2018].

PasHbiM acnektam mdyyveHms HW nocssiLeHo
O4YeHb MHOIro paboT, 0cCOOEeHHO B 3apybexKHOM nn-
TepaType. [okaszaHo, 4TO B pe3yfbTate o6pas3o-
BaHnsa HW cHuxaeTcsa cogepkaHue caxapos, 6en-
KOB, 3aMacHbIX KOMMNOHEHTOB (Kpaxmarna, MNMaoB)
N YBENNYMBAETCA KOJIMYECTBO BTOPUYHbLIX MeTa-
60/1MTOB (PEHONBLHOV NPUPOAbLI, CMOJ, 3KCTpak-
TUBHbIX BELLECTB, NPUAAIOLLNX OPEBECUHE YCTON-
4nBoCTb K Buogerpagauum [Hauch, Magel, 1998;
Magel et al., 2000; Saito et al., 2008; Macfarlane
etal., 2010; Wang et al., 2010; Pfautsch etal., 2012
n op.]. B nocnegHee Bpems Bce 60J1bLUE BHUMAHUS
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yOenseTcs U3y4eHuo MONEKYNSIPHO-FreHEeTUYECKNX
nokazarenen coopmmposaHna HW. B un3BecTHOM
HaM nuTepaType B OCHOBHOM UCCnenyeTcsl ypo-
BEHb 3KCMPECCUU FEHOB, KOAMPYIOLLMX DEPMEH-
Tbl, y4acTBylomne B OUOCUHTE3e GNIaBOHOUOOB
[Yang et al., 2004; Huang et al., 2010; Lim et al.,
2016]. O6paszoBaHne HW uvHorpa paccmarpusa-
10T KaKk OopMy CTapeHusi TKaHel N CpaBHUBAIOT
¢ MNKC, koTopas npomcxoauT npu GopMmnpoBaHnn
N3 KCUJTIEMHBIX MPON3BOAHbLIX KaMOKs Cocyn0B, BO-
NOKOH 1 Tpaxewnpg, [Taylor et al., 2002; Spicer, 2005;
Fromm, 2013; Lim et al., 2016].

B HacToswen paboTte o6o6LieHa nHdopmMaums
006 aHaToMM4Yeckux, BUOXMMUYECKMX OCOBEHHO-
cTax dopmupoBaHmna HW, o ponu reHoB, perynu-
PYIOLLVX KOYEBbIE CTaanm ee GOpPMMPOBAHUS.

Buonornyeckas posnb 94POBON APEBECUHbI

KuBble knetkn napeHxmmbl SW gBASIIOTCS CBSI-
3ylOWMM 3BEHOM A7 cuMniacta v anonnacTa
OPEBECHbIX TKAHEN N BbIMOJSHSAIOT BaXHble YHK-
UMM B PasnuMyHbIX Mpoueccax, Takmx Kak 3ana-
CaHve yrneBoAOoB, TPAHCMOPT BOAbl OT KOPHeN
K IMCTBE N paHeBOW OTBET, B TO BpeMda kak HW
He urpaet Buanmon eusuonormnyeckom ponam [Hil-
lis, 1987; Taylor et al., 2002; Beekwilder et al.,
2014; Celedon et al., 2016]. B otnanune ot SW HW
MMeeT BaxHble ANS AepeBornepepabaTbiBaloLeit
NPOMBILLIIEHHOCTU Ka4yeCcTBa (LBET, HN3Kas BAAX-
HOCTb, YCTOMYMBOCTb K OGuomerpagaumn) [Schef-
fer, Cowling, 1966; Bamber, Fukazawa, 1985; Hil-
lis, 1987; Onuorah, 2001; Taylor et al., 2002; Eke-
berg et al., 2006].

HW yacTto TemHee Mo uBeTy, YeM 3a00soHb.
Bonee TemHbI UBET OOYCNOBIEH BTOPUYHLIMU
MeTabonuMtaMmn, 3KCTPaKTUBHbIMK  BeLlecTBa-
MU HW. TOKCKYHbIE SKCTPaKTMBHbIE COEeAVNHEHUS
B HW onpenensioT ee eCTeCTBEHHY YCTOW4YU-
BOCTb kK Owuoperpagaummn [Bamber, Fukazawa,
1985; Hillis, 1987]. YmaneHme 9KCTPaKTUBHbIX
BELLECTB MPUBOAUT K TOMY, YTO NMPO4HbIE HPOpPMbI
ApEeBECUHbl CTAHOBATCSH BOCMPUUMYMBBI K FHUE-
Huio [Smith et al., 1989]. HanpoTue, nobasneHve
9KCTPaKTUBHbIX BELLEeCTB MOBbILLAET YCTONYN-
BOCTb K THWEHWIO HOPMaJslbHON, CKJIOHHOWM K pac-
nagy gpesecuHbl [Smith et al., 1989; Onuorah,
2001]. Cpenmn aKCTPaKTUBHbIX BELLLECTB OCHOBHYIO
Maccy COCTaBNSIOT CTUbOEHbI M CMONSHbLIE KUC-
notol. OTAoenbHble AEPEBbS COCHbI CYLLECTBEHHO
pasnuyarTcsa Mexay coboi No KoNnM4ecTBy CTUSIb-
OeHOB B Si4POBOM [pPEBECUHE, NPU 3TOM yKalaH-
HbI NPU3HAK MOXET nepenaBaTbCs OT poanTenen
notomcTBy [Harju, Venaldinen, 2006; Harju et al.,
2009; Partanen et al., 2011]. NMomMmumo npsmMon
QYHMMUMOHOM aKTMBHOCTU CTunbOeHbl obnapa-
IOT @aHTUOKCUAAHTHBIMU CBOWNCTBAMMU, TEM CaMbIM

3awmuan pacteHme oT CcBOOOAHbLIX paamkasnos,
NCNOMIb3YEMbIX MHOMMMU FPUOKOBLIMM NaTtoreHa-
MU 0N pa3pyLUeHUss KIETOYHbIX CTEHOK pacTe-
Hua [Schultz, Nicholas, 2000; Belt et al., 2017].
Mpouecc ¢dopmumposaHus HW conpoBoxpaeTtcs
ambonuen, gerpagaument U MHKPyCTaLMEn 3KC-
TPaKTUBHbIMW BeLLEeCTBAMU MOP Yy MPOBOASLLMX
3NIEMEHTOB KCUNEMbI, YTO 3HAYUTENIbHO CHUXaeT
NPOHNLLAEMOCTb OPEBECUHBI U NPUBOAUT K Mpe-
KpalleHuto TpaHcnopTa Boabl [Panshin, de Zeeuw,
1980; Yamamoto, 1982; Sperry et al., 1991; Fuijii
et al., 1997]. 3akpbiTe Nop Takxke NpenaTcTeyeT
NPOHUKHOBEHMIO OPraHN3MOB, BbI3bIBAIOLLMX FHU-
€eHune, B APEBECUHE.

Mpouecc obpazoBaHusas HW mMoxeT conpoBo-
XOATbCA PeumpKynsaumern n3 Hee nuTaTeNbHbIX
BewiecTB B SW nogo6HO pe3opbummn nutaTesnbHbIX
BELLECTB OT cTapetowmx nmctbe [Bamber, Fuka-
zawa, 1985]. Mpwn aTom GroreHHble BELLECTBA MO-
ryT NPeacTaBnsaTb COO0M 3HAYMTENbHBIN NCTOYHUK
nUTaTENbHbIX BELLECTB, HanpumMmep, Gopmmposa-
Hue HW y Eucalyptus obliqua noctaBnaet 31 %
Bcero ¢docoopa, Tpedyouweroca gepesy [Taylor
et al., 2002]. MNMpu mn3y4eHUn peumpkynaLmum Mu-
HepasibHbIX 3IEMEHTOB U3 S4POBOW APEBECUHDI
B 3a00N0Hb Y Chamaecyparis thyoides 6bino 06-
HapYy>eHO, YTO MX YPOBEHb B 3a00/I0HN AEPEBLER,
pPacTyLUMX HA y4aCTKax C HU3KOW KOHUeHTpaumen
NUTaTENbHbIX BELLLECTB B NO4YBE, NOAAEPXNBASICS
Ha YPOBHE, COMOCTaBMMOM C TakKOBbIM Ha y4acT-
kax, 6onee 6oraTbix NMUTaTENbHLIMY BELLECTBAMU.
Mpwn aTOM y OepeBbeB Ha OedHbIXx noyBax B HW
OblSI0 OTHOCUTESNIBHO Masno 3Tux aNemMeHToB. B 3a-
BMCUMOCTU OT TuNa pacnpeneneHns a1eMeHToB
BOOJIb MOMNEPEYHO ocu ApeBecuHbl OblIo npes-
JIOXXEHO pasfennTb UX Ha TPU KaTeropmm: Mobub-
Hble (N, P, K), npomexyTtoyHble (Mg, Zn) v Henoa-
BuxHble (Ca, Mn) [Taylor et al., 2002]. MNpwn oueHke
OAHHbIX O COAEPXaHUN MUHEPAsbHbIX 91EMEHTOB
B APEBECUHE Y 22 BMOOB rOfI0CEMEHHBIX 1 71 B1aa
NOKPbITOCEMEHHbIX YCTAHOBNEHO, YTO KOIMYECTBO
P, N, Kn S B HW Hmxe, yem B SW [Hillis, 1987; Ma-
gel, Holl, 1993; Magel et al., 2000; Meerts, 2002;
Saito et al., 2008]. Ona opyrnx anemMeHToB, Takux
kak Ca, Mg, Mn, Fe, Al unn As, CTpykTypa pacnpe-
nenexns mexay SW n HW asnsietca 6onee crnox-
HOM 1 3aBucuT OT Buaa [Meerts, 2002] v ycnosui
npouspactanus [Houle et al., 2008]. Ha npume-
pe Cryptomeria japonica n3y4eHne pagnanbHOro
TpaHcnopTa MeTayIoB NyTeEM BBeAeHUs pyouaus
(Rb) n eBponus (Eu) B 3a60/I0Hb BbISBUIO ABa
aTana B 9ToM npouecce: (1) akTUBHbIN TPpaHCNOPT
13 3a00/I0HM K BHeLWIHelr YyacTn HW yepes kneTku
ny4eBon napeHxumsbl 1 (2) audodysua 8 HW [Oka-
daetal., 2011, 2012].

dopmMmpoBaHMe SAPOBOM OpPEBECUHbLI pery-
NMpyeT KONMYecTBO 3aB0JIOHN Ha OMNTUMAasIbHOM
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AN pacTeHnsa ypoBHE, NOAAEPXNBASA TEM CaMbIM
OanaHc mMexay o6bemMOoM aBTOTPODHOM U rete-
poTpodHon TkaHu. CooTHoweHne HW/SW Bans-
€T Ha Takue npouecchl, kak (1) nopaepxaHuve
CTPYKTYPbI (MexaHnyeckas dyHKumS), (2) BOAHbIN
TpaHcnopT, (3) 3anacaHne pe3epBHbLIX coeanHe-
HUA 1 (4) SHepreTnyeckme s3aTpartbl Ha OblxaHue
XunBoi 3a6onoHu [Taylor et al., 2002; Spicer, 2005;
Mancuso, Shabala, 2010].

ST1anbl pOpMMPOBaAHUA AAPOBOIN APEBECUHDI

Y nepeBbeB BCEX MOPOS, B PaHHEM BO3pacTte
OpeBecrHa COCTOUT TOJIbKO 13 3aB0SIOHM U NNLLIb
C TEYEeHMEM BPEMEHU HAYMHAETCH OTMUpPaHUE
XMBbIX KIETOK napeHxumbl. C BO3pACTOM y MHO-
rmx gpesecHbiX BUOoB gond HW HaymMHaeTt 3aHu-
MaTb 3HA4YUTESIbHYIO YacTb kKcunewmsl [Taylor et al.,
2002; Spicer, 2005; Mancuso, Shabala, 2010].
dopmuposaHne HW HaumHaeTcsa y 6enoi akaunm
Ha 2-1 rof, y HEKOTOPbIX BUAOB 9BKanunTa — npu-
MepHO B 5 neT, y cocHbl — B 12-20 nert, y fce-
HA — B 60-70 net n y 6yka — B 80—100 net [UBa-
HoB, 1939; Dadswell, Hillis, 1962]. MoxHO Bbige-
JNINTb HECKOJIBKO 3Tanos npu opmmposaHnm HW:
00e3BOXMBaAHME KCUIEMbl B TPaH3UTHOW 30HE,
OT/IOXKEHME OKCTPAKTMBHbIX BELLECTB, U3MEHe-
HUS B CTPYKTYPE KIETOYHOM CTEHKMW, paspyLlueHne
aapa knetok [Nakada, Fukatsu, 2012].

B xBOWHbIX nopopax TZ coOepXuT MeEHb-
we Boapl, 4yem SW [Nakada et al., 1999, Nakada,
2006, 2007; Kuroda et al., 2009]. Ncye3HoBeHME
BOObl HA rpaHuue Mexay 3ab0JIoOHbI0 1 TPaH3UT-
HOIA 30HOW — OHO N3 NepBbIX COOLITUI B 0Opaso-
BaHUU aaposon apesecuHbl [Nakada, 2006, 2007;
Kuroda et al., 2009]. OtcytcTBMe TpaHcnopTa
Boabl B HW 06yCcnoBneHo 3akpbiTUEM MOp, coeam-
HSAOLLMX KNeTkM Mexay coboit. Mopbl MoryT ObiTb
ONOKMPOBaHbl  MHKPYCTaUMel SKCTPaKTUBHbIMU
BELL,EeCTBaMU, KOTOpas MPONCXOANT PE3KO Ha rpa-
Huue HW/SW nnn B TZ [Yamamoto, 1982].

OkcTpakTmBHbIe BelecTsa HW cnHTesmnpyotcs
N3 NIoKaJIbHO AOCTYMHbLIX COeauHeHUn n meTabo-
JINTOB, TPAHC/IOLMPOBAHHbIX 13 GnoamMbl 1 3ab0-
nonHu [Hillis, 1987]. lMpouecc oTnoxeHus coenu-
HeHun HW HasbiBalOT «MNCeBOOOOPEBECHEHNEM>,
NOCKOJSIbKY OH OTAMYAeTcHd OT nurHudbukaumm —
npouecca, Npu KOTOPOM JIMFHUH OTKaAblBAeTCs
B KJIETOYHbIX CTEHKAaX GOPMUPYIOLLNXCHA SNIEMEH-
ToB Kcunembl [Magel et al., 2000].

mbenb KNeTok napeHxnMbl SBASETCS KItO-
4yeBblM 3TanoMm B dopmupoBaHun HW. Shain u
Mackay [1973], onpegnensia XnU3HeCNocobHOCTb
NnapeHxXnMbl APEBECUHbI (MyTEM U3MEPEHUsa no-
TpebneHns kncnopoga u/mnn nytem HabnoaeHus
LNTOJNTIOTMYECKUX N3MEHEHNI), NPOLEMOHCTPUPO-
Ba/N, YTO AKTMBHOCTb JIy4EBOM MApPEHXUMbI MO-

CTEMEHHO CHMXAETCH C yBEIMYEHNEM PACCTOSHUSA
oT kambus. Mpu aTom B TZ HabnogaeTcs BCieck
MeTabon1M3ma, 4To, Mo MHEHUIO aBTOPOB, CBA3AHO
C WHTEHCUBHbIMW 0OMEHHBLIMU MpPOoLLeccamMmn B ne-
PEXO4HON 30He, NpenwecTBYIWUMU GopMUpo-
BaHuio HW. Ha npumepe pasHbix Buaos (Crypto-
meria japonica, Melia azedarach, Pinus sylvestris,
Larix decidua, Pseudotsuga menziesii v Robinia
pseudoacacia) OblNI0 NOKa3aHo, YTO PaspyLUEHUNIO
a0pa B KNeTkax NapeHxXuMbl NpealecTByoT pas-
nn4yHble n3meHeHus B ero dopme [Hillis, 1987].
HecmoTps Ha 6onbLIOE YACIO FMNoTe3, BblCka3aH-
HbIX 32 OOJrY0 NCToputo ndydeHmnsa HW, dpaktopsl,
KOTOpbI€ 3arnyckaloT 1 PEryavpyoT 3TOT NpoLecc,
[0 Ccux nop Heu3BeCTHbl. B HacTosiwee Bpewms
CMEepPTb JIy4YEBbIX KIETOK MNapEHXUMbl OpPEeBECU-
Hbl MOHMMAIOT KaK aKTUBHbIA, KOHTPOIMPYEMbI
Ha reHeTN4eCKOM YPOBHE MNPOLECC CTapeHus Kie-
TokK [Spicer, 2005; Spicer, Holbrook, 2007].

R. Nakada u E. Fukatsu [2012], nayyas Ha npu-
mMepe Larix kaempferi (Lamb.) Carriere ce30HHbIE
M3MEHEHNSI B TKaHgAX CTBONA npum ¢dopmmposa-
HUKM HW, BblABUHYNU MPEenonoXeHmne, 41o Oerun-
Apatauma Tpaxeng aBAgeTcs uHUuvaumen 3Toro
npouecca. Kak rnokasanu aBTopbl, pasHble aTanbl
dopmuposaHmg HW npomncxogaT B pasHble ces30-
Hbl (pyc. 1): B nepBylo ovepenb HabnwgaeTcs uc-
4ye3HoBeHMe cBOOOHON BOAbLlI M3 MpoceeTa Tpa-
xeun, (T. e. nepexod OT 3a00NOHM K TPaH3UTHOMN
30He); MNMKC kneTok ny4yeBOr MapeHXMMbl MPOUC-
XOOUT Mexay anpenemMm 1 UoneMm, Koraa kamouia
Hanbonee akTMBEH; W, HAKOHEL, OKpaLUeHHble
3KCTPAKTUBHbIE BELLECTBA S4POBON APEBECUHBI
(T. e. nepexog ot TZ k HW) oTknagpiBatoTCA no3s.-
Heln oCeHblo N paHHen 3umon [Nakada, Fukatsu,
2012].

MeTtabonuuyeckue npoueccobl Nnpu
dbopmupoBaHumn 94pPOBOIN APEBECUHbDI

O6pasoBaHne HW - 3anporpamMmmupoBaHHas
rmbenb KNeToK B CTapEeloLmMX closx 3ab0/IoOHN —
ABMISIETCS NOCAEAHMM 3TanoOM B XXM3HEHHOM LIMKIE
>KMBbIX MAPEHXUMHbIX KJIETOK KCUIEMbI, COMPOBO-
XOAKLLNMCH CHUXEHUEM CKOPOCTM MeTabosinama
1 GEepPMEHTATUBHON aKTUBHOCTH.

Mmbenb KNeTok NMapeHxnMbl KCUIemMbl HavymHa-
eTCsA C YMeHblueHus cogepxaHus 6enkoB U 3a-
MacHbIX BeLeCTB (Kpaxmana, MnuaooB) U3-3a
NOBbILLEHHOM aKTUBHOCTU rMAPONU3yloWwmx dep-
MEHTOB, TakKnxX Kak ammnasbl, pocdaTasbl 1 nmna-
3bl [Burtin et al., 1998; Magel et al., 2000]. B ne-
peExXoLHON 30HE BO3pacTaeT rmaposin3 caxaposbl,
obpa3syiolleinca nNpu pacLiensieHn noarmepos,
a Takke B pesynbTaTe MNOCTOSIHHOrO uMMnopTa
M3 BHELLUHUX TKaHeil 3abonoHu. Ytunusaums ca-
Xapo3bl MPOUCXOANT NPU y4acTum pepmMeHTOoB ee
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Puc. 1. CxemaTnyeckoe n3odpaxeHne Ce30HHbIX UBMEHEHUI, MPOUCXOOSALMX B TKAHAX KCneMbl npu popmMmurposa-
HUM aapoBol apesecuHbl [Mo: Nakada, Fukatsu, 2012 ¢ nameHeHuamu]

Fig. 1. Schematic representation of seasonal changes occurring in xylem tissues during the heartwood formation

[after: Nakada, Fukatsu, 2012 with changes]

rmagponnsa: caxapodocuHtasbl (CC) n nHBepTasbl
(puc. 2) [Xu et al., 1989; Magel et al., 2000]. Bbi-
COKasi akTUBHOCTb 3TMX GEepPMEHTOB NOAAEPXKMBA-
€T aKkLEenTopHble cBoncTea TZ.

BHauane npoayktel pacnana caxapo3sbl (Ppyk-
TO3a, rnwkosa u UDP-rnioko3a) npeuMyLlecT-
BEHHO WCMONb3YIOTCA O/ MOJyYeHUs SHepruuv
(cybcTpaTtHoEe U okucnuTenbHoe ¢ochopunmpo-
BaHue) [Holl, Lendzian, 1973; Magel, Holl, 1993]
M B HE3HAYUTENIbHOWN CTENEHN O CUHTE3a 9KC-
TPaKTUBHbIX BELECTB. DKCTPAKTUBHbIE BELLLECTBA
dEHONbHON NPUPOAb! ABASIOTCS CUbHBIMU UHIN-
OvTopamMu TpaHcrnopTa 37eKTPOHOB B MWUTOXOH-
ApusX, HA OCHOBaHUN YEro MUTOXOHOPUN CHMTa-
I0TCS MEepPBbIMW OpraHennamu, nNpekpaLLaLLyMm
aKTUBHOCTL npu dopmmpoBaHnm HW [Ziegler,
1968; Hillis, 1987].

YrnepogHbele CKeneTbl, HakanaMBawowmecs 3a
cyeT HedYHKUMOHASbHbIX MUTOXOHApUN (doc-

doeHonnupyear), BMecTe C NPOAYKTOM MEeHTO30-
docpaTtHoro nytn (MNPM) (sputpos3o-4-dpocdar)
(puc. 2) aBNsAOTCA OCHOBHLIMKW cyBcTpaTamMm Wn-
KMMaTHOro nytm — MexaHum3ma, UCMosb3yemMoro
pacTeHusaMu ans obpa3oBaHns 6eH30/1bHOro aapa
(puc. 3). B nepexonHOM 30HE W/UAN BHYTPEHHNX
cnosix 3abosIoHN O0BOHapyXMBaEeTCsl MOBbILLEHNE
akTUBHOCTU HEKOTOPbLIX pepmMeHToB umkna Kpeb-
ca (mManaT- 1 CykuMHaTaerngporeHasa), a takxe
depmMeHTa, Katanu3upylowero nepBylo peak-
umio MNPMN (rnokoso-6-pocdartoervaporeHasa)
[Hauch, Magel, 1998].

KOHe4YHbIM NPOAYKTOM LUMKMMATHOIO NyTU SIB-
nsetca deHunanaHuH (puc. 3), KOTOPbIM BKIOYaA-
eTca B OGUOCUHTE3 dlaBaHOWAOB MOCPEACTBOM
deHnnnponaHongHoro mMetabonmama m 6UOCUH-
TeTuyecknx nyten ¢pnasaHounos (puc. 4) [Hillis
1987; Magel et al., 2000; Beritognolo et al., 2002].
[Mpy aTOM y4acTBYIOT Takue depMeHThl, Kak ¢e-
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MeTta001H3M Caxapos3bl H INTHKOJIH3

Caxaposa
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nioko30-1-pocpar PN  [1i0K030-6-pocdar ®pyKT030-6-Pochar

®pyKT030-1,6-gudocpar m

muuepanbgerng-3-
dochar

1,3-audpocpommuepar

3-pocormuyepar

2-pocpormnuuepar

®ocpoeHoNnupysar m

[ YOOI -nupococdopunasa ] K

ﬂ

Tnioko30-6-pochar

AuvrugpokcuayeTondocdar

TOU

Pubynozo-5-dpochar

Keunynoso-5-pocdar

3purpo3zo-4-pocar Okcanauerar

9Tankl NeHT030-PocHaTHOrO NyTH

Puc. 2. Nyt metabonnsauum caxapo3bl U OCHOBHbIE 3Tanbl FMNKOAN3a U NeHT030-GochaTHOro NyTu, NpeaLecTBy-
owye GopMUpPOBaAHUNIO SAPOBON APEBECUHDI:

CC - caxaposocuHTasa, MHB — niBepTasa, K — rekcokunHasza, dK - ppyktokmHaza, PPK — dochodpykToknHasa, AJ1L — anbaona-
3a, TOU - Tpnosodocdatnsomepasa, FAGAI - rnvuepansaernadocdaraerngporeHasa, Prk — docohornmuepokmHaza, Prvi -
dochornmuepomytaza, PEMNKK — pochoeHonnmpysaTkapbokcrkmnHasa, M6 — rnoko30-6-docdatoernaporeHasa, 6-par —
6-docoornokoHaTaernaporeHasa, PO3 — pnbynoso-5-docdart-3-anumepasa, TKJ1 — TpaHckeTonasa, TAJ1 — TpaHcanbaonasa

Fig. 2. Sucrose metabolism pathways and the main stages of glycolysis and the pentose phosphate pathway preced-
ing the heartwood formation:

CC - sucrose synthase, MIHB - invertase, 'K — hexokinase, ®K - fructokinase, ®PK — phosphofructokinase, AJ1[1, — aldolase,
TPWU - triosephosphate isomerase, FTADLIN - glyceraldehyde phosphate dehydrogenase, ®I'K — phosphoglycerokinase, ®I'mM —

phosphoglyceromutase, ®EMNKK — phosphoenolpyruvate carboxykinase, F6dI" — glucose-6-phosphate dehydrogenase, 6-OAI —
6-phosphogluconate dehydrogenase, P®P3 - ribulose-5-phosphate-3-epimerase, TKJ1 - transketolase, TAJ1 - transaldolase
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Puc. 3. CxemaTnyeckoe n3obpaxeHne 3TanoB LUUKU-
MaTHOro NyTu:

OAr® -  3-pesokcu-D-apabuHorentynosoHat-7-docoar,
OrXC - 3-permppoxvHatcuHTasa, ArX4, — 3-pernppoxmHar-
nervapotasa, WK - wukumatkmHasa, EMWPC - 5-eHonnn-
pyBunwmkmnmart-3-dpocdarcmHtasza, XC — xopuamarcuHTasa,
XM — xopuamaTtmyTasa, NAT — npedeHaTamMnHoTpaHchepasa,
ALl — apreHatgerngporeHasa

Fig. 3. Schematic representation of the shikimate path-
way stages:

OAr® -  3-deoxy-D-arabinoheptulosonate-7-phosphate,
LOIXC - 3-dehydroquinate synthase, AFX — 3-dehydroquinate
dehydrotase, LUK — shikimate kinase, EMLW®C - 5-enolpyruvil-
shikimate-3-phosphate synthase, XC — chorismate synthase,
XM - chorismate mutase, MNAT - prephenate aminotransferase,
ALl — argenate dehydrogenase

HunanaHHammmaknmasa (PAJT) — knoveBon dep-
MEHT, MnepeksoyaloWwnii MeTabonn3m Ha CUHTE3
dnaBaHOMAOB; XaNkoHCUHTa3a (XC) — knoyeBomn
depMeHT cuHTe3a GnaBaHOUOHbIX KOMMOHEH-
TOB; ¢dnaBaHOH-3-ruapokcunasa v gurungpodna-
BaHon-4-penykrtasa [Burtin et al., 1998; Duroux
et al., 1998; Magel et al., 2000; Beritognolo et al.,
2002; Taylor et al., 2002; Mayer et al., 2006; Mo-
rais, Pereira, 2012]. HecmMOTps Ha MNOBbLILLIEHHYIO
aKTUBHOCTb 3TUX depMeHToB B TZ, cuuTaeTcy,
4YTO OCHOBHAasi MaccCa 3KCTPAKTUBHbIX BELLEeCTB
APOBON ApeBeECUHbI GOPMUPYETCH BTOPUYHbLIMU
peakunsaMmn, TakMMU Kak ruaponm3 GeHONbHbIX
rnmko3ngoB [Duroux et al.,, 1998], okucneHwue,
WHTEPKOHBEPCUS U NOAMMEPU3aLNA HU3KOMOSe-
KynapHbIX deHoNbHbIX coeanHeHnin [Dellus et al.,
1997; Burtin et al., 1998], B KOTOpbIX B Ka4ecTBe
dhepMEeHTOB MOIYT BbICTyNaTh nepokcunaasbl [De-
hon et al., 2002].

BbigensioT gBa tuna obpasosaHus HW, ocHo-
BaHHbIE HA MakpO- U MUKPOCKOMUYECKUX U BUO-
XMUMWYECKUX nccnenosanusax, — Robinia-Type (ce-
mMericTBo boboBbie) u Juglans-Type (CemMencTso
OpexoBble). Y pacTeHuin, OTHECEHHbIX K MEPBOMY
TUNY, 9KCTPaKTMBHbIE BELLECTBA HaKarnaMBalOT-
Ccsl B y3KOl 30He Mexnay 3ab0JSIoHbio U S4pOBOM
npesecuHon. Mpu aToM B cTapetoweir 3aboso-
HU HET HUKaKMX GeHonbHbIX npekypcopor [Nair
et al., 1981; Bergstrom et al., 1999; Bergstrom,
2003; Magel et al., 2000]. OkcTpakTUBHbIE BELLEe-
CTBa CMHTE3MPYIOTCS U3 caxapo3bl, 0bpasyemori
n3 kpaxmana [Magel et al., 2000]. B TZ noBbiwa-
eTtcs aktuBHOCTb CC, PAJT n XC. MonekynsipHbiii
aHanM3 nokasas, 4To ecnmn aktmeHocTb XC pery-
NMPYeTCs Ha YPOBHE SKCNPECCUN KOAMPYIOLLNX ee
reHoB, TO akTMBHOCTU PAJ1 — B OCHOBHOM Ha NoOCT-
TpaHcnsaumoHHOM ypoBHe [Magel, Hibner, 1997;
Magel et al., 2000].

Y pacTeHuni, OTHEeCEHHbIX KO BTOPOMY TuMNy,
deHOoNbHbIE NPEKYPCOPbLI akKyMyMPYKOTCS B CTa-
peloLMX TKaHSAX 3ab0N0oHM U yxe npeobpasyoTcs
B TZ [Burtin et al., 1998; Taylor et al., 2002]. MNpun-
CYTCTBME 3TUX BELWECTB, NO-BUANMOMY, Bbi3blBAeT
HexenaTesnbHOoe M3MeHeHue LBeTa 3abosioHN BO
BPEMS TPAHCMOPTUPOBKN U XPAaHEHUNS OPEBECUHDI
[Koch, 2004] nnn 3annaHmpoBaHHOE BO BPeMS 00-
paboTku napom [Burtin et al., 1998]. ®eHonbHbIE
3KCTPaAKTUBHbBIE BELLECTBA TAkKXXe MOryT CUHTE3U-
poBartbcsa de novo n3d caxapos B TZ [Beritognolo
et al., 2002] 3a cueTt geatenbHoctTn MAJ1 n XC, kak
y nepsoro tuna [Dellus et al., 1997; Burtin et al.,
1998; Mayer et al., 2006]. BcTpevaeTtcsa y Takmx
pacTteHun, kak Pseudotsuga [Dellus et al., 1997],
Platycarya [Tanaka et al., 1998], Prunus serotina
[Mayer et al., 2006] n Eucalyptus globulus [Mo-
rais, Pereira, 2012].
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Puc. 4. OcHoBHble aTarbl buoreHesa GeHuINpPonaHonaoB U GaBoOHO-
nooB npu GopMrpoBaHNM SOPOBON APEBECUHbI:

DA -
PUYHOI KUCNOTHI,
XC - xankoHCUHTa3a

deHnnanaHnHammmaknmasa, 4rTK - 4-rugpokcunasa TpaHC-Ko-
®dOK - odeHonokcngasza, OMT - o-meTuntpaHcohepasa,

Fig. 4. Main stages of phenylpropanoids and flavonoids biogenesis

in the heartwood formation:

®AJT — phenylalanine ammonia lyase, 4I'TK — 4-hydroxylase of trans-cinnam-
ic acid, ®OK - phenoloxidase, OMT - o-methyltransferase, XC — chalcone

synthase

MonekynsspHO-reHeTU4eCKN KOHTPOJib
dbopmMmupoBaHus S4pPOBOM APEBECUHDI

Jo cux nop HEeACHO, Korga v Kak NponcXoamT
MHUUMMpoBaHne obpasoBaHus HW. B HeKkOTOpbIX
paboTtax [Magel et al., 2000; Plomion et al., 2001;
Yang et al., 2004; Spicer, 2005; Huang et al., 2009]
dopmmposaHne HW onpegensieTcs Kak CNOXHbIn
ovonormyeckmin npouecc, obycnosneHHbin MKC
KJTIETOK JTy4EBOW NapeHXmMbl B TZ, OpPUEHTUPOBAH-
HbIX KK B OCEBOM, TaK 1 B panasibHOM Hanpasne-
HUK. metoTcs faHHble 06 y4acTUM PacTUTESbHbIX
rOPMOHOB — 3TUJIEHA 1 ayKCUHA B perynaummn ob-
pasoBaHuna HW [Hillis, 1987; Nilsson et al., 2002;
Yang et al., 2004; Lim et al.,, 2016]. N3BecTHO,
yTo obpasoBaHne HW y apeBecHbIX Nopos, B 3Ha-
YNTENBbHOW CTEMEHU 3aBUCUT OT CKOPOCTU POCTA,
BO3pacTa, Buaa M yClOBUM OKPYXaloLlen cpeapl
[Gjerdrum, 2003], BmecTe ¢ TeM B nuTepatype
MMEETCH MHOXECTBO AAHHbIX, YTO 3TOT MPOLECC
perynupyeTcst MOIEKYNAPHO-reHeTn4ecknmMmm dak-

Topamu [Yang et al., 2004; Huang et al., 2009; Lim
etal., 2016; Celedon, Bohimann, 2017].

B HekoTOpbix paboTax [Yang et al., 2004; Huang
et al., 2009; Lim et al., 2016; Celedon, Bohimann,
2017] noka3aHO M3MEHEHME ISKCMNPECCUM FeHOB
B Xofe o6pasoBaHus HW. TpaHCKpPMNTOMHbIN aHa-
I3 NO3BOJIN BbISIBUTb PAO, rEHOB — MHOMKATOPOB
obpasoBaHusa HW, nmeroLmx cTaTUCTUYeCcKn 3Ha-
4yumMylo guddepeHumanbHyo aKcnpeccuio B TZ,
no cpaBHeHuto ¢ SW (tabn.). MNMonyyeHHble OaH-
Hble Moka3blBalOT, YTO B TZ B OO/bLUEN CTEMNeHu
3KCMPECCUPYIOTCH T€ TFeHbl, KOTOPbIE YYaCTBYIOT
B npoueccax BTOPUYHOro mMetabonuama, B xone
KOTOpbIX 00pa3ytoTCs 3KCTPaKTMBHbIE BELLECTBA.

B nccnepoBaHusx, NPOBEAEHHbIX HA PaCTEHU-
ax Robinia pseudoacacia L. v Juglans nigra, 6bina
nokasaHa Koppensauns Mexay coaepXxaHnem 9KC-
TPaKTUBHbIX BeLeCTB B TZ 1 YPOBHEM TPaHCKpUI-
UMM reHos, koampyowmx MAJ (PAL) n XC (CHS)
[Magel, Hibner, 1997; Beritognolo et al., 2002].
VMccnepnoBaHne ApeBecuHbl COCHbI 0ObIKHOBEHHOM
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[eHbl, r’MNepakcrnpeccupyowmecs B TPaH3UTHOW 30HE MO CPpaBHEHWIO ¢ 3a60JI0HbIO B Xoae GOopMUPOBaHNS S4P0-
BOV APEBECUHDI

Genes overexpressed in the transition zone compared to sap wood during heartwood formation

lFen HaseaHue Genka Ccbinka
Gene Protein name Reference
MeTa6onnam caxaposbl
Metabolism of sucrose
SUS Caxapo3ocuHTasa Yang et al., 2004; Lim et al., 2016
Sucrose synthase
PFK dochodpykToKMHaA3a Lim et al., 2016; Lim, 2017
Phosphofructokinase
INV MHBepTasa «
Invertase
FK ®dpykTOKMHA3a «
Fructokinase
GPI 'noko30-6-docdaTmsomepasa «
Glucose-6-phosphate isomerase
HK ekcokuHasa «
Hexokinase
Fukonus
Glycolysis
FBA ®pykT0o30-1,6-andocdartanboonasa «
Fructose-1,6-diphosphate aldolase
TAL TpaHcanbgonasa «
Transaldolase
TFI TpuosodocdaTnzomepasa «
Triosephosphate isomerase
PGK ®docoornvuepartkmHasa «
Phosphoglycerate kinase
ENO EHonasza Yang et al., 2004; Lim et al., 2016; Lim, 2017
Enolase

MeHTO30-PpocdaTHbIN NyTb
Pentose-phosphate pathway

G6PDH 'noko30-6-docdartaernaporeHasa Lim et al., 2016; Lim, 2017
Glucose-6-phosphate dehydrogenase
6PGDH 6-docdornokoHaTaerngporeHasa «
6-phosphogluconate dehydrogenase
TKL/TKT TpaHckeTonasa «
Transketolase
niokoHeoreHes
Gluconeogenesis
PEPCK docdhoeHonnupysaTkapboKCHKMHa3a Yang et al., 2004; Lim et al., 2016; Lim, 2017

Phosphoenolpyruvate carboxykinase

LLInknmaTHbIA NYyTh

Shikimate pathway

DHS 3-ne3okcun-D-apabuHorenTyno3oHar- Lim et al., 2016; Lim, 2017
7-docdarcmHTasa
3-deoxy-D-arabinoheptulosonate-7-phosphate

synthase

DHQS JlerngpoxmHHaTcuHTasa «
Dehydroquinnate synthase

SDH LnkmnmatpernaporeHasa «
Shikimate dehydrogenase

SK LnkmnmaTkuHasa «
Shikimate kinase

EPSPS 5-eHonnupyBunwmkmnmat-3-dpocdarcruHTasa «
5-enolpyruvylshikimate-3-phosphate synthase

CS XopuamartcuHTasa «
Chorismate synthase

CcM XopunamarmyTtasa «
Chorismate mutase

PDT MpedeHaToerngparasa «

Prephenate dehydratase

(2s)




OkoH4aHue Tabi.

Table (continued)
Fen Ha3BaHue Genka Ccblika
Gene Protein name Reference
BuoreHes ¢peHnnnponaHonaos u ¢pnasoHouaoB
Biogenesis of phenylpropanoids and flavonoids
PAL deHnnanaHnHammMmaknvasa Beritognolo et al., 2002; Yang et al., 2004; Lim et al.,

Phenylalanine ammonia lyase

2016; Celedon, Bohimann, 2017; Lim, 2017

4CL 4-kymapat-KoA-nurasa Hauch, Magel, 1998; Magel et al., 2000; Beritognolo
4-coumarate-CoA ligase etal., 2002; Lim et al., 2016; Celedon, Bohimann, 2017
STS CtunbbeHcuHTasa Lim et al., 2016; Celedon, Bohlmann, 2017; Lim, 2017
Stilbene synthase
OMT O-meTtuntpaHcdepasa Yang et al., 2004; Lim et al., 2016;
O-methyl transferase
CHS XankoHcuHTasa Magel, Hiibner, 1997; Beritognolo et al., 2002
Chalcone synthase
MeTa60os1M3mM ropMoOHOB
Hormone metabolism
Ga2ox 'mb6epennH-2-okcnaasa Lim et al., 2016; Lim, 2017
Gibberelin-2-oxidase
ACO AmMuHoUMKNonponaH- 1-kapbokcunartokcmuaasa «
Aminocyclopropane-1-carboxylate oxidase
SAM S-aaeHo3nIMETUOHUHCUHTa3a Yang et al., 2004; Lim et al., 2016; Lim, 2017
S-adenosylmethionine synthase
Aerngpatauus v nporpaMmmumpyemMas KfieToyHas cMepTb
Dehydration and programmed cell death
BFN BuoyHKUMoHanbHaa aHAOHYyK1Ieasa Lim et al., 2016; Lim, 2017
Bifunctional endonuclease
DRP Benkn, cBsidaHHble C BbiCbixaHnem pacTeHun DRPs | «
(Desiccation-Related Protein)
dopmMupoBaHMe KNIeTOYHOM CTeHKU U NIUrHudukaums
Cell wall formation and lignification
HCT Lnknmat-O-rungpokcnumHHamonnTpaHcdepasa «
Shikimate-O-hydroxycinnamoyl transferase
C3H Kymapart-3-rugpokcunasa «
Coumarate-3-hydroxylase
ccomT Kadpeonn-KoA-O-meTuntpaHchepasa Lim et al., 2016; Lim, 2017; Paasela et al., 2017
Caffeoyl-CoA-O-methyl transferase
CCR LUuHHamounn-KoA-peayktasa Lim et al., 2016; Lim, 2017
Cinnamoil-CoA reductase
CAD LinHHamounn-ankoronb-gernaporeHasa Yang et al., 2004; Lim et al., 2016; Lim, 2017
Cinnamoyl alcohol dehydrogenase
ABF a-L-apabuHodypaHo3ngasa Lim et al., 2016; Lim, 2017
a-L-arabinofuranosidase
XET KcunorniokaH-aHA0TpaHCrIMKo3uiasa «
Xyloglucan endotransglycosylase
dakTopbl TPAHCKPUNLUN
Transcription factors
MYB MYB-6enok (myeloblastosis) «
MYB- protein (myeloblastosis)
NAC NAC-gomeHcoaepxalmin 6enok Limetal., 2016
NAC-domain-containing protein
KNAT3 FomeonomeHconepxawmin 6enok (KNOTTED-like for | Huang et al., 2009

Arabidopsis thaliana)
Homeodomain-containing protein (KNOTTED-like for
Arabidopsis thaliana)

OTBeTHbIe peakuuu pacTeHun

Plant responses

CHI (Class VII)

XutnHasa (Class VII)
Chitinase (Class VII)

Lim et al., 2016; Lim, 2017

PR10

PR-6enok (pathogenesis-related)
PR-protein (pathogenesis-related)

(29)



C VWCMOSb30BaHNEM TPAHCKPUNTOMHOrO aHannsa
Takke BbISIBUIO MOBbLILEHHBIV NATTEPH 3KCMpecC-
cunreHa PAL, aTakxe reHoB 4CL, STS, OMT, kogu-
pytowmx 4-kymapat-KoA-nurasy, ctunbbeHcuHTa-
3y n O-meTunTpaHcdepasy COOTBETCTBEHHO [Yang
et al., 2004; Lim et al., 2016; Lim, 2017]. aHHble
dEepMEHThI UrpatoT KJIIOHEBYIO POSb B BUOCKHTE3E
deHunnponaHonaos B TZ, 4To SBNSIETCS 0COOEH-
HOCTbIO OPMUMPOBaHNA AOPOBOM  OPEBECUHBI
y XBoVHbIX nopog, [Celedon, Bohimann, 2017].

Y pactenuin Pinus sylvestris BO BpeMa ¢hpopMun-
poBaHus HW Takxe akTUBMPYIOTCS reHbl GUOCUH-
Tesa nurHmnHa [Yang et al., 2004; Lim et al., 2016;
Lim, 2017; Paasela et al., 2017] (tabn.). OgH1m
M3 OCHOBHbIX KOMMOHEHTOB 3KCTPAKTUBHbLIX Be-
LLEeCTB XBOVHbIX MOPOA ABMASIOTCS CMOJISIHbIE KNC-
N0oThbl, 04HaKo B paboTte Lim ¢ coaBTopamu [2016]
nokasaHo, 4To akcnpeccus reHoB TPS n CYP7208B,
KOOMPYIOLWMX OUTEPNEHCUHTA3Y U LUMTOXPOM
P450, 6bina Bbilwe B SW, no cpaBHeHuio ¢ TZ, B Te-
4yeHne Bcero roga. ony4yeHHble OaHHbIE yKa3bl-
BalOT Ha TO, YTO CMOJNIAHbIE KNCNOThI Y P. sylvestris
3arpyxarorcs n3 3ab0sioHM, a He CMHTE3UPYIOTCS
B MNepexonHOor 30He, U3 Yero cneayet, 4To op-
MUPOBaHME 90P0BOWM APEBECUHbI Y JAHHOIO BMAa
otHocuTtca k Tuny Il [Celedon, Bohimann, 2017].

Ha pacteHusx P. sylvestris n Robinia pseudoaca-
cia Oblia NokasaHa Takxke rmnepakcrpeccust reHoB
G6PDH, 6PGDH, TKL/TKT, PEPCK, koaMpyroLmx
depmeHTbl rnkonnaa u NN (rnoko3o-6-pocdar-
nerngporeHasa, 6-docdorniokoHaTaerngporeHa-
3a, TpaHckeTonasa, dochoeHonnMpyBaTkapbok-
cukmHasa) [Yang et al., 2004; Lim et al., 2016; Lim,
2017]. NHTepeCHbIMU SIBASIOTCA AAHHbIE MO YPOBHIO
akcnpeccumn reHa, kogupytowero CC (SUS), noka-
3aHO 4-5-KpaTHoe ee yBenunyeHue B TZ, No cpaBHe-
Huto ¢ SW [Yang et al., 2004; Lim et al., 2016; Lim,
2017]. AktnBHocTb CC 4acTo paccmaTpumBaloT Kak
nokasaTesib MeTaboNTUYECKON aKTUBHOCTH pacTu-
TenbHbIX TKaHen [Winter, Hubner, 2000], 4To yka3bl-
BaeT Ha BO3MOXHbIi CUHTE3 METab0NTOB B TPaH-
3UTHOWM 30HE eLLe oo Havana MNKC.

Hapsay ¢ BbllLenepeyncneHHbIM1 reHaMm Bax-
Hyto ponb B perynsauumn MNKC, npoueccoB BTOpUY-
HOro MeTabonnama, OTBETHbIX peakuuii, a Takxe
peakumii 6GMOCUHTE3A KOMMOHEHTOB BTOPMYHOW
KJIETOYHOW CTEHKU uUrpatoT akTopbl TPAHCKPUM-
umn (TP), B yactHoctn TP c NAC-gomeHom
n MYB-gomeHom [Dubos et al., 2010; Bollhdner
et al., 2012; Nakano et al., 2015]. B nccnenona-
HMW, NpOBeaeHHOM Ha cocHe [Lim et al., 2016; Lim,
2017], BeisBneHa runepakcnpeccus MYB n NAC
B TZ no cpaBHeHnO ¢ SW B Te4yeHue BCero roga.
BbIno Takke nokaszaHo, YTO 9KCNPECCUs AaHHbIX
Td koppenvpyeT C 3KCMpeccuein reHos, BOBJe-
YeHHbIX B OMOCUHTE3 cTunbbeHoB B TZ. B xone
paboTbl, NPOBEAEHHOW Ha pacTeHusx Juglans nig-

ra L. [Huang et al., 2009], nony4yeHbl AaHHbIE, CBU-
OEeTenbCTBYIOLWME TAaKKE O BO3SMOXHOM y4yacTum
B ¢popmmpoBaHum HW ewe ogHoro T — KNAT3
(KNOTTED-likefor Arabidopsis thaliana 3). BbisiB-
JNIEHO 3HAYUTENbHOE MPEBbLILLEHNE YPOBHS TPAHC-
kpunumn reHa KNAT3 B TZ v BHYTPEHHUX CNOSIX
3a60J10HM MO CPABHEHUIO C BHELLHEN 3a60J10HbIO.
ViccnenoBaHus, NpOBEOEHHbIE HA PaACTEHUsX
pasHbIX BUOOB, NOKa3anu, 4To Nnpu GopMmMpoBaHnn
HW, Tak xe kak n npu MNKC, npoucxogut HapyLue-
HMEe LEeNOCTHOCTU KNEeTOK, dparMeHTaums sapa,
JereHepauyss MUTOXOHOPWA, pa3pylleHne Baky-
onen 1 BbICBOOOXOEHNE (DEHONBHBLIX 3KCTPaKTUB-
HbIX BewecTB [Hauch, Magel, 1998; Magel et al.,
2000]. B HekoTopbIx nccneposaHusx [Farage-Bar-
hom et al., 2008; Bollhdner et al., 2012] umetotca
JAHHbIE O TOM, YTO BaXHbIM YYAaCTHUKOM peryns-
unm NMKC pacteHnin ansetca BUdyHKUMOHabHas
3HOOHYKNeasa, kogupyemas reHom BFN. Hapsagy
C 9TM Ha pacTeHusx P. sylvestrys noka3aHo Tpua-
LaTtukpaTHoe yBesm4yeHue akcnpeccum reHa BFN
B TZ B xone ¢popmumpoBaHus HW [Lim et al., 2016;
Lim, 2017]. F'mnepakcnpeccua reHa BFN cornacy-
€TCS C UMEIOLLVIMUCS OAHHBIMU O SAEPHON Aerpa-
Oaunmv KNeTok Jiy4eBon napeHxumbl B TZ. 310 cBU-
netenbcTByeT, 4To MNMKC gencTBntensHO 9BnseTcs
atanom ¢opmupoBaHua HW [Taylor et al., 2002;
Spicer, 2005; Nakada, Fukatsu, 2012].
Mmerowmecs B nutepatype AaHHble yka3biBa-
0T Ha TOo, 4TO popmmpoBaHuio HW npepgliecteyeT
notepsa Boabl B TZ [Rust, 1999; Bergstrom, 2003;
Nakada, Fukatsu, 2012]. B wnccnegpoBaHuax Lim
¢ coarT. [2016, 2017] nokazaHO CHMXeHne B TZ
YPOBHS TPAHCKPUMLMM FrEHOB, KOAMPYIOLLMX BeNnKkun-
aKBarnopVHbl, CBA3aHHbIE C MEXKIETOYHbIM TPaH-
crnoptom 1 romeoctasdomMm [Hachez et al., 2006].
Ha ¢doHe CHMXeHna 3KCrnpeccun akBarnopuHOB
B TZ, no cpaBHeHMIO ¢ 3a00N0HbIO, HabNaaeTcs
NnpeBbILLEeHVE YPOBHA TpaHckpunumn reHos DRP
(Desiccation-Related Protein), koaupyouwux 6en-
KW, CBA3aHHbIE C BbICbIxaHMeM pacTeHui. ['vnep-
akcnpeccua DRPs 3awmulaeT KIeTkn nepexonHom
30Hbl OT geduumta BoAbl B xone GOpMUPOBAHUSA
HW. Kpowme Toro, B TZ nokasaHa BbICOKas, rno cpas-
HEHMIO C 3ab0M0HbI0, aKTUBHOCTb reHoB PR10
n CHI, kogmpytowmx PR-6enok (pathogenesis-re-
lated) 1 xMTNMHA3Y y4aCTBYIOLLMX B 3ALLUTHbLIX peak-
umax pacteHun [Lim et al., 2016; Lim, 2017]. MNoka-
3aHO, YTO XUTMHA3a y4aCTBYET TakXe B MMrHndurka-
LM BTOPUYHOW KneTo4How cteHkn [Grover, 2012].

3aknio4yeHue

C MoMeHTa NepBOro onMcaHna pasHblx Mo kave-
CTBY HacTel apeBecuHbl (3a00N0HHON 1 94P0BON),
BbISIBJIEHNSI TOrO, YTO CBOWCTBA OPEBECUHbI CyLLE-
CTBEHHO 3aBUCAT OT COOTHOLLUEHUS 3TMX YacCTeWn,

)



M 0O HACTOSILLErO BPEMEHU Y CNELNaInCcToB pas-
HbIX 0OnacTen He YMEHbLUANCS UHTepec K nadyye-
HUIO Npouecca GoOpPMUPOBaHUA A0P0BOW ApeBecu-
Hbl. B 3aBMCUMOCTU OT pa3BuTUSA NpMOopHOM 6a3bl
M NOSIBAIEHNSI COBPEMEHHbBIX METOAOB MCCcenoBa-
HUS MPUOPUTETHLIMI ObIIM Pa3HbIe acnekTbl 3TON
NPoGsEMbI: N3yYeHNEe aHATOMUYECKUX OCOOEHHO-
CTel 1 aHann3 XnN3HeaeaTebHOCTM MapPEHXNMHbIX
KNeToK Npu GOpPMMPOBaHUM SOPOBON OPEBECUHDI;
XMMUYECKUIn cocTaB 3abONIOHHOM 1 90pOBON ape-
BECWHbI; BMOXMMUYECKME BOMPOCHI, BKJOHalOLMe
n3yyeHne GepmMeHTOB YyrieBoaHOro 1 GpeHOIbHOro
MeTabosM3mMa, KoTopble 3af1eiCTBOBaHbI B pOpMU-
pOBaHMN SO0POBON APEBECUHbI; U3y4EHNE BKCMNPEC-
CWUWN rEHOB YrNeBOAHOI0 1 peHosIbHOro MeTabonns-
Ma; MOMUCK TPAHCKPUMUUOHHBLIX (akTOpPOB, pery-
nmpytowmx GopmMmnpoBaHme 90pP0BON APEBECUHDI;
n3yyeHne obpa3oBaHNs SOPOBOI APEBECUHbI C NO-
31U NPOrPaMMUPYEMON KITETOHHOM CMEPTMU.

HecMoTpst Ha JONryl0 UCTOPUID U3YyYeHust dop-
MNUPOBaHUA SOPOBOW OPEBECUHbl, HaluX 3HaHUSA
0 MexaHu3max, Perynmpylolmx ee obpasoBaHue,
OrpaHuyeHbl. OKCnepuMeHTanbHO TPyaHO Habnio-
0aTb MPOLLECChI, NpoucxoasiLLme B 3a00N0HU U NMpu-
BOASLLME K 06pa30BaHNIO SAPOBO APEBECUHBI. DTO
CBSI3aHO C HEBbICOKMM MPOLLEHTOM XMBbIX KIETOK
B Npegenax nepexogHor 30Hbl 1, ciefoBaTesibHo,
Manbim koandectsom HK n PHK, koTtopble, kpome
TOro, MMEKT HM3KOEe Ka4vecTBOo. HakonneHue oe-
HOJbHbIX KOMMOHEHTOB B KJIETKAX NapeHXMMbl TakXe
3aTPYOHSET NMPUMEHEHNE COBPEMEHHBLIX BMOXUMU-
YEeCKMX 1 MOSIEKYNSIPHBLIX METOAOB. B ¢BA3M € aTum
npouecc @OpMMPOBaHUS SAPOBON  OPEBECUHbI
OCTaeTCs MaIOU3y4YEHHbIM U TPEBYET AanbHENLIEro
nccnegoBaHns y MHOMMX KOMMEPYECKM BaXKHbIX BU-
[OB 1 OCHOBHbIX 1eCO00pa3yoLLMX Nopoa.

duHaHcoBOe obecriedeHne nccaenoBaHui
OCYLLIEeCTBJIS/IOCh U3 CPeACTB enepaabHOro
6rompxeTa Ha BbIMOJIHEHUE roCyAapCTBEHHOIro 3a-
AaHus KapHLU PAH (UHcTutyT neca KapHL| PAH).
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CONPAXXEHHOCTb KOH®POPMALMOHHbIX N ®DA30BbIX
COCTOSYHUN CbIBOPOTO4YHOIO AJIbBYMUHA B COJIEBbIX
PACTBOPAX NO AAHHbIM METOAA 3P CMMMHOBbLIX METOK

C. . Poxkos, A. C. NopioHoB, M. 0. KpynHoBa

UHcTuTyT 6uonorum KapHL] PAH, ®UL| «Kapenbckuii Hay4Hbivi LeHTp PAH», lNeTposaBoack, Poccusi

Mcnonb3oBaHme cbiIBOPOTOYHbIX anbObyMnHoB (CA) B MOAESbHbBIX CUCTEMAXxX Npu Uccne-
[OBaHUN BMONOrMYECKO akKTUBHOCTU XUMUYECKUX COEAMHEHUI M HaHOMaTepuasos,
a Takke PU3NKO-XUMUYECKMX, B YACTHOCTN (Pa30BbIX, CBOMNCTB BUONOrMYECKNX XNAKO-
CTel, B TOM YMCIIE HYK/IEOMIA3Mbl U LIUTOMIA3Mbl XXMBOW KNeTkKU, TpebyeT 6onee rny6o-
KX NpencTaBfeHnin 0 B3aMMOCBSA3N KOHDOPMALMOHHBIX (CTPYKTYPHO-ANHAMUYECKMX)
COCTOSIHUIA 6ENKOBBLIX MONEKY C Ga30BbIMU COCTOSIHUAMYN GENKOBbLIX AMCNEPCUIA B LUN-
pokoM amana3oHe Temnepartyp 1 coctaBoB. O6bIYHO UCNONb3yEMbIE NPU U3YYEHU 3TOM
B3aVMIMOCB$131 COBMECTHOE MOCTPOEHME N aHaNM3 KPMBON cTabunbHoCcT 6enka n dpaso-
BbIX Anarpamm 6enKoBOro pacTBopa CYLLECTBEHHO OCNOXHEHbI B CJlydae CbIBOPOTOY-
HOro anbOyMuHa MOBLILLEHHOM CKIIOHHOCTbIO 9TOro 6enka K arperaumu. B HacToswen
paboTe Ona 9TUX LEenein npennaraeTcs 3KCNepuMEHTaNbHO-TEOPETUYECKMIA NoaxXon,
OCHOB@HHbIN Ha MPUMEHEHMN 3NEKTPOHHOIO NapamMarHUTHOro pedoHaHca (3MP) cnn-
HOBbIX MeTOK (Manenmungo-TEMIMO n guxnoptpmadmH-TEMIO), KOBaneHTHO CBS3aH-
HbIX C MOnekyion 6enka 1 YyBCTBUTENbHbIX K MUBMEHEHMNIO Kak CTPYKTYPHO-AMHaMuYe-
CKOro COCTOSIHMS B6EeNKOBbIX MOJIEKYST, Tak U Pa30BOro COCTOSIHNS BGENKOBbLIX PACTBOPOB
(omcnepcuin). MpepcTaBneHbl AaHHbIE O XapakTePUCTMKAaxX MOABUMXHOCTU CMUH-METOK
(BpEMEHU Koppensumm, TepMOANHAMUYECKNX PYHKLMAX, KOHCTAHTE paBHOBECUS), OT-
paxaroLLx COCTOSIHME BHYTPU- U MEXMOJIEKYNSPHBIX B3auMoaencTeunini monekyn CA
yenoseka. NMokasaHo, YTO nMepexodbl Ha TEMMEPATYPHbIX 3aBMCUMMOCTSIX 3TUX Xapak-
TEePUCTVK OT Temnepatypbl 1 KoHueHTpauum NaCl, CaCl,, (NH,),SO,, caxaposbl, noau-
ATUNEHTNINKOSIA U TXENOM BOAbI OTPAXAIOT B3aMMOMNPEBPALLEHUS HU3KO- 1 BbICOKOTEM-
nepaTypHoro koHdopMepoB 6enka 1 1x arperaTos, a Takke ¢aloBble Nepexonpl TMna
XNOKOCTb-XUIAKOCTb, B TOM YMC/e PEEHTPAHTHbIE. Ha OCHOBE MOJTyYEHHbIX PE3Y/bTATOB
npepyioxeHa dpasosasa guarpamma gucnepcun CA, onvcbiBatoas ¢GasoBble nepexopl
TMNa XNOKOCTb-XUAKOCTb BONM3N TemMrnepaTyp XOJ040BOV U TEMIOBOW AeHaTypaumm
C YYETOM POJIN HATUBHBIX KOHDOPMEPOB Oenka, UX arperaTtoB U NEPEXo0B MEXAY HUMU
B 061aCTN PU3NONOrNYECKNX TEMMNEPATYP.

KniwoueBble cnoBa: 6enKoBbIi PACTBOP; SNIEKTPOHHbLI MapaMarHUTHbIA PE30HAHC;
B3aMMoelncTBmne 6enkoB C HU3KO- 1M BbICOKOMOJIEKYNSIPHBIMU BeLLecTBaMu; da3oBas

anarpamMma.
®



S. P. Rozhkov, A.S. Goryunov, M. Yu. Krupnova. INTERRELATION OF
SERUM ALBUMIN CONFORMATIONAL AND PHASE STATES IN SALT
SOLUTIONS AS STUDIED BY EPR SPIN LABELING

The use of serum albumins (SA) in model systems in the study of the biological activity
of chemical compounds and nanomaterials, as well as the physicochemical properties,
in particular, phase properties of biological fluids, including the nucleoplasm and cyto-
plasm of living cells, requires a deeper understanding of the relationship of conformation-
al (structural-dynamic) states of protein molecules with phase states of protein disper-
sions in a wide range of temperatures and compositions. The joint plotting and analysis
of the protein stability curve and phase diagrams of protein solutions commonly used
in the study of this relationship are significantly complicated by this protein’s elevated
tendency to aggregate. In this paper, an experimental-theoretical approach, based
on the application of the electron spin resonance (ESR) of spin labels (maleimido-TEM-
PO and dichlortriasine-TEMPO spin labels) covalently bound to the protein and sensitive
to changes in both the structural-dynamic state of protein molecules and the phase state
of protein dispersions, is proposed for studying this relationship. Data on the mobility cha-
racteristics of the spin labels (correlation times, state functions, equilibrium constants),
indicating the state of intra- and intermolecular interactions of SA molecules, are present-
ed. Transitions in temperature dependences of these characteristics on the temperature
and concentration of NaCl, CaCl,, (NH,),SO,, sucrose, polyethylene glycol, and heavy
water have been shown to reflect the interconversions of protein conformers and their
aggregates as well as liquid-liquid phase transitions, including those of a reentrant type.
Based on the results, a phase diagram of the SA dispersion describing liquid-liquid phase
transitions in the temperature range of cold and thermal denaturation and taking into ac-
count the role of native protein conformers, their aggregates and transitions between
them in the physiological interval has been proposed.

Keywords: protein solution; electron spin resonance; protein interactions with low-

and high-molecular weight substances; phase diagram.

BBepeHune

M3 Bcero mHoroobpasuns 6enKoB CbIBOPOTOY-
Hble anbbymuHbl (CA) Hambonee 4acTo cnyxar
B KayeCTBE MOAEsbHbIX OObEKTOB O/ aHanmaa
OV0NI0rMyYeckom akTMBHOCTU XUMWYECKUX Ccoe-
OVHEHWIA U HaHoYacTuL, B pasinyHbiX 061acTax
ornodunsnyecknx nccnepoBaHuii. K npumepy, oHu
NCMOSb3YIOTCHA B KQYECTBE CEHCOPOB KOHGOpMa-
LLMOHHbIX 1 pa30BbIX UBMEHEHWUI NPY B3aUMOAEN -
CTBMMN OMOMOJIEKYST C HAHOYACTULAMWN Pa3SINYHOMN
npupoapl npu obpaszoBaHuM OENKOBOM KOPOHbI
[Treuel et al., 2014], ana dyHKUMoOHanNM3aunm 61o-
HaHokOHBbiloraTos [Li et al., 2016], nHayKUNN U WH-
rméupoBaHns npoLeccos epnbpunnoobpasoBaHms
[Zaman et al., 2014]. 3T0 06yCNnoOBNEHO Kak Ao-
CTYMHOCTbIO N OELIEBU3HON CbIBOPOTOYHbIX allb-
OYMUHOB, Tak M OTHOCUTENIbHOW NMOSIHOTOWN 3HAHUS
[Nanpay, 1981; Peters, 1996] nx kKoHdopmaum-
OHHOIO COCTOSIHUS, MEXMONEKYNIIPHOrO B3anMO-
nencteua n $as3oBOro NOBEAEHUS B Pa3/IMUHbIX
aucnepcusx, MOOENVPYIOLLMX KaK COCTOSHNE MO-
NEKYyNSAPHOro KpayauHra, Tak 1 COOTBETCTBYIOLLE-
ro MMUKPOOKpYXeHus 6enkoB. Ocoboe 3HayveHue
370 NpuobpeTaeT B cBeTe OOHAPYXEHHbIX B MO-
cnepHee BpeMsi CNoCcOOHOCTEN pasfiyHOro Tmna
6e3mMeMbpaHHbIX opraHen B ymtonnasme k paso-

BbIM nepexogam (Pr1) Tmna XnMaKoCTb-XUOKOCTb
(L-L), y4aCTHMKOM KOTOPbIX OObLIMHO SBNAIOTCS
BHYTPEHHE HeynopsgoyeHHble 6enku [Dignon
et al., 2019]. XoTs MonekynsipHble MEXaHU3MbI Ta-
KMX NepexonoB OCTalTCA BO MHOMOM HEW3BECT-
HbiMu [Shin, Brangwynne, 2017], ycTaHOBREHO,
4YTO CKJIOHHOCTb K L-L nepexogam onpegensieTcs
TEPMOpPEaKTUBHbIM MNOBEAEHNEM aMUHOKUCIOT-
HbIX OCTaTKOB GefikoBbIX Lienei. To No3BoNseT
NPOBOAMTbL HamnpaBfeHHYo pa3paboTKy Takux Mno-
CcriefoBaTeNlbHOCTE C  XXKeslaeMbiMW  CBOWCTBA-
MW MO OTHOLWEHMIO K HMXHUM (HKTP) n BepxHum
(BKTP) kputnyeckmm temnepatypam L-L nepexo-
nos [Dignon et al., 2019].

OpHako 4acTo MUKPOOKPYXeHne obecneynsa-
€eTCs coneBbiM cocTaBoM. [pu aTomM npegnonara-
etca [Uversky et al., 2001], 4To noTeHuman CBs3bl-
BaHNs 6eSIKOB C IOHaMK NOJIMBANIEHTHLIX METaI0B
ABNAETCH BaXHbIM (AKTOPOM WHAYLIMPOBAHHbIX
MEeTaNIoM KOH(MOPMALMOHHbIX M3MeHeHnn Gen-
Ka, NPMBOOALLMX K MOSIBJIEHUIO YAaCTUYHO CBEPHY-
TbIX MHTEPMEOVATOB. [laxe HMU3KMEe KOHLEHTpaLmm
HEeKOTOpPbIX MeTa/sIoB MOryT HernocpenCTBEHHO
Bbl3blBaTb OOpa3oBaHve ¢unbpunn. B cBolo ouye-
penp, Hanuvyne crneunduyecknx LEHTPOB CBA3bI-
BaHWA MOHOB U TemrnepatypHble 3aBUCUMOCTU KX
3OPEKTUBHOCTM OMNMpPenensaoTcss aMUHOKUCIIOTHOM
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nocnepgoatenbHOCTLO [Ma, Cui, 2006]. HegaBHO
Ha OCHOBE aHann3a MoBeAEHUSI KPUBbIX CTabuilb-
HOCTK 6esika 6bINo YCTaHOB/IEHO, YTO pacrnonoxe-
Hue B psay MopdmencTtepa aHMOHOB 1 KaTUOHOB,
obecneynBatoLLMX MOH-cneunduyeckne appekTol
OMOMONEKYNSAPHBIX Peakuuii, TakKe CYLLeCTBEH-
HO 3aBUCUT OT TemnepaTtypsbl [Senske et al., 2016].
Taknm 06pa3om, BapbMpyst KOHLLEHTpaUUKN pasnimy-
HbIX conei unu pH pacTBOpPOB HATMBHOIO rnoby-
napHoro 6enka, MoXHO MeHSITb 3aps0BOE COCTOS-
Hue 6esika 1 BIMATb Ha ero BHYTPEHHIOK Heynops-
[OYEHHOCTb, TEM CaMbIM PEryIMPysa MNOOXEHne
L-L nepexonoB Ha pa3oBoi guarpamme. Tak, 6bin1o
nokasaHo [Juarez et al., 2009a], 4TO CbIBOPOTOY-
Hblli anbbymmH Yenoseka (CAY) npu ymMeHbLUEHUN
pH 1 B npncyTCTBMI CONEN MPY KOMHATHbIX 1 MOBbI-
LUEHHbIX TemrnepaTtypax cnocobeH obpal3oBbiBaTb
Gubpunnbl, NyTb K GOPMUPOBAHNIO KOTOPbLIX U UX
CTPYKTypa CYLLECTBEHHO 3aBUCAT OT MUKPOOKPY-
XeHusi. OTa CrnocobHOCTb OnpeaenseTcs MnoBbl-
LLEHHOW CKJIOHHOCTbIO anbOyMWHA K OnUromepu-
3auuu 1 arperauumm B uenom. lNMpn aTom octaetcs
OTKPbITLIM BOMPOC O NMocfiefoBaTebHOCTM obpa-
30BaHUs GUOPUN: B OOWH LAr HEemocpencTBEH-
HO 13 pacTBOpa MOHOMEPOB UM B ABA Luara ye-
pe3 npepBapuTenbHoe obpa3oBaHMe ONIMrOMepPOB
[Juarez et al., 2009b; Auer et al., 2012].

MNMoTeHuManbHble BO3MOXHOCTU  anbOymuHa
Kk obpazoBaHMO arperaTtoB W/ OJIMFOMEPOB,
Hannune ppakumin 6enka, OTINYAIOLWMXCS MO TUMNY
M KOJINYECTBY NEPEHOCUMBbIX HU3KOMOJIEKYSIPHBIX
coeauHeHun, obycnoBnvBaeT HeobXO0AMMOCTb
paspaboTkn 6osiee NonHon hazoBoi auarpammel
(dL) omcnepcum CA, koTopas yBs3biBana Obl ero
CTPYKTYPHO OVHAMUYECKOE COCTOSIHME C Ha30BbI-
MW CBOWCTBaMu (TEePMOLANHAMUYECKOW YCTON4YN-
BOCTbIO) amucnepcuu [Zhang et al., 2006].

Mbl nonaraem, 4to ®IM L-L conpsixeHbl ¢ oe-
HaTypauUMOHHBIMX MNepexogamMn, Kak TersoBbl-
MW, TaKk U XOnoaoBbiMu. Npn 3TOM B COCTOAHUMN
KacTtepoB (Mukpodas) MaoTHOM Xuaxkoctn [Du-
metz et al., 2008; Vekilov, 2012] okasbiBaloTCA
MeTacTabuiibHble MHTEPMEeaMaTbl CBOPaYMBaHUSA
TUnNa pacriaBieHHON W/vunn rnpegpacriaBiieH-
Hol rnobynel [Poxkos, MoptoHoB, 2017, 2019].
Kak npaBuno, kputmyeckass Temneparypa BbICO-
KoTemnepaTtypHoro nepexoga (cucrtema ¢ HKTP)
CHMXaeTCsd C POCTOM KOHLEHTpaUMW 3neKTPo-
nnta [Matsarskaia et al., 2016, 2018], a kpuTtu-
yeckasl Temneparypa HM3KOTeEMMNepaTypHoOro ne-
pexona (cuctema ¢ BKTP) cHayana nosbiwaeTcs
B MPUCYTCTBMM CONEN, a 3aTeM MOHMXAEeTCH, Kak
9TO MOKA3aHO 3KCNEPUMEHTANIbHO A NU30LMMa
[Grigsby et al., 2001] n TeopeTnyeckn ans cucrte-
Mbl Boga-6enok-conb [Rozhkov, Goryunov, 2010,
2014]. AHanoruyHble sBneHMs HabnogalTcs
MU B MPUCYTCTBUM BOOOPACTBOPUMBIX MOIMMEPOB

Tnna nonuatuneHravkonen (M3lr) [Wang et al.,
2014], KoTopble 4YacTO UCMNONbL3YTCA A/ co3aa-
HUS 9P DEKTOB MONEKYNAPHOIO KpayamHra.

KnacTtepbl MIOTHOM XNAKOCTM coaepXaT A0 Tbl-
cs4n Mosiekyn 6enka 1 Bo3HuKkaloT B6am3n daso-
BOV rpaHuubl L-L nepexonos, ABNAGCh pesysibTa-
ToMm BanaHca cun KOMOUAHOro B3anMOOEeNCTBUS:
KOPOTKOAENCTRBYIOLLLEro MOoTEeHUMana npuTsSKeHus
MU ganbHogencTeylowero ottankmeaHusa [Vekilov,
2012]. B cBs3u ¢ aTum obuwas 3agada paclumd-
POBKM MEXaHN3MOB 00pa30BaHKns 1 cTadbunnsaumm
knactepoB 6eskoB kak (a30BbIX ABIEHUIA OKa3bl-
BaeTCsl TeCHbIM 06pa30oM cornpsixxeHa ¢ Npobaemor
6enkoBoro gonguHra n TpebyeT ydyeta ocobeH-
HOCTEN KOHMOPMALMOHHOIO COCTOSIHUS MOJEKYI
6enkoB B GU3N0Nornyeckon obnacty temneparyp
N cocTaBoB OenkoBbIX pacTBOPoB. Kak nokasaHo
COBPEMEHHbIMM MEeToAaMN C  UCMNONb30BAHNEM
®depcTepoBCckoro nepeHoca aHeprum [Aznauryan
etal., 2013], Hapsigy ¢ Mmoniekynamm 6enka B HaTUB-
HOM COCTOSIHUW B 0611acTh GU3NONOrMYECKNX TEM-
nepartyp Bcerga npucyTcTByeT 6osbluas Gppakums
6ernka B COCTOSAHUN, B/TIM3KOM K JEeHATYPUPOBaHHO-
My. BmecTe ¢ TeM HaTUBHOE COCTOSIHME SIBASIETCS
Hambonee cTabuiibHBIM B 3TOM [uManas3oHe, 4To
NO3BONISET 9KCMNEPUMEHTASIbHbIM MYTEM CTPOUTb
KpuBYlO cTabunbHOCTU 6ernka [Sanfelice, Temussi,
2016; Alfano et al., 2017], koTopasa npeactaBngaet
coboli TemnepaTypHylo 3aBUCUMOCTb Pa3HOCTU
cBOOOOHONM 3HEpPrun Mexay [OeHaTyppOBaHHbI-
MW 1 HaTWBHbIMU Mosnekynamm AGP =GP -GN
Kak cnepyeTt M3 ee KoJlokosi006pa3Hoin dopMbl,
nosiHas gectabunmsaums HaTUBHBLIX YacTuL, Npo-
MCXOAMT B ABYX HyNeBbIx Toukax AGP = 0, pacnosno-
XEHHbIX B 00/12CTW HU3KMX 1 BbICOKUX TEMMEPATyp,
a ctabunusauma (makcumym AGP) — B obGnactu
dunanonornyecknx Temnepartyp. NpucyrtcTeuve nto-
ObIX areHToB, (Oe)CTabunn3npyloLWmMx CTPYKTYpY
6enka unv BoAbl B pacTBOPE, PaBHO Kak 1 afcop-
6eHTOoB, B NepBylo o4epeab 6yaeT BAMsTb Ha dhop-
My KpUBOW cTabunmaaumnu, 4To aeT BO3MOXHOCTb
n3yyatb M aHaIM3NPOBaTb UX aKTUBHOCTL [Alfano
etal., 2017].

OgHuM M3 MeTodoB, KOTOpPble MO3BOASIOT
napannenbHO un3y4yaTb Kak KOHGOpMaUVOHHOEe
COCTOSIHME MOJEKYN, TaK U MEXMONEKYNAPHbIE
B3aMMOOencTBms M obpa3oBaHMe KOMIIEKCOB
(accoumaToB) 6enkoBbIX MOJEKYn B pacTBope,
agnsetca meton OlNP cnMHOBbLIX METOK U 30HAOB
[MnxTeHwTenH, 1974; Ky3sHeuos, 1976; MeToa...,
1979]. KoHdopmaumoHHble 1 Ga3oBble NEPEXO-
Obl Monekyn 6enka C KOBaJIEHTHO CBS3aHHbIMU
CMUH-METKaMM O0JKHbI HEU30EXHO CKa3biBaTbCs
Ha OMHaMUYEeCKUX 1 penakCcauOHHbIX XapakTepu-
CTUKax CM1H-METOK, UBMEHSAIOLLMXCS BCNen 3a 10-
KanbHbIMU N3MEHEHUSIMU MUKPOBSA3KOCTU, YAEb-
HOM MOBEPXHOCTHOW 3HEePrnuv, ANINEKTPUYECKNX
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CBOWCTB cpeabl. B HacTosiLwen paboTe MCNonb30-
BaJIC OCHOBaHHbIM Ha JAINP cnuMH-MeToK Noaxoa,
KOTOPbIN HAAEXHO 3apekoMeHaoBan cebs npu ns-
YY4EHUN CTPYKTYPHO-ANHAMUYECKMX CBOWCTB Kak
OenKkoBbIX MOJIEKyYI, Tak N UX KOMIMJIEKCOB (acco-
umatoB) [Poxkos, KansapsariHeH, 1985; Rozhkov,
Goryunov, 2000; Rozhkov, 2004].

Ecnun monekyna 6enka MMeeT N1Lb OOUH LLEHTP
CBA3bIBAHUS CMIMHOBOW METKW, KaK B C/ly4ae ClnH-
meTkn TEMIMO-manenmna Ha CAY, BO3HUKHET
BO3MOXHOCTb, C O4HOM CTOPOHbI, PACCYNTATb KOH-
CTaHTYy KOH@OPMAaLMOHHOIO PaBHOBECUSA MeXAYy
COCTOSIHUSIMU MUKPOOKPYXEHUS U COOTBETCTBY-
jolwme 3HavyeHns PasHOCTU TEPMOANHAMMUYECKNX
OYHKUMIA 3TUX COCTOSAHMIN, a C APYron — OUEHUTb
M3MeHeHNs 3POEKTUBHOrO PacCTOAHUS MexXay
MoJiekynamu 6enka, onpenenss cpeaHee paccTo-
SIHME ANMNOSb-ANMOSIbHOIO B3aUMOOENCTBUS MEX-
Oy CMH-MeTKaMun. DTO No3BONsSeT HaboaaTh Kak
3a CTPYKTYPHO-ANHAMUYECKNM, Tak 1 32 pa30BbIM
COCTOSIHMEM amMcrnepcumn monekyn 6enka.

Ecnn xe monekyna 6enka WMeEET HECKOJbKO
LLEHTPOB CBSI3bIBAHUS CMWH-METKM, KaK B Chy-
yae TEMIO-gnxnoptpuasunHa [boHpapes n ap.,
1988], oTkpbIBaeTCss BO3MOXHOCTb PErnMcTpmpO-
BaTb TPaHCrNOOYNspHbIE CTPYKTYPHbIE W3MEHe-
HUS, KOTOPble HaxoOdAT CBOE OTPaXeHue B rnose-
OEeHUN KPUBOM CTabUIbLHOCTU (TemMnepaTtypHoii
3aBMCUMOCTN CBOOOAHOM SHEPrUnN AeHaTypaumn)
MakpoMoJsiekyn 6enka 1 ee M3MeHeHW nog, aen-
CTBMEM DUUNYECKNX U XUMNYECKUX PAKTOPOB.

Ha npumepe CAY o6cyxaaloTcst BO3MOXHOCTU
MeToda Ofis aHanuaa crabunbHocTh 6enka B 06-
nactu Gu3nonorn4eckmx Temnepartyp, no3Boss-
jowme npoBOAUTL OLEHKY W3MeHeHUs Gas30BbIX
1N KOHPOPMALMOHHbIX COCTOSIHUIA MONIeKy s 6eKOB,
VHAYLMPYEMbIX 3NeKTPOAMTamMm 1 OPYrMMm KOM-
noHeHTamu pacteopa. [pu 3TOM paccmaTpmsaloT-
csl Takke HeKoTopble ocobeHHoCcTN D] cocTosaHMs
CA, nockoJsibky B TEOPETUYECKOM MlaHe OAHOM
N3 BaXHbIX HepeLLUeHHbIX NpobiemM B NpoTeoMUKE
aBnsieTcs paspaboTtka rnobanbHbix O, koTopble
yunTbiBanM Gbl BCEBO3MOXHbIE CTPYKTYpbl U Me-
pexoapl mexay Humu [Buell, 2017]. MoaTtomy uenb
HacToswen paboTel — metogom AP cnnH-MeTku
0OHapPYXNUTb NBMEHEHUSI CTPYKTYPHOIO COCTOSIHUS
pacTtBopoB CAY, conpsiXeHHbIe C MHAYLMPYEMbIMU
COJIbI0 UBMEHEHNAMN KOHPOPMALMOHHOIO COCTO-
AHMS Makpomonekynbl CAY, kak nokanbHOro, Tak
N TPaHCrNobynspHOro, U ycTaHOBUTb MX B3aMMO-
CB$3b C a30BbIM COCTOSIHMEM pacTBopa. JTO No-
3BOJINT HA OCHOBAHUM MOJIy4EHHbLIX PE3yNbTaToB,
a TaKXe CIIOXMBLUMXCS K HACTOSILLEMY BPEMEHU
npencTaBneHnii o ¢a3oBbiX CBOMCTBaX OEIKOBbIX
CUCTEeM OTBETUTb Ha Bonee obLLUKiA BONpoc 006 0Co-
6eHHocTax Pl cocTosaHu pacTtBopoB CA, B YacT-
HOCTM, O MOJIOXEHUN Ha Helt obnacTein cTabuibHO-

CTU KOH(OPMEPOB N accouuaToB Oenka, a Takke
0 $a30BbIX Nepexogax Mexay 3TMMU COCTOSHUS-
Mu, Bktovas L-L I,

MaTtepuanbi u meToAabl

B paboTe ucnonb3oBanucb npenapatbl JMo-
dUNN3NPOBAHHOIO MOpPOLLIKA Heobe3XMPEHHOro
(5-9 dpakumsa) CAY 1 CNMHOBbBIE METKM Ha OCHO-
Be TEMINO-manevmmaa nporM3BoACTBA KOMAAHUN
Sigma-Aldrich, a Takxe Ha ocHoBe TEMIO-an-

xnopTpmnasuHa (2,2,6,6-tetpameTtun-N-1-okcun-
nunepnanH-4-aMmHOANXNOPTPNA3NH), CUHTE3N-
poBaHHasi MeToAOM, oOnucaHHbiM B [XKOAHOB,

1981]. docdatHbin 6ydep (pH 7,3), B TOM 4mnc-
ne copgepxawmin 0,15 M NaCl, ona pactBopa
CAY rotoBuAu C NPUMEHEHNEM XUMMUYECKU YU-
CTbIX peareHTOB. B paboTe Takxe MCNonb3oBa-
NINCb TAXenas BoAa C aTOMHOW fofier nentepus
99,8 %, a Takke XMMWUYECKM YMCTblE cCaxaposla,
nonnatunenrnukons MM 40000 (M3r-40), NacCl,
(NH,),SO,, NaOH, HCI. Bce pacTBopbl NpuroTos-
NEeHbl Ha yNbTPAYNCTON OUCTUNIMPOBAHHONM, Ae-
rasmpoBaHHOM 1 AenoHn3oBaHHoM BoAae (MilliQ).
PactBopbl cnuH-medeHoro CAY (CAY-CM) ans
OlP cnekTpockonuu nosyyYeHbl Ha ocHoee 1 MM
ncxogHoro pacteopa B 0,01 M ¢docdaTtHom OBy-
depe + 0,15 M NaCl (pH 7,3) nytem pasbaBneHus
0o TpebyemMol KoHUeHTpaumm B o6beMe obpasua
100-300 mkn. PacTBOpbI C pasHbiM COAEPXAHNEM
TSKENOW BOAbl nosydanu nytem fo06aBneHnst KOH-
LEeHTPMpPOBaHHOro pactBopa benka B OydepHbie
pacTBOpPbl C COOTBETCTBYIOLLEN KOHUEHTpaumen
D,0. pH pacTtBOpoB AOBOAMAMCHL OO0 Tpebyemoii
BENMYMHbI B PACTBOPax PasHOro cocraea C UC-
NOSIb30BAHMEM 3arOTOBJIEHHBIX KUC/bIX U LLENoY-
HbIx 0,12 M ¢pocaTHbIX OydepoB. pH Bcex obpas-
LLOB TLLATENTbHO KOHTPOMPOBAICA C MOMOLLbIO Ka-
nmbposaHHOro pH-mukpoanekTpoaa n pH-metpa.
NamepeHuns B pacteBopax, coaepxalumx D,O, npo-
BOAMNUCKE Npu pH, paBHOM pH namepeHHoOMy, 4TO-
Obl rapaHTMpoOBaTb HEW3MEHHOCTb 3JIEKTPOCTa-
TUYECKOrO COCTOSIHUS Makpomornekyn. BaskocTb
PacTBOPOB Caxapo3bl ONPeAensannm C MoMOLLbIO
pedppaktomeTpa UNP®D-22 1 COOTBETCTBYIOLLEWN
HOMOrpamMmbl. Bg3KOCTb pacTBOPOB Caxapos3bl
¢ M3r-40 onpepensanu ¢ UCNONbL30BAHNEM BMCKO-
3umeTtpa OcTBanbga.

Cnektpbl JMNP CAY-CM pernctpmpoBanncb
Ha pagnocnekTpomeTpe AP X-ananasoHa Bruker
EMX 6/1 ¢ TepMOCTaTMpyeEMOI 94EeNKoM pe3oHa-
Topa (* 0,2°C) npun amnnutyge moaynsaumm 1Tc
n CBY mowHoctn 12,6 MBT BO n3bexaHne Ha-
CbILLEHUS N WUCKAXEHUs1 CuUrHana. YCrnoBusl 3KC-
nepumeHtoB n moamodwukaumsa CAY CnMHOBbLIMU
MeTkaMn noJpoOHO onucaHbl paHee [PoXkoB,
KaneapsainHeH, 1985; Rozhkov, Goryunov, 2000;
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Rozhkov, 2004]. BaxHOW xapakTepucTUKOM nony-
4aeMoro crekTpa CrnMH-MeTkn B 061acTn MegeH-
HbIX BPALLEHUN SBASETCS Hanuyme ABYX XOPOLUO
pas3peLUeHHbIX BHELUHMX 3KCTPeMyMoB, 00yCnoB-
JIEHHbIX CBEPXTOHKMM B3aMMOLENCTBUEM, U LEH-
TPasibHOM KOMMOHEHTbI 32 CYET HaNoXeHUsa pas-
JINYHBIX COCTaBASIOLLMX CBEPXTOHKOW CTPYKTYpPbI.
[Mpy 3TOM CMMH-MeTKa MOXET UMETb HECKOJIbKO
LEeHTPOB CBA3bIBaHMS C OenkoMm (Kak B ciydae
C MeTKoM Ha ocHoBe TEMIO-anxnopTtpuasuHa
Ha IgG [BoHpapeB u ap., 1988]) nan oomH LEHTP
CBA3bIBAHMS (MPOKCUI-Manemmug, Ha anbbymuHe
[Pavicevi¢ et al., 2017]), HO B 0Ooux cny4asix co-
JepXaTb HECKOJIbKO KOMIMOHEHT B crekTpe. Tak,
YCTAHOBJIEHO, YTO ABYXKOMMOHEHTHOCTb CrekTpa
cnuH-meTkn TEMIO-manenMmunpoa obycnoBneHa
paBHOBECUEM [BYX COCTOSIHUIA CTPYKTYpbl Oenka,
B KOTOPbIX MUKPOBSA3KOCTb 1 MOABUXHOCTb paau-
Kana cywiecTtBeHHO pasnuyatotca [Wetzel et al.,
1980]. KoHcTaHTa paBHOBecus K onpepensieTcs
KOHMPOPMALUNOHHLIMU  DIIYKTYyauUUs MU - MOJIOCTU
B CTPYKType 6eska, rae SIokanmayeTcss aMMHOKWNC-
NOTHbIN ocTaTtok Linc-34, ¢ KoTopbIM CBA3bIBAETCS
CMnH-MeTKa. [MOCKOSIbKY KOHLEHTpauus CrhvHOB
(CNMH-METOK) B KaXxOOM COCTOSIHUM MNPONOpLU-
OHasbHa nnowanu non COOTBETCTBYIOLWLEN KOM-
noHeHTon curHana nornowenus N ~ kl(AH)?, roe
kK — KOHCTaHTa, xapakrtepuayooLas GopMy JINHUN,
I n AH — amnnanTypa n wmpuHa Wwmpokon (A) n ys-
kon (B) nuHuin cnektpa cooTBeTCTBEHHO [lyn,
1970; Rozhkov, Goryunov, 2000], To:

K= 18(BH)% / 16°(AHG) g, (1)

roe Kpa‘l’ — addekTnBHbIE 3HAYEHMS K. DTO NO3BO-
NSeT paccynTatb M3MeHeHne 3PPEKTUBHOMN SH-
Tponuu AS*®, aHTanbnuu AH*® n ceoboaHOWN aHep-
N COCTOAHNS CMIMH-METKM B MOSIOCTN.

Pacuetr BpemeHn koppenaunn andoysum
CMUH-METKM 3aBUCUT OT BblOpaHHOI Mopenu ee
anoodysmm mn otpaxaetr andodysmio kak camon
CMVH-METKMN G 4acToToM v, =T, TaKk 1 6eskoBoii
rno6ynel ¢ yactoton v, =T . B aTOM cny4ae us-
mepsaemMoe Bpems Koppenauum ™ ~ v 7'+ v, ! By-
net adpdekTnBHbiM. IPDEKTUBHOE BPEMS KOppE-
naumMm T°® paccuynTbiBanm No N3BECTHOM dopmyne
[Ky3Heuos, 1976]:

™*=a(1-S)"32/A..

3pnecb S=A*/A, roe A, — nonoeuHa paccro-
AHUA NO MO0 MeXAy BHELIHVMN 3KCTPEeMyMaMm
cnekTpa, COOTBETCTBYIOLLErO YC/IOBUIO Npeaesib-
HO Me[JIEHHOr 0 BPaLLEHNA CMMH-MeTkKn, a A * — Ta
Xe BesiMdMHa Ona cnektpa mccnenyemMon CrnviH-
MeTKkn. [NapameTpbl @ u b onpenendTcs Moae-
NblO BPALLEHNSA CMNH-METKM N OCTAaTOYHOM LLINPU-
HOWN UHOMBUAYANLHON NIMHUW CMEKTPA, U B pamMkax
MCMNONb3yeMON HaMu MoLenu (M30TPOornHas wnm

cnaboaHn3oTponHaa ckadkoobpasHas auodody-
3Us1) UX 3HaYeHus cocTaensoT a = 25,510 Tn/c
n b=-0,615. Takas mogens andadyanm BeibpaHa
NOoTOMY, 4YTO XapakTep BpalleHus Genka u MeT-
kn coenagaeT [KysHeuos, 1976]. Ecan «ckayku»
camMon MeTKn MOryT OblTb 06yCnoBfieHbl KOHDOP-
MaLMOHHBbIMU U3MEHEHUSIMW €€ MUKPOOKpYXe-
HUS, TO «CKayku» MaKpOMOJEKYJIbl MOXHO 00b-
SACHUTb C Y4YeTOM MnoTeHuuana B3aMMOAENCTBUS
6enok-6enok. Jinwb npeogosieHne noTeHumanb-
Horo Gapbepa B3aMMOLEWCTBUSA «CKa4YKOM» MO-
xeT obecneynTb MakpoMosnekyne oaHOBPEMEHHO
TPAHCNSAUVMOHHYIO OndOYy3ni0 1 BpallaTesbHYo
nepeopueHTaumio:

v= ()= 4T (2)

Ona wn3oTponHon moaenn AOBMXEHUS CrUH-
MeTKu Obin npeasioxeH crnocob [KaneapsiiHeH,
1975], noseonswowmn pa3nenatb apdekTMBHOE
BPems Koppenauun T = T_, Ha CoCTaB/sioLme T,
N T, UCMONb3Ys 3aBMCKMMOCTM PE3yNbTUPYIOLLEN
4aCTOThbl BPALLEHUSA CMWUH-METKM OT OTHOLUEHUS
T/n. C yyetom 3akoHa CTokca — IMHLWITENHA Ons
BpaLlaTtenbHon Anddy3nr MakpoMOosekysbl ypas-
HeHue (2) 3anuLieTcs Kak:

T, =Ty '+ 3KT/4ntV n,,

rAe N, — BA3KoCTb pacTeoputens, V, — adpodekTre-
HbI1 06beMm benka. Mpy NOCTOAHHOM TeMmnepaTtype
Be/fMunHa T, onpeaenserca ahGdeKTMBHON Mu-
KPOBA3KOCTbIO GesIkoBon matpuupl (n,°*/T), a T, —
BA3KOCTbIO pacTeoputens (n,°*/T). Ecnv BA3KOCTb
pacTBOpPUTENS W3MEHSIeTCs B HebOoNblnx npe-
henax, To M3MeHeHMemM COOCTBEHHOrO BPEMEHM
KOppensauMm CnuH-MeTku MOXHO npeHebpeusb,
MOCKOJIbKY MWKPOBSAI3KOCTb BOAHO-6EKOBOM Ma-
TpUUbl Ha ABa nopsiaka 6onblie U COOTBETCTBY-
oLee cnaraeMoe BHOCUT NPakTUYeCckn NMOCTOAH-
HbI BKNaA, B ANHAMUKY CMUH-METKM HE3aBUCUMO
OT BA3KOCTWU. B aTOM cnyyae 1., ' = T,7', 1 Bblpa-
XEHNe 1A HakioHa 3aBMCUMOCTM T, ~' oT T/n,
OyoeTt uMeTb BUA.:

A(Tg,,,")/A(T/n,) = 3k/(4m T, °9). (3)

B ctanmaptHbix yenosuax ((n/T),, = 3x107°T3/K)
Be/IMYMHA HaknoHa coctasuT 3x107°/1 . Jluwb
Npu 3Ha4YeHUAX BASKOCTN PaCcTBOPUTENS, CPABHU-
MbIX C 9(PPEKTUBHOM MUKPOBA3KOCTbLIO BENKOBOM
MaTpuLbl, MOXHO OXMAaTb OTKIIOHEHWS 3TON 3a-
BUCUMOCTU OT JIMHENHOCTW. ANNpokKcumMauusa nm-
HEMHOro y4acTka 3aBMCUMOCTU T, ~' OT T/n k Gec-
KOHEYHOV BSI3KOCTU B TOYKE NepeceyeHns ¢ OCbio
opauvHar gaet: T, ~'=T.'. PaHee Ha OCHOBE 3TuX
dakToB HamMu Obll NpedsiokeH cnocod pacye-
Ta 3Ha4YeHWn yaesibHOM NMOBEPXHOCTHOW 3HEepruu
B o6nactu nokanu3aumm CnuHoBon meTku [Pox-
koB, FoptoHoB, 2006].
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B TO e BpemMsi HakIOH SKCTPanoOSLMOHHbBIX
3aBmcumocTein OyaeT 3aBuceTb OT V , BenyMHa
KOTOPOro onpegensercsa CerMeHTasibHOM nofa-
BMXHOCTbIO 6eska. MNocnenHiolo, B CBOKO o4epessb,
oTpaxaeT xoA, KpMBOW cTabunbHoCcTH Genka AGP
OT TemnepaTtypbl. Hem BGnrxe K 3KCTPEMYMY Kpu-
BOM CTabuabHOCTM (CTabUNIbHOCTb HATUBHOIO
COCTOSIHMSA), TeM Gonblle 3PPEKTUBHBLIN 0OLEM
Genka V  [Royer, Winter, 2011]. Mo mepe ymeHb-
WweHnss cTabuNbHOCTM  HATUBHOIMO COCTOSIHUSA
(cmelleHns TemnepaTypbl B 0651aCTb Kak X01040-
BOM, Tak M TenjaoBOW AeHaTypaunmn) apdekTnB-
Hbln 0ObeM yMeHbluaeTcs (MoABUXHOCTb pac-
TeT): V, ~ 1. Ecnu nobasneHne B pactsop 6eska
caxapo3sbl, CTabunnaupytoLlen cTpykTypy 6enka
[Arakawa, Timasheff, 1982; Poxkos, 1991], npea-
CTaBUTb Kak npupalleHne apPeKTUBHON TeMne-
patypbl T/n, T0 uamexHexnne AGP| nop BivsHUEM
caxapo3bl MOXeT OblTb PACCMOTPEHO KaK MHKpe-
MEHT 3Heprum crabunusaumm |AGDN(T+A(T/n))—
AGDN(T)|/A(T/n). Ecnn npupalteHne npuxoamtca
Ha MakCMMyM KPMBOWM SHeprum crabunusaumm,
TO HakioH Oynet man, a V, Gyaer npuHumartb
Gonblune 3HaveHua (V, ~ 1 °¢). Meton 3P cnuH-
MeTKM MO3BONSIET PErucTPUpPOBaTb 3TU U3MEHE-
HUSA NMyTeM NMOCTPOEHNSA BA3KOCTHbIX M30TEPM T, >®.

M3meHeHVe paccTosHUi Mexay napamar-
HUTHBIMW LeHTPaMn B 3acTeksioBaHHbIX (77 K)
aucnepcusix 6enkos onpenensam no Aunosb-am-
NOJSIbHOMY YLUVMPEHWUIO NINHUIA CMEKTPA, NCNOSb3yst
napameTp d,/d — OTHOWEHNE CYMMapHO NHTEH-
CUBHOCTM KPaMHUX KOMMOHEHT CrnekTpa K MHTEeH-
CUBHOCTM LLEHTPASIbHON KOMMOHEHTbl 1 COOTBET-
cTBYylOLLEN HOMOrpamme [JluxteHwTenH, 1974].

MccnenoBaHust BbINMOSIHEHBI HA HAy4YHOM 00OpY-
nosaHum LleHTpa KonnekTmBHoro nosib3oBaHus de-
[epanbHOro nccnefoBaTefibCKoro LeHTpa «Kapesb-
CKUI Hay4HbIN LLeHTP Poccuinckom akageMmm Hayk».

PesynbTaTtbl M 06CcyXaeHue

Ha pwuc. 1 npenctasnieHbl TemniepaTypHble
3aBMCMMOCT/ BpEMeHu koppenauumn T,°° ons
CA4Y-CM B ¢docdaTtHoM 0OydepHOM pacTBope,
cogepxawem 0,15 M NaCl, a Takke Taxenyto
Boay v MN3r-40. t,°* paccuutado no dopmyne (3)
Ha OCHOBE napameTpoB cnekTpoB JI1P, nonyyeH-
HbiX ans TEMMNO-anxnopTpruasnHOBOM CNNH-MET-
kn, ceBga3aHHom ¢ monekynamu CAY. Ona CA4-CM
B 6ydepHom pacTtBope ¢ NaCl xapakTep 3aBucu-
MOCTW HEMOHOTOHHbIN, C BbIPaXEHHbIM TeMMepa-
TYPHLIM U3MEHEHVEM (MepPexoom) T,°® B OKPeCT-
HocTu 33 °C. B TO e BpeMs B pacTBope, coaep-
xauiem D,0O, HabnogaeTca nBa TemneparypHbIX
nepexopa — B okpectHocTn 151 33 °C (puc. 1/2).

CTpyKTYpHO-AMHAMMNYECKOE COCTOSIHME MOJe-
Kyn anbOymuHa xapaktepusyeTcs psaom obpa-
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Puc. 1. TemnepatypHble U3MEHEHUS1 3PDEKTUBHOIO

BPEMEHV BpallaTenbHOM Koppenauun T,°® mMosekys
CbIBOPOTOYHOro anbbymuHa 4enoseka (CAY), mogn-
dULMPOBAHHbIX CMMHOBOM MeTKol Ha ocHoBe TEMIMO-
OnxnopTpuasmnHa:

1 -8 0,01 M dochatHOM bydpepHom pacTtBope pH 7,3, co-
nepxatem 0,15 M NaCl; 2 - 10 xe B npucytcteumn 5 % D,O;
3 — 10 Xe, 4yto 1, B npucytcTtBum 2 % MIr-40. KoHueHTpaums
CAY 13 mr/mn. 1,°* NPONOPUMOHaNILHO 3PHEKTUBHOMY 00be-
My BpaLLeHus monekynsl CAY

Fig. 1. Temperature changes of the effective rotational
correlation time 1,,° of human serum albumin (HSA) mo-
lecule, modified by TEMPO-dychlortriasine based spin
label:

1 -1in 0.01 M phosphate buffer solution pH 7.3, containing 0.15
M NaCl; 2 - the same in presence of 5 % D,0; 3 - the same as 1
in presence of 2 % PEG-40. HSA concentration 13 mg/mL. T,
is proportional to the effective molecule rotation volume of HSA

TUMbIX KOH(MOPMaUMOHHbIX MepexonoB B obna-
CTn Heduanonormdeckmx adHavdeHmin pH [Fullerton
et al., 2006]. MNoBbiweHne TemnepaTypbl 40 55 °C
TakXe Bbl3blBaeT MOCTENEHHOE U obpaTuMoe n3-
MeHeHne KoHdopmMauun 6enka Ha ypoBHE BTO-
PUYHOW CTPYKTYpPLI. Hanbonee 3aHa4yMmble N3MeHe-
HWs, 0OyCnOBJIEHHbIE Pa3BOpPaAYMBAHMEM OLHOIO
13 LOMEHOB 6eska, NposBNsaTCsA 0koo 42-43 °C
[Rezaei et al., 2006; losin et al., 2011]. nsa obna-
ctn 58-65 °C xapakTepHO pes3koe Hayano geHa-
TypaLUMOHHbIX NpoueccoB [Borzova et al., 2016].
B T0 e Bpems xonogosas geHaTypauus Npoucxo-
OnT B 06NacTn oTpuuaTenbHbIX TeMnepaTyp, npu
atoM L-L nepexon ¢ BKTP B o6nact nonoxu-
TenbHbIX TeMnepaTtyp Habnoaanm B NPUCYTCTBUN
M3ar [Wang, Annunziata, 2006]).

CpaBHUTENBHO HepaBHO OblI0 OOHapyXeHO
[Bian et al., 2014], yTo B AMana3oHe Temmneparyp
12-20 °C cbIBOPOTOYHbI anbOyMWH B pacTBope
npeacTaBfieH eMHCTBEHHBIM HAaTUBHbLIM KOHMOP-
MepoM A, B TO BPEMS Kak B AvanasoHe Temnepa-
Typ 22-50 °C 6enok npeacrtasneH ABYMS HaTUB-
HbIMW KOHdopMepamn A n B, npuyem 0oONA KOH-
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Puc. 2. TemnepaTypHble U3MEHEHUS 3PDOEKTUBHOIO
BPEMEeHM BpaLlaTesibHoON Koppensaumm T,,°* Monekyn Chbi-
BOPOTOYHOro anbbymuHa yenoseka (CAY), moandbunum-
POBaHHbIX METKOW Ha ocHoBe TEMIO-guxnopTprnasunHa,
B 0,01 M dochaTtHOM BydpepHom pacTeope pH 7,3, co-
Jepxaliem:

1-0,15 M NaCl 1 0,6 M (NH,),SO,; 2 - 0,15 M NaCl n 1 M
(NH,),S0,; 3 - 0,75 M NaCl. KoHueHTpauma CAY - 30 mr/ mn
Fig. 2. Temperature changes of the effective rotational
correlation time T, of human serum albumin (HSA) mo-
lecule, modified by TEMPO-dychlortriasine based spin
label in 0.01 M phosphate buffer solution pH 7.3, con-
taining:

1-0.15M NaCland 0.6 M (NH,),SO,; 2-0.15M NaCland 1 M
(NH,),SO,; 3 -0.75 M NaCl. HSA concentration 30 mg/mL

dopmepa B pactet ¢ Temnepatypoit. MNpu 58 °C
M BbIlLIE MNPOUCXOOUT CMOHTAHHOE MpeBpaLLeHne
A B B. 311 maHHble 06 A n B koHpopmMepax Mno-
3BOJIAIOT OOBACHUTL HanMune OBYyX OOHapyXXeH-
HbIX HAMW MaKCUMYMOB (NepexoaoB) B NPUCYTCT-
Bum D,O (puc. 2). N3BecTHO, 4TO CTabuIIbHOCTb
CTPYKTYpbl 6enika nog snvsHuem D,0 BospacTaeT
B COOTBETCTBYIOLLMX MHTEPBANax, 4TO yKa3biBaET
Ha BaXHYIO POSb rmgpatauum B ctabunusaummu.
Kpome Ttoro, D,O cnocoGcTeyet crabunusauum
MoHomMepHo ¢dopMmbl Genka [Reslan, Kauzer,
2016]. KoHdopmepbl A 1 B LOMKHBI MMETb COOT-
BETCTBYOLUME KpUBbIE CTAbunnsaumm, 41O Tak-
Xe, BEPOsATHO, nposBiseTca B npucyrcteumn D,0
[Braun et al., 2017]. 3710 o3HayaeT, 4TO OOHapy-
XEHHble rnepexoabl 00yCcnoBfeHbl KOHGOpMaLM-
OHHbIMU NpeBpaLLeHnamMm monekyn CAY.

Y106bI paccMOTPETb B3aMMOCBSA3b 3TUX MPEB-
paLleHnin CO CTPYKTYPHbIM COCTOSIHUEM AucCnep-
cum CAY, 6bina wuccnegoBaHa peakuusi KOH-
dopmepoB Oefika Ha W3MEHEHWE MOHHOW Cuilbl
pacTBOpUTENsST MOCPEACTBOM YBEINYEHUS KOH-
ueHTpauum conein, obnagawowmx meHee (NaCl)
n 6onee ((NH,),SO,) BbIpaxeHHOW CNOCOBGHOCTLIO
«BblcanueaTb» CAY. lNoa «BbicanMeaHnem» nogpa-
3yMeBaeTCsl YMEHbLUEHVE TEepPMOAMHAMMUYECKOMN

YCTOMYMBOCTU AUCMEPCUN, copepallein 6enku
B COOTBETCTBYIOLLEN KOHDOPMaLUN.

Ha puc. 2 nokadaHbl TemnepatypHble 3aBu-
CMMOCTU BEJIMYMHBI T,°® NPy M3MEeHeHun coaep-
XaHUa xnopuga HaTpusa u cynbdara amMMOHuS.
Mpn KOHUEHTPALUMSAX, KOTOPbIE MOXHO OTHECTU
K AnanasoHy cpegHux, oblias TeHOeHUUs, Kak
1 N0 OJaHHbIM puC. 1, 3aK/OYAETCS B yBENNYEHUN
7,°% ¢ pocToM Temnepatypbl. OgHako nosoxeHne
nepexofa cMellaeTcs B obnactb 6onee HU3KUX
Temnepatyp. [lpy MOBbILWEHMN KOHLEHTpaLmm
CONMM pacTeT HU3KOTEMMEPATYPHbIA MaKCUMYM,
HO B 06n1acTu 6osiee BbICOKMX TeMMepaTyp 3Have-
HUA T,°® YMEHbLLAIOTCS, YTO, BEPOATHO, OTpaxaeT
nectabunmsauunio CTpykTypbl 6enka. B obnactm
«BblCaIMBAKOLLMNX» KOHLEHTPAaLMM CoNen 3Ha4yeHns
T,°% BO BCEM [ManasoHe Temneparyp 3HaduTeslb-
HO YMeHbLUaloTCs (puc. 2/2). NMoxoxas TeHAeHUMs
HabogaeTcsa n B npucyTcTeum M3Ar-40 (puc. 1/3).
3aeck T1,,°* npu 5 °C eLue H1xe — 12 He, n Habo-
naetcsa ¢pasooe pasneneHue (P L-L) pacteopa,
NPOSIBASIIOLLEECS KaK MOMYTHEHME MPU OOCTUXE-
HUM COOTBETCTBYIOLLLEN TEeMMepaTypbl U KpUTUYe-
CKOW KOHLeHTpaumn 6enka. 9T ocoO6EHHOCTM No-
BeaeHus T,°* otpaxatoT ®PI1 L-L ¢ BepxHer kputu-
4eCKOW TeMNepaTypomn, KOTOPbIA PeErmcTpupyeTca
B Aucnepcuun anbbymMmmHa B Takmx ycnosusx [Wang,
Annunziata, 2006].

3HadeHue T1,,°% npu 5 °C, paBHoe 12 Hc, Ppuk-
CMpOBaNiOCb paHee B pPacTBOpPax aHTUAUHUTPO-
deHunbHbix aHTnTen (IgG-CM) co cnuH-MeyYeHbIM
ranTeHoM AVHUTPODEHUIOM B MPUCYTCTBUU MO-
numepos M3l n gekctpaHa [Poxkos, 1984]. Mpwn
3TOM Takxe Habnoaanocb NOMYTHEHME pacTBOpa.
MIMMyHOrnobynuHel npuHaanexar kK knaccy 6en-
koB ¢ BKTP [Wang et al., 2014], To ecTb dasoBoe
pasgeneHue L-L B gucnepcumn atux 6enkos npo-
NCXOANT NPU NOHUXEHUN TEMNEPATYPbI, a KPUTU-
yeckas ToYka CABWraeTcsl B CTOPOHY 6onee Bbl-
COKMX TEMMEPATyp C POCTOM KOHUeHTpaumm MNar.
Takum 06pasoM, HU3KOoTeMMNepaTypPHbIN Nepexom,
¢ BKTP nabnopaetca kak ong CA4Y-CM, tak v gns
IgG-CM B npucytcteum MNar.

Opyro ®MN L-L B aucnepcun ansbymuHa — ¢
HWXHENU KPUTUYEeCKOM Temnepatypon — Habio-
[aeTca B NPUCYTCTBMU TPEXBANEHTHbIX COJEN
B aAnanasoHe 15-20 °C [Matsarskaia et al., 2016].
B aTtom cnydyae ¢dasoBoe paspgenieHve maet npum
NOBbILLEHHbIX TEMMEPATYPax, a C POCTOM KOHLLEH-
Tpauum conu Temnepartypa nepexona ymMeHblua-
etcsa. BepoaTHo, 3TOT Xe nepexon, MMeeT MecTo
MU B HaleM cnyvyae npu yBEMYEHUN KOHLLEHTpA-
umn (NH,),SO,. Takoi apdEKT MOXHO 0OBbACHUTL
TEM, YTO B yCNoBUsAX HGa30BOro pasoeneHns Hapsi-
Ay C MOnekynamuv B UICXOAHOM HATUBHOM COCTOSI-
HUW NosiBNSOTCS 6onee nabunbHble KOHGOPMEPHI,
KOTOpbIE TPynnNnPYIOTCH B KnacTepbl OTAENbHOMN
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da3sbl npy @M L-L ¢ HKTP. B uenom ctabunbHOCTb
HaTMBHOIO COCTOSIHUSA MOJIEKYN NagaeT, U addek-
TUBHbI 00bem Monekynbl 6enika V, ~ T onpeae-
ngetca camoandysmnen oTaesnbHbIX CTPYKTYPHbIX
JDOMeHOoB 6efka, a He MakpoMOJIEKYSIbl B LESIOM.
C apyron ctopoHbl, dopma cnektpoB 3lMP cnnH-
METKM B YC/IOBUSAX MOMYTHEHUS MO-NPEXHEMY
yKa3blBaeT Ha CYLLECTBEHHYID MMMOOUIN3aLMIO
NOABWMXXHOCTU METKM, MOCKOJIbKY OHA B 3TOM CIy-
yae onpenensieTcd 3Ha4YeHNEM BPEMEHN KOPPEns-
LMK T, , KOTOPOE MOXET CYLLIECTBEHHO BO3pacTaTb
B MPUCYTCTBUM CONIEN N3-32 UX MOBEPXHOCTHO-
MHAKTUBHbIX CBOMCTB. OTO MNPUBOAUT K POCTY NO-
BEPXHOCTHOIO HaTsXXeHUs U cTabunmsauun cob-
CTBEHHOW AMHAMUKM MeTKN B 06n1acTu ee nokanu-
3aunm [Poxkos, MoptoHos, 2006].

Ona cnuH-metkn TEMIMO-manenmmunpga, wvme-
IOLLLEN eOMHCTBEHHbIN LEHTP nocagkn Ha Liuc-34
monekynbl CAY n dnykTyvpyiowern mexay OBy-
Msl COCTOSHUSIMU C Pa3HbIM MUKPOOKPYXEHNEM,
Ha ocHoBe dopmynbl (1) 6bIM paccynTaHbl ad-
GEKTUBHBIE 3HAYEHUS1 PA3HOCTM TEPMOAVHAMMU-
4yeCcKnx GYHKUMN — SHTanbnum AH, aHTponuu TAS,
cBobogHoOn 3Heprun AG MeXay COCTOSHUSMMU.
PeaynbTtatbl pacyeToB AnS PasfnyHbIX MONSAp-
Hbix koHueHTpauuii NaCl n CaCl, npeacraeneHsbi
Ha puc. 3. 3HadeHnsa AH, TAS n AG nepexoga oTpa-
XalT COCTOSAHUSA BOAHO-0enkoBon matpulbl. O6-
paLlaeT Ha cebsl BHMMaHMe pe3koe N3MEHEHNE 3H-
TanbnMm 1N 3HTPOMUN COCTOSIHUS METKM B 061acTu
koHueHTpaumn NaCl ~ 0,3 M npu KOHUEHTpauum
6enka 200 mr/mn. OgHako paHee Oblfo Noka3aHo,
YTO CKayoK TepMoauHaMUYeCKUX YHKLMA MNpo-
NCXOOMT MPU TEM MeHbLUen koHueHTpauum NaCl,
4YeM MeHbLUe KOHLeHTpaums 6enka, T. e. BbINoJIHSA-
eTca ycnosme m,/m, = const [Rozhkov, 2004], roe
m, ¥ M, — MOJAPHbIE KOHLIEHTPauUMmn Gesika 1 conu
COOTBETCTBEHHO. JTO O3Ha4YaeT, YTo nepexop, 06-
YCJIOBJIEH HE TOJIbKO OBLLIMMU MONSIPHBIMU KOHLLEH-
TpaumsMmmn 6enka u Conm, HO U NX COOTHOLLEHNEM,
4YTO MOATBEPXOAETCS AaHHbIMW OPYrMX aBTOPOB
[Braun et al., 2017; Matsarskaia et al., 2018]. B pa-
6ote [Rozhkov, Goryunov, 2010] TeopeTunyecku
NMOKa3aHO, 4TO TaKOe COOTHOLLUEHWE KOHLEHTpa-
LM KOMMOHEHT XapakTepU3yeT MOJIOXKEHNE JINHUIN
cnuHogann n GuHoZann, KOTOPbIMW OMUCLIBAKOT
®IM L-L, Ha P/ cuctembl Boga-6e10K-cofb.

Kak cnenyet n3 puc. 3, B npucytcteun CacCl,
Takke HabMOOAETCs «CKayok» TepMoAMHamuye-
CKNX (PYHKUWI, HO OH SIBASIETCA MEHee pPe3knm
M MPONCXOANT NPU CYLLECTBEHHO MEHbLUNX KOH-
LeHTpauusax WOHOB. [pu panbHenwem yBenuye-
HUM KoHueHTpauum CaCl,, npesbiwatowen 1 M,
3HavyeHnsa AS v AH ymeHblualoTcs, T. €. Habno-
paetcs kak Obl 06paTHbI Nepexos. AHanormyHas
3aBMCUMOCTb nostyyeHa paHee v ana MgCl, [Pox-
koB, 1997]. Npn 3TOM B AMana3oHe KOHLEHTpaLNi

AG, AH, TAS, k[x/Mmonb
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Puc. 3. 9pdeKTnBHbIE 3HAYEHUS TEPMOANHAMUYECKUX
OYHKUMIA COCTOSAAHUSA BOOHO-6ENKOBOW MaTpuLlbl — 9H-
Tanenun AH, sHTponuu TAS, cBob6oaHOM aHeprum AG,
npueeneHHbIX K 15°C, ans pacTBOPOB MOJSIEKYST CbIBO-
poTOYHOro anbbymuHa yenoseka (CAY), mogmuonumpo-
BaHHbIX METKOWM Ha ocHoBe TEMIMO-manenmupga, npu
pasHbIX MOJIAPHbBIX KOHLLEHTPALMAX CONer m,:
1,2,3-NaCl; 4,5,6 - CaCl,; 1,4 - AH; 2,5 - TAS; 3, 6 - AG.
KoHueHTpaumsa CAY — 110 mr/ mn

Fig. 3. Effective values of the thermodynamic state func-
tions of the water-protein matrix — enthalpy AH, entropy
TAS, free energy AG reduced to 15°C, for the solutions
of human serum albumin (HSA) molecules, modified by
TEMPO-maleimide based spin label, at different molar
salt concentrations m,:

1,2,3-NaCl; 4, 5,6 - CaCl,; 1,4 - AH; 2, 5 - TAS; 3,6 — AG.
HSA concentration 110 mg/mL

1-2 M Habntopancsa ¢Gas3oBbli Nepexon pacTBopa,
NPOABNAIOLLNNACSA KaK NMOMYTHEHME Mpu OOCTUXE-
HUW KPUTMYECKOW KOHUEHTpauuun 6enka m conu
(PN L-L), Torma kak ganbHelllee MoBbILLIEHNe
KOHUEHTpauum conm (> 2 M) npmBoamnio K ToMy,
4YTO pPaACTBOP BHOBb CTAHOBUJICHA MNPO3Pa4YHbIM.
VIMeHHO TakMm 06pa3oM MposiBASIOTCS Tak Hadbl-
BaeMble peeHTpaHTHble (BO3BpaTHble) ¢a3oBble
nepexopbl, Takke oTHocswwmecs K kateropumn @I
L-L [Zhang et al., 2010] n o6HapyX1Baemble B An-
cnepcusix anbbymuHa. Conu TpexsaneHTHbIX Me-
TasNI0B BbI3bIBAIOT KAk NMPAMOM, Tak 1 BO3BPATHLIN
®as30BbIN Nepexon yxe npu Masbix KOHLEHTpaLuu-
ax 6narofaps BbICOKMM 3HAYEHUSIM NOHHOM Cubl,
YTO CBSI3aHO C MOBbLIWEHHbIM 3apPA40M KaTUOHOB
N 1UX CNOCOBHOCTLIO K copbUMM B LIEHTpPax cne-
uMduryeckoro ceA3biBaHUA Ha Oenke. lNpu 3TOM
3aBUCUMOCTb KOoadduumeHTa akTUBHOCTU CONU
OT ee MIOHHOI CUJbl AN HUX ABNSETCH yOblBatoLLeln
NPV HU3KMX KOHUEHTPALMAX 1 BO3pacTaloLen npu
NOBbILLEHNW KOHLUEHTpauun conu ['epacnmos,
1973]. 910 cornacyeTcd C N3BMEHEHMEM PacCTBO-
pumMocTn 6enka 1 ero B3aMMoAeNCTBUSA C MOHAMMU
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anekTponuTta. AHaNOrM4YHbii MEXaHu3M MpPOosiB-
NSeTCa M B NPUCYTCTBUM ABYXBANEHTHbIX MOHOB
CaCl, n MgCl, [Poxkos, 1997], HO npu nx Gonb-
e KOHUeHTPpaLmMmy no CPaBHEHUIO C TPEXBAJIEHT-
HbiMW. B 3TOM cnyyae yBennyeHme akTUBHOCTU
NPW MOBBILUEHNN MOHHOW CUMbl COMPOBOXAAETCS
NOBbILUEHHOW COPOLMEN Kak TpexBaJIEHTHbIX Ka-
TUOHOB, Tak 1 Ca2n Mg*?Ha noBepxHoCcTK Gesnka
1N obpa3oBaHMEM HOBOIO 3JIEKTPOCTATMYECKOro
noTeHumnana oTTajkKMBaHUs, HO yXe Apyroro 3Haka
MO CPaBHEHUIO C UCXOLHbIM.

Ha pwuc. 4 npepncrtasfieHbl TemriepaTypHble
3aBucuMMocTn napameTpa d,/d, paccuuTaHHO-
ro u3 xapakrepuctuk cnekrtpa IlMNP cnuH-MeTku
TEMIMO-manenmng, ceaszaHHon ¢ CAY, ons pas-
HbIx koHLeHTpaumin NaCl B pucnepcun 6enka. 3tn
3aBucuMocTn d,/d oTpaxatoT uameHeHvie cpef-
Hero paccTosHUS B3aUMOLENCTBUSA MEXAY CMUH-
meTkamu (/) B amcnepcum (d,/d ~ I"). OaHHble no-
Jly4€Hbl H2 OCHOBE M3MEPEHUsa OMMNONb-ANMNOIb-
HOro B3aMMOLENCTBUS MeXAy ChnVH-MeTKamu,
3aBUCALLErO OT PACCTOAHUA MEXAY HUMMU, HA MO-
nekynax 6enka B YCNOBUSX MOJSIHOW 3aMOPO3KU
(ocTtaHoBkM anddy3um makpomonekyn) npu 77 K
[NMuxTeHwTenH, 1974]. Ansa aTtoro obpasubl, Npesa-
BAPUTE/NIbHO BbIAEPXaHHbIE MPU COOTBETCTBYIO-
Ler Temnepartype, MrHOBEHHO NOrpyXxanu B Xua-
K a3oT. lNpegnonaraeTcs, 4ToO Kaxgoe ¢pasoBoe
COCTOSIHME Jucnepcuu B onpeeneHHoM auana-
30He Temnepartyp cTabunbHOCTM (asbl xapakre-
pn3yeTcs CBOUM CpefHUM pacnpenefsieHneM au-
Nosnen CNMH-MeTOK N COOTBETCTBYIOLLM CPEOHUM
paccTosiHneM Mexay MoJiekynamm 6enka.

JdaHHble puc. 4 yka3blBalOT, 4YTO PACCTOSAHME
MeXay CNVH-MeTKaMn yBeNn4ynBaeTcs nopg, Bnauns-
HUem Bo3pacTtawwmx koHueHTpaumn NaCl. Hawm-
0onee BEPOSATHO, 3TO CBA3AHO C W3MEHEHWEM
CTPYKTYPHOro (¢pasoBoro) COCTOSiHUS pacTeBopa
(amcnepcuu), 4TO cornacyeTcs C AaHHbIMU puc. 3,
TaKxke ykasblBaloLwmmy Ha $asoBbin nepexon,. Vc-
Nnosb3yss MeToAMKY OLUEeHKM 13 padoTsl . N. Jlnx-
TeHwTenHa [1974], Mbl onpegenunu, 4To cpea-
Hee pacCTosHMEe MeXay CNH-MeTKaMn B PacTBO-
pax C BbICOKOM KOHLEHTpaumen conem Ha 1-2 Hm
OonbLue, Yem B HM3KOCONEBLIX. [pn aTom B gna-
nasoHe cpenHWX KOHLEeHTpauunin conu ¢asosad
nepecTporika HaynMHaeTCd C BbICOKUX Temrepa-
Typ. EcCTectBeHHO npeanonoXxmtb, 4YTO CHa4a-
Nla MeHsieTCa CTPyKTypa pacTtBopa, CBsA3aHHas
co cTabunbHocTblo A-koHdopmepa CAY B obna-
CTU MOBBLILIEHHbIX TEMMEepaTyp, NOCKOSbKY 3aya-
CTyl0 TemMneparypa 1 conu OencTByoT cumbaTHo,
paspylias ruapataumoHHblii 6apbep ctabunmaa-
umn A-koHpopmepa. BmecTte ¢ TeM N3BECTHO, YTO
Npy KOMHATHbIX TEMMepaTypax 40Js OIMroMepoB
anbbymumHa MoxeT cocTaBnsaTb Ao 20 % [Fullerton
et al., 2006], n ckopee Bcero, 3T0 CBA3aHO C TEM,
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Puc. 4. TemnepatypHble 3aB1cMOCTY napameTpa d,/d
cnekTtpa JMNP ana TEMMNO-manenMunaHbix CrivH-MeToK
Ha MOneKynax CbIBOPOTOYHOrO anbbymuHa 4YenoBeka
(CAY) npun pasHbix KoHUeHTpaumsax NaCl. JlInHerHas an-
NPOKCMAaLMs NPU3BaHa NokasaTb, YTO B LLEeJIOM TeMne-
paTypHble 3aBMCUMOCTU ABASIOTCS YObIBAIOLLMMMU.
1-0,001 M NaCl; 2 - 0,01 M NaCl; 3-0,15M NaCl; 4 -0,5M
NaCl; 5 - 1,2 M NaCl. KoHueHTpaunsa CAY — 50 mr/ mn; 0,001 M
docdaTHbI Bydep, pH 7,3. Temnepatypa pervcrpaumm crnek-
Tpa 77 K. d,/d nponopuMoHasibHO CpeaHeMy PacCTOAHUIO
mexay cnvH-metkamm (d,/d ~ 1)

Fig. 4. Temperature dependences of the ESR spectrum
parameter d,/d for TEMPO-maleimide spin labels at hu-
man serum albumin (HSA) molecules at different NaCl
concentrations. The linear approximation is intended
to show that, in general, the temperature dependences
are decreasing.

1-0.001 M NaCl; 2-0.01 MNaCl; 3-0.15M NaCl; 4 - 0.5M
NaCl; 5 — 1.2 M NaCl. HSA concentration 50 mg/mL; 0.001 M
phosphate buffer, pH 7.3. Temperature of the spectrum regis-
tration 77 K. d,/d is proportional to the average distance be-
tween spin labels (d,/d ~ ")

4yTo OENIoK HaxXoaMUTCH B COCTOSAHMN A-KOHpOpMe-
pa. BO3MOXHO, MMEHHO MOCTENEHHOE paspyLue-
HVWE ONMIrOMEpPOB MO, OEVCTBUMEM TemnepaTypbl
n conei Bynet NpuBOONTL K YBENTMYEHUNIO CpeaHe-
rO PacCTOSIHUSA AUMOJb-AUMOABHOIO B3anMoOLen-
cTBus. MNpu aToM B 06112CTU YMEPEHHbIX KOHLLEH-
Tpaumii conen paspyLllueHme onmMromMepoB cHavana
OyneT cnocobCcTBOBaTL POCTY KOHLIEHTPaLMN MO-
HOMepOoB B A-kOHdOpMaLmm (PocT T,°® B 06nactu
HU3KUX TeMnepaTyp Ha puc. 2), a 3aTemM npespa-
weHnio A-KOHpopmepoB B B-koHdopmepbl C mx
nocneayLwmM y4yacTMeM B BbICOKOTEMMEPATYp-
HbIXx PN L-L ¢ HKTP.

lMpencraBneHHble pe3ynbTaTbl MO COMb-UHAY-
umMpyembiM $asoBbiM NepexogaMm B OAUCMEPCUn
CAY-CM, Hapsioy € faHHbIMW nMTepaTypbl, MO3BO-
NAI0T Ka4eCcTBEeHHO onpenenutb Ha Pl obnactu,
rae Moryt HabniopaTbCs pPasfiyHble COCTOSHUS
6enka n ero gucnepcuu, B TOM Y1cIie accoumaThl
6enka 1 das3oBble Nepexonbl Mexny 3TUMWU Co-
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ctosHuamu: L-L @I [Wang, Annunziata, 2006],
A v B KOHdOpMaLMOHHbIE COCTOSAHMS [Bian et al.,
2014]; onuromepsl 6enka [Fullerton et al., 2006],
yrnopsifoYeHHble arperatbl  aMuionaonofo6HbIX
dunbpunn [Juarez et al., 2009a, b].

Ha puc. 5 B KoopauHaTax TemnepaTtypa — KOH-
LeHTpauus 6enka (npy GUKCUPOBAHHON KOHLEHT-
pauuu conu) npeacTtaeneHa runotetTndeckas G,
BoaHom ancnepcum CA C HUXHEN 1 BEPXHEN KPU-
TnyeckMMn Temnepartypamm L-L nepexonos v Cco-
OTBETCTBYIOLLMMU NIMHNAMN BuHodanen. Mbl cun-
TaeMm, 4TO YCJI0BHbIE KPUBbIE PACTBOPUMOCTY KOH-
dopmepoB A n B xoTa 1 He coBnagatoT C KPUBbIMU
pacTBopMMOCTK Genka B LLe/IoM, HO pacnonara-
I0TCSA B HEMOCPEACTBEHHOW 6nn3ocTn. B obnacTtu
NPOMEXYTOYHbIX TeMnepaTyp JIMHUM PaCTBOPUMO-
ctn A n B MoryT nepecekatb JIMHUN PAaCTBOPUMO-

TemnepaTtypa

KoHueHTpauus Genka

Puc. 5. Tunotetnyeckasa ¢asosas guarpamma BOOHO-
CONEBbIX PACTBOPOB CbIBOPOTOYHOrO anbOyMmnHa B KO-
opAuHaTax Temrnepartypa — KOHUeHTpauus.

A n B - KpuBble pacTBOPUMOCTU KOHGOopMepoB Henka. Paso-
Bble MepexoAbl XUAKOCTb-XUIAKOCTb B 061acTv NnHUIA GUHO-
[ann (ropu3oHTasnbHbIE OTPE3KM) COOTBETCTBYIOT CUCTEMAM
C HWXHEN W BEPXHEN KPUTUYECKMMMU Temnepatypamm pac-
TBOpeHust (HKTP n BKTP). MyHKTUPHbIE IMHUN — BO3MOXHbIE
KpVBbIE PaCTBOPUMOCTM S onuromepoB 6enka (1) n kpu-
BOJIMHEVHbIX GUOpPUN (2) B 3aKpUTUYECKOW 0651aCTU MEXIy
HKTP 1 BKTP. KpuBble cO CTpenkamm nokasdbiBaloT BO3MOXHbIE
M3MEHEHNS TEMMEPATYP KPUTUYECKMX TOYEK MPU YBENYEHUM
KOHLeHTpaLuum conemn

Fig. 5. A hypothetic phase diagram of serum albumin
water-salt solutions in temperature — concentration co-
ordinates.

A and B are the solubility curves of protein conformers. Lig-
uid-liquid phase transitions in the region of binodal lines (hori-
zontal segments) correspond to the systems with lower and up-
per critical solution temperatures (LCST and UCST). Dashed
lines are the probable solution curves for the protein oligomers
(1) and curved fibrils (2) in the overcritical region between LCST
and UCST. Arrow curves show possible changes of the critical
point temperatures when the salt concentration increases

CcTun 6enka, 1 3To oTpaxaeT TOT dakT, Y4TO Npu No-
BbILLEHMN TemMnepaTypbl XUMUYECKNIA MOTEHUMA
KOHdopmepa B cTaHOBUTCA MeHbLUE, YEM Y KOH-
dopmepa A, KOTOpbIA Bce OonbLUe npeBpallaeT-
csa B B-dopmy, a npu noHMXeEHHbIX TeMneparypax,
HaMpPoTMB, XUMUYECKNI noTeHuuran A-KoHdopme-
pa CTaHOBUTCS HUXe M OH Npeobnapaet B pac-
TBOpE 6enka. Cneea OT 3TUX IMHUIA KOHPOPMEPHI
006paszyloT UCTUHHbLIN pacTBOp, TOrAa Kak cripaea
OT HUX HaxoamTCcs 06nacTb COCTOSIHWUIA, B KOTOPOW
Habnopaetcs obpa3oBaHWe COOTBETCTBYIOLLMX
HaaMOJIEKYNSIPHLIX 00pa30BaHUI (KOHOEHCALMOH-
HbIX COCTOsIHMIA) B pacTBope 6enka. Tak, B obna-
CTU MOBbLILLIEHHbIX TEMMEPATYP CnpaBa OT KPUBOM
A MOryT BO3HMKaTb Gpubpunnbl 6enka nyTem ogHo-
CTyNeH4YaToM KOHAeHcaumm, B TO BPEMS Kak Ha Nn-
HUM BMHOZANM B 3TOW obnactTn onmromepsl 1 B-
KoHdOopMepbl 6enka 06pas3yioT KOHAEHCALNOHHbIE
CTPYKTYypbl B peaynbtate O L-L, B KOTOPbIX Tak-
e BO3MOXHO 06pazoBaHue kak Gubpunn us onm-
roMepoB (OByxcTyneH4yaTtoe ¢udpunnoodpaso-
BaHWE), TaKk U aMOPO®HLIX arperaTtoB-cepysinToB
[Adachi et al., 2015]. B peaynbTaTe gecrtabunnsa-
UMM KOHOEHCaLMOHHbIX 00pa3oBaHuii, BO3HMKA-
towmx npu G L-L B 9101 obnactn Temnepartyp,
cnpaea OT JMHUM BMHOZANM BO3MOXHO 006pa3zo-
BaHMe MeTacTabuiibHOro COCTOSIHWUS, NpencTas-
JIEHHOTO KPUBOJNIMHEVHBIMU pubpunnamun. Takune
CTPYKTYpbl Oblit 06HAPYXXEHbI Ha NMPUMepe IN30-
umma [Miti et al., 2015]. x pacTBOPMMOCTb NOHU-
XAEeTCH C MOHUXEHMEM TemnepaTtypbl (Kpusas 2
Ha puc. 5), B TO BpeMd Kak pacTBOPUMOCTb OJIn-
roMepoB nosbllWaeTcqa (Kpuesas 1 Ha puc. 5) npu
NOHMXEHUN TEMMEPATYPHbI.

Ha nonoxexnne BKTP n HKTP Ha temnepartyp-
HOM LUKane CYLLeCTBEHHOE BJINAHME MOryT OKa-
3bIBaTb M3MEHEHME KOHLLEHTPAUUn 1 TUMOB MOHOB
cofer n BOAOPaCTBOPMMbIX NOJIMMEPOB. B cooT-
BETCTBUM C PACNpPOCTPAHEHHbIMU B HacTosllee
BPeEMS NpeacTaBNeHUs MU 0 CUMBaTHOM AeNCTBUN
pocTa TemrnepaTtypbl U CONlel Ha COCTOAHUE TU-
aparaumu, Mbl CHUTAEM, HYTO C POCTOM KOHLLEHTpa-
umn conen n nonmmepos pasHoctb HKTP n BKTP
MOXET YMEHbLLATLCS, a NpU AaSbHENLLEM YBENU-
4YEHUU NOHHOWM CUJbl — BHOBb YBEINYMBATHLCS, CO-
30aBag YCNOBUS A1 PEEHTPAHTHbIX Ga30BbIX Ne-
pexonoB. 3Ta BO3MOXHOCTb OTpaXeHa Ha puc. 5
KpuBbIMU CO cTpenkamn paoomMm ¢ HKTP n BKTP.
Takum obpasom, P[] Ha puc. 5 NnpeacTaBnseT BO3-
MOXHble Pa30Bble COCTOAHUS ANCTEPCUnN Npu U3-
MEHEHMM ee COCTaBa Mo KOHLIEHTpaLmMn kak 6enka,
TaKk n oCMONUTOB. 1pn 3TOM C POCTOM KOHLLEHT-
pauum conn KoHueHTpauus 6enka, npu KOTOpPOW
BO3MOXHO MpeBpaLleHne, ymeHboluaetcs. NMpu no-
CTOAHHOM Xe COCTaBe TO Wi NMHoe KOHdopMaLu-
OHHOE 1 Ha30BOE N3MEHEHNE MOXET U He Habno-
[aTbCH B 3a4aHHOM nana3oHe TemMneparyp.
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3aknioyeHue
[MpencrtaBneHbl pes3ynbTaTtbl  UCCEN0BaHUSA
CTPYKTYPHO-OMHAMNYECKMX CBOWCTB  CbIBOPO-

TOYHOro anbObymurHa YenoBeka B BOOHbIX AMcnep-
CUSIX METOLOM 3JIeKTPOHHOro napamMarHUTHOro
pe3oHaHca CMMHOBLIX MeTOK. B xome wnsyyeHud
B3aMMOCBA3N Mexay ¢GasoBbIMU nepexonamm
B aucnepcuax CAY 1 KOHHOpPMaLMOHHBIM COCTO-
SAHMeM MoJiekyn 6esika Nosly4yeHbl JaHHbIEe O Xapak-
TepucTukax noaBMXKHOCTU CMNH-METOK (BPeMeHU
Koppenaumn, TepMOOMHAMUYECKUX  OYHKUNAX,
KOHCTaHTEe paBHOBECUS), OTPaXKAIOLLMX COCTOAHNE
BHYTPU- N MEXMOJIEKYJISPHbIX B3auMOOENCTBUN
monekyn CAY. Ha OCHOBaHMK OaHHbIX O 3aBU-
CUMOCTAX 3TUX XapakTepuUCTUK OT TemrepaTypsbl
n koHueHtpaumn NaCl, CaCl,, (NH,),SO,, nonu-
STUNEHINVKONA N TSXENON BOLbl NMOKa3aHO, 4TO
nepexoabl Ha TemnepaTtypHbiX 3aBUCUMOCTSX
BPEMEHU Koppensauum T,°® CMMH-MEeTKW, Haxo-
oawenca Ha monekyne CAY, oTpaxalT B3au-
MOMpPEBPALLEHNA HU3KO- U BbICOKOTEMMepaTyp-
Horo koHdopmepoB 6enka n ux arperaTtos. [log
BANSIHMEM BO3pacTalowmx koHueHTpauun NaCl
n cynbdarta aMMOHUA CTabUIM3NPYETCHA HU3KO-
TemMnepaTypHbIi KOHPOpMep, B TOM 4ucie U 3a
CYeT MHAYUMPYEMOrO COJbl0 paspylleHus 6en-
KOBbIX OJIMFOMEPOB. JTO NPOSIBASIETCS B U3SMEHE-
HUN CPEefHEro PacCTOSAHUA MexXAy MOneKkynamu
CAY B pgucnepcuun. MNpu aTtom pectabunusaums
B-koHdopmepa Benet k nossneHunio L-L nepexo-
na ¢ HKTP. 3aBMCMMOCTb KOHCTaHTbl PABHOBECUS
CTPYKTYPHbIX COCTOSIHUI Genka 1 pacCcyuUTaHHble
Ha ee OCHOBE 3aBUCUMOCTU CBOOOLHOWN 3HEepruu,
SHTaNbMNMM 1 BHTPONMKM OT KoHueHTpauun Cacl,
OTpaxXatoT PEEeHTPaHTHbLIN Ga30BbIlv Nepexon Tmna
L-L c HKTP.

Ha ocHOBe NoJsly4eHHbIX pe3dynbTaTtoB Ha Gaso-
BOM Omarpamme COCTOSIHMIM BOLHOW Amcrnepcumn
CAY onpepeneHbl 06nactM TEPMO- WU COMb-UH-
ayuupyemMblx ¢al3oBbix rnepexonos L-L, a Takxe
COMYTCTBYIOLLMX KOHMOPMALMOHHBIX COCTOAHUN
N HaOMONEKYNSAPHbIX CTPYKTyp 6enka — knacte-
pPOB, ONIMFOMEPOB U APYrvX arperaTos.

[TokasaHbl BO3MOXHOCTU U 3PPEKTUBHOCTb
meToga AP cnuHOBLIX METOK AN perncrpauum
KOH(MOPMALMOHHbLIX N3BMEHEHUI, a TaKxe AN Xa-
PaKTEPUCTUKM COMPSXEHHBIX C 3TUMU U3MEHEHN-
AaMin pasoBbIX CBOMCTB Aucrnepcuii 6enka. B ganb-
HelLweM OaHHbIA MeTOA, 1 B LLeSIOM NPeaI0OXEHHbIN
noaxof 6yneT NCMNonb30BaH A1 U3y4eHUs B3anM-
HOro BAUSIHUSE OENKOB WU HaHOYaCTUL, Pa3SIMYHOWN
NPUPOAbI, 4SS YTOYHEHMsS U 0600LLLEHNSA YCTAHOB-
NeHHbIX ocobeHHocTen Pl 6enka. KoHdopmaum-
OHHble COCTOSIHUS MU accoumatbl Mosiekyn 6enka
MoryT 6bITb 6osee aeTasnbHO 0TOOPaXeHbI C MOMO-
wpto DLl B KOOpAMHATaX TeMnepatypa — Xmummye-

CKMIN NOTEHUMan KOMMOHEHTOB, MO0 TemnepaTy-
pa — 0OCMOTMYECKOE AaBneHne. 3To NO3BOAUT pas-
paboTtaTb 0600LeHHY0 DL rnobynsapHbIX 6enkos,
Y4UTBIBAIOLLYIO KOHPOPMALMOHHbIE, B TOM 4YUCHE
JEeHaTypupoBaHHble, COCTOSIHMS Benka.
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Zn-TETPAD®EHUJINOP®UH KAK MOAEJIbHAA
CUCTEMA A1 UCCJIEAOBAHUA BJINAHUA NPUPOADbI
PACTBOPUTEJI1 HA TEPMOANHAMMUKY AKCUAJIbHON
KOOPOAUHAL U C METAJITONOP®UPUHAMMU

B. IN. Auppees’, 1. C. Co6ones’, A. O. 3anues', H. LLl. Jle6enenBa?

" [leTpo3aBoackuii rocyaapCcTBEeHHbIV YyHUBepcuTeT, Poccus
2 UHcTuTyT Xummm pacteopoB um. I. A. KpectoBa PAH, ViBaHoBO, Poccusi

MeToooM 3neKTPOHHOW CnekTPpocKonuu u3dydeHa koopaunHaums umHk(ll)TeTpade-
HunnopowuHa (Zn-TdIM) ¢ N-okcnaamm NMpUaNHOB B XJTIOPUCTOM MeTuneHe. Mexay no-
rapudmMamm KOHCTAHT YCTONYMBOCTU KOMMIEKCOB, CMELLEHNSIMU MaKCUMYMOB MOJIOC
nornouweHns Zn-TPI B 31EeKTPOHHbIX CNEeKTpax npu KomMnaekcoobpasoBaHnn, OCHOB-
HOCTbIO iMraHfa U o-KoHCTaHTaMu flammeTa 3amMecTuTenen HabNoAaATCA NIMHENHbIE
Koppenauun. B cnyyae nupuamHos 8 CHCI,, CCl, n 1,2-amxnopataHe komnnekcoobpa-
30BaHue ABSETCSH M30PABHOBECHbLIM KOMMNEHCALMOHHbLIM, HO ¢ N-okcnaamum nMpuanHoB
3amMeHa xnopodopma (M303HTaNLANIAHBIA NPOLECC) Ha XJI0PUCTBIN METUNEH (M30paB-
HOBECHbIN aHTUKOMIMEHCALMOHHbIM NPOLECC) NMPUBOAUT K KapANHAIbHBIM U3MEHEHNSAM
B TepMOAMHaAMMKe koopamHauuu. CMeHa M303HTaNbNUIHOro noeeneHus N-okcuaoB
NUPUANHOB B XJI0POPOPME Ha aHTUKOMMEHCALMOHHOE B XJIOPUCTOM METUNEHE NPU KO-
opavHauum ¢ Zn-TPI MoxeT ykasbliBaTb Ha UBMEHEHME MexaHM3Ma Komriekcoobpa-
30BaHUSA. ITO MOXET BbITb 0OYCIOBEHO U3MEHEHMEM TUMNa rmbpuansaumm atoma Knc-
nopoga rpynnsl N—O nuranga B 3aBUCUMOCTM OT MOSIIPHOCTU pacTBopuTens. B nonbay
9TOro NPeanoioXeHns roBOPUT TOT PakT, YTO KOOpANHALMSA aHUMHOB ¢ Zn-TPI1 B xo-
podopme (kak 1 B cnydae N-okcuaoB, BO3MOXHA nepernbpuansanmsa atoma a3ota amm-
HOrpynnbl) TakKXKe ABNFAETCH N303HTANbMUNHBLIM NPOLECCOM, HO B XJIOPUCTOM METUNEHE
CTaHOBUTCS M30PABHOBECHOM B OTAn4YMe OT N-OKCUAO0B NMUPUANHOB C NOJIOXKUTENbHbLIM
3HayYeHneM . Hamu obHapyXXeHbl IMHEHbIE KOPPENSLMN MeXAy KOHCTaHTaMn CKOpO-
CTel peakuui nepokcmaasbl XpeHa B BOAHbIX PpacTBOPax C aHWIMHAMWN U KOHCTaHTaMu
YCTORYMBOCTM KoMMekcoB Zn-TPI ¢ Temun xe nuraHgamu B xnopodopme. Mbl Hage-
eMcs, YTO HacTosLwasa paboTa NOMOXET BbIICHEHWNIO BaXHbIX 3aKOHOMEPHOCTEN B 3TOMN
o6nacTn 6UOXMMUN, B HACTHOCTU TEPMOANHAMUYECKNX OCOBEHHOCTEN DYHKLIMOHNPO-
BaHNS Nepokcunaas.

KniouyeBble cnoBa: koMrniekcoobpasoBaHue; MeTanionop@uHbl; reTepoapomaTi-
yeckne N-okcuabl; N3OPABHOBECHbIN, N303HTANbMNMHBINA, KOMAEHCAUVOHHbBIA 1 aHTU-
KOMMEHCALUMNOHHbIN 3P EKThI.

V. P. Andreev, P. S. Sobolev, D. O. Zaitsev, N. Sh. Lebedeva. Zn-TETRA-
PHENYLPORPHINE AS A MODEL SYSTEM FOR STUDYING THE INFLU-
ENCE OF THE NATURE OF THE SOLVENT ON THE THERMODYNAMICS OF
AXIAL COORDINATION WITH METALLOPORPHYRINS

The coordination of zinc(ll)tetraphenylporphine with pyridine N-oxides in methylene chlo-
ride was studied by electron spectroscopy. Linear correlations are observed between

@



the logarithms of the stability constants of complexes, shifts of the maximums of Zn-
TPP absorption bands in electronic spectra during complexation, the basicity of the li-
gand, and the Hammett o constants of the substituent. In the case of pyridines in CHCI,,
CCl,, and 1,2-dichloroethane, complexation is an isoequilibrium compensation, but
with N-oxides of pyridines, the replacement of chloroform (isoenthalpic process) with
methylene chloride (isoequilibrium anticompensation process) leads to drastic changes
in the thermodynamics of coordination. The change from isoenthalpic behavior of pyridine
N-oxides in chloroform to anticompensatory behavior in methylene chloride in coordina-
tion with Zn-TPP may indicate a change in the mechanism of complexation. This may be
due to a change in the type of hybridization of the oxygen atom of the N—O group of the li-
gand depending on the polarity of the solvent. This hypothesis is supported by the fact
that the coordination of anilines with Zn-TPP in chloroform (like in the case of N-oxides,
amino-group nitrogen atom rehybridization is possible) is also an isoenthalpic process,
but it changes to isoequilibrium in methylene chloride, in contrast to pyridine N-oxides
with a positive B value. We found good linear correlations between the rate constants
of horseradish peroxidase reactions in aqueous solutions with anilines and the stability
constants of Zn-TPP complexes with the same ligands in chloroform. We hope that this
work will help clarify important patterns in this area of biochemistry, in particular the ther-
modynamic features of peroxidase functioning.

Keywords: complexation; metalloporphyrins; heteroaromatic N-oxides; isoequilibri-

um, isoenthalpic, compensation and anticompensation effects.

BBepeHune

HeocnabeBalowmii MHTEPEC K KOOpAMHALN-
OHHbIM CBOWCTBaM MNOPOUPUHOB U METaIonop-
dupuHoB (MI1) obycnoBneH npexzae BCEro Mx
ouonormnyeckon 3HadmmocTblo. K HUM oTHocaTcs
pa3nuyHble rembl (Xkenesocoaepxaiuye npous-
BOAHbIe nNpoTonopoupuHa IX), asnsaiowmecs npo-
CTETUYECKUMU rpynnamn Takmx 6enkoB un dep-
MEHTOB, Kak reMorsiobuH, MUOriobuH, LMTOXPO-
Mbl, KaTanasa, nepokcuaasa n MHOrmx opyrux.

®dyHKUMOHMpPOBaHWE Bcex MeTannonopdbupu-
HOB in Vivo CBSI3aHO C NpoLeccamu KOMniekcoob-
pa3oBaHuA C akCuanbHbIMU UraHoamm, npupoaa
KOTOPbIX U3y4eHa K HAaCTOSALLEMY BPEMEHN B HE[0-
CTATOYHOW CTENeHu, 4TO Bbi3BaHO HEYCTOW4YMBO-
CTbto NpupoaHbix MIT B pacTBOpax, CNOXHOCTbLIO
nccnenoBaHna MeXxXMoNeKynsapHbIX B3auMOaencT-
BUIM C NX y4aCTUEM N OrPaHNYEHHON YyBCTBUTESTb-
HOCTbIO 6OMbLUNHCTBA GUBUKO-XMMUYECKUX METO-
DoB uccnegosaHusa [AHgpees, Cobones, 2015].

AkcunanbHaa KoopAmHauma — OOHO U3 Xapak-
TepHbIX N BaxHenwmnx csBoncTtB M, cywHOCTb
KOTOPOro COCTOUT B TOM, YTO LLEHTPasIbHbI aTOM
MeTanna obpasdyeT AOHOPHO-akLLEeNTOpHbIE CBS-
31 C OO4HMM, OBYMSI UK GONbLUMM KOJIMYECTBOM
nuranpoB. Takve BaxHelwune 6uonornyeckmne
OYHKUMN  MeTannonopOUpUHOB, Kak GOTOCUH-
Tes, obpaTumoe ceasbiBaHue O, n MHOr1e apyrue,
0o0yCcnoBfeHbl B NEPBYO o4epeb MX KOMIMIEKCo-
obpasosanuem ¢ H,0, O,, H,0,, asotcoaepxa-
LWMMN reTepoumknamMm, 6enkaMmm u gpyrumm mMo-
nekynamun [AHgpeeBa, 1988; dununnosuy, 1999;
Haider et al., 2002; AHgpees, Cobones, 2015].

[MonaratoT, YTO MMEHHO MNpoLEeccamMm akcunab-
HOI KoopaMHauum obycrnoBrieHa OGuonornyeckas
aKTVUBHOCTb HEKOTOPbIX JIEKAPCTBEHHbIX BELLLECTB.
Hanpumep, Takve aHTUManapuiiHble XWUHOJNHO-
Bble npenapartbl, Kak XUHUH, XJIOPOXUH, aMmoana-
XVH 1N Me®dNOXUH, OAT agaykTbl C reMaTUHOM
(koTOpbIN 0O6pazyeTcs B MaNAPUIHOM M1a3Moanm
N3 rema remMornobrHa Xxo3siMHa), OKa3blBaKLLMM
TOKCUYECKOe OENCTBME HA MassiPUnHbIA Naas3mMo-
oun [Egan et al., 2000; Laure et al., 2012].

YcnewHoe xe uCnonb3oBaHue MeTasionop-
dUPUHOB B nevebHOM npakTuke (Mpyv co3pgaHum
3P DEKTMBHBIX KPOBE3aMEHUTENEN, JIEKAPCTBEH-
HbIX NpenapaTtoB, TPAHCMOPTHbLIX areHToB) Tpe-
OyeT Hannuusa MHbopmauum o 3aBUCMMOCTU BIN-
aHna npupoabl MIT 1 nuraHga Ha KUHeTuyeckme
N TepMOAMHaAMMYECKME CBOMNCTBA 4YPE3Bbl4ANHO
pa3Ho0Opa3HbIX NMPUPOOHLIX U MOAENbHLIX MOp-
dUpUHOBLIX cuctem. OCOBEHHO 3TO akTyasibHO
B CBA3M C OOHapyXeHHbIM ycuneHmem B 7-10
pa3 nencTBusa psaa NiekapCTBEHHbIX rnpernaparTos,
BbI3BaHHbLIX A00aBNEeHNEM LUMHKOBOro KOMrekca
npotonopdupuHa [Jlebegesa n ap., 2004]. OgHa-
KO TepMoAMHamMmn4eckne 3aKOHOMEPHOCTU KOM-
nnekcoobpasoBaHus MI, HECMOTPS HA OrPOMHIN
K HAM MHTEepeC, 00 HACTOALLEro BpeMeHN N3y4eHsbl
HegocTaTtodHo [AHopeeB, Cobones, 2015; Basak
et al., 2016; Dezhampanah, Firouzi, 2016].

leTepoapomaTuyeckmne N-okcuabl, B OT/n4Hme
OT HEOKMCJ/IEHHbIX aHanoros, obnagaloT yHUKaNb-
HOW COBOKYMHOCTbIO BbICOKOW [OOHOPHON CMOo-
cobHocTun rpynnel N—O 1 ee NpoCTpaHCTBEHHOM
DocTynHocTU. CnekTp mx 6UoNorn4yeckor akTms-
HOCTW 4pe3Bbl4aliHO LUMPOK: OT 3KOJIOrMYeCKU
6e30nacHbIX CTUMYISTOPOB POCTa CeJIbCKOXO-
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39NCTBEHHbIX pacTeHunn [[loHomapeHko, 1999]
M NIeKapCTBEHHbIX MpenapaToB A0 YPEe3BblYANHO
MOLLIHBbIX MyTareHoB W kaHueporeHoB [Liu, Guo,
2001]. Kpome TOro, cnemgyer nogyvepkHyTb, 4TO
reTepoLnKINYECKME COeANHEHMs, nonagas B op-
raHvM3Mm, nojgepratTcss MeTabosMyeckum npe.-
paweHnsaM, npoayKTamMu KOTOPbIX  SBASAKOTCS
n N-okCcuaMpoBaHHbIE NPOM3BOAHbLIE, CNOCOOHbIE
B3aMMOAENCTBOBATb C PasnyHbIMy NOPPUPUHO-
BbIMU CUCTEMaMM KNeTok. Hanpumep, BOCCTaHOB-
neHne anudaTtn4eckmx U reTepoapomMaTnHeckmx
N-OKCMaoB 4acTto onocpenyeTcs rem-coaepxa-
wmMn pepmMmeHTamMn (Takumm, Kak TpUMeTunamuH
N-okcuapenykTasa) unm gaxe remom 6e3 6enko-
BOM yacTtu. [NokasaHo, 4To N-okcuapbl 2-H-renTu-
N 2-H-HOHUN-4-TNOPOKCUXMHONNHA, BblAENSeMble
OakTtepuaMun poga Pseudomonas n obnagatouime
MOLLHBIM aHTubakTepuanbHelM 3ddeKToM, CBS-
3bIBasiCb C remM-coepxawumm 6enkamMm, MHrnmbu-
PYIOT 3NEKTPOHHbIN TPAHCMOPT B MembpaHax 6ak-
TEPUIN, XNOPONSIACTOB N MUTOXOHOPUI [AHOpEEB,
Cobones, 2015].

MaTtepuanbi u metoabl

N-okcuabl MIMPUANHOB CUHTE3MPOBAN Cornac-
Ho paboTe [Ochiai, 1967] nyTem okMcneHns cooT-
BETCTBYIOLLMX FETEPOLIMKIIOB NEPrnaponiemM B cpe-
0e NegsHoOW YKCYCHOW kucnoTel. N-okcup 4-Hu-
TponupuauHa nonyyanu HutposaHuem N-okcmpa
nUpUanHa, KOTopbIn Takke Obls NOABEPrHYT HyK-
neodpunbHOMY 3aMELLEHMNIO HUTPOrpynnbl  Noj,
OeCTBMEM MeTunata HaTpust C LEenbio CUHTE3a
N-okcupa 4-metokcunupuguHa. N-okcug 4-ctn-
punnupuamHa nonyyanu KoHgeHcaumen N-okcmnoa
4-meTunnpuanHa ¢ 6eHsanbgernoom. PacTteo-
puTenmn (xnopodopM U XJIOPUCTLIN METUNEH) O4YN-
wanu cornacHo padote NopaooHa n ®oppa [1976]
1 ctabununanpoBanu rekceHom-1 (0,1 % no obbe-
My) [Lebedeva et al., 2001].

KoHcTaHTbl ycTonumBocTn Zn-TPI ¢ N-okcu-
JaMn NUPUANHOB PacCCYMTbiBaNM, Kak OMUCaHO
B pabote AHaopeeBa ¢ coaBT. [2018]. Tepmoau-
HaMMYecknme KOHCTaHTbl npoLuecca KOMIMIEKCO-
00pas3oBaHMsa paccymUTbIiBaIM Ha OCHOBaHUW 3aBU-
CYMOCTU 3HAYEHUN KOHCTAHT YCTOMYMBOCTU MNpU
pasnunyHbIX TemMnepaTtypax (9KCNepuMeHTbl Ans
KaXxgoro vu3 nmraHgoB noBTopsnu 4 pasa) rpa-
duryeckMmMm MeToLoM C yyeToM popMynbl (NepBoe
npubnmxerune Ynuxa) [Punamnyeckas..., 19871]:

InK = ~AH°/RT + AS%/R,

npegnonaras, 4TO B WUCCNeaAyeMOM Y3KOM WH-
Tepsasne Temnepartyp (283-298 K) sHaueHus AH°
n AS® octaloTcsa NOCTOSAHHbIMU. 3HA4YeHus1 Benn-
4ynH AH® 1 AS° paccunTbiBanu ans Kaxmnon Temne-
paTtypHou 3aBncumMocT K no oTaenbHOCTU, nocne

4yero Haxoaunnm nx cpegHee 3Ha4eHne n CtaHgapT-
HO€ OTKJ/IOHEHMUE.

PesynbTaTtbl M 06Cy)XaeHue

HacTtosiwasa paboTa MNOCBsiLLLEHA CpPaBHEHUIO
KomnnekcoobpasoBaHusa Zn-TPI B xnopodopme
M XJIOPUCTOM METUJIEHE C LLUECTbIO X-3aMELLEHHbI-
Mu N-okcugamm nmpuguHoB, rae X =4-mopdo-
nunHo (1a), 4-MeO (16), 4-ctmupun (1B), 3-COOEt
(1r), 4-CN (14), 4-NO, (1e), n npeanpuHaTa no-
NbITKA BbIACHUTb NPUYNHBI TOFO, 4TO TEPMOAMHA-
MKKa LaHHOro npouecca pasuTesibHO OT/INYaeTCd
OT TaKOBOW AJ19 HEOKNCIIEHHbIX aHaJIOr OB.

Hamun oBHapyXeHo, 4TO B Clly4ae KoopAnHaLmum
N-okcnagoB nupuamnHoB ¢ Zn-TPDI B X10pUCTOM
MeTWSIeHe, KaKk 1 B Cllyyae NUpUaUHOB B XJI0PO-
dopme, 1,2-guxnopaTaHe U 4YeTbIPEXXIIOPUCTOM
yrnepoge n N-okcmaoos NUPUOVHOB B XJ10POGOP-
Me, Mexay forapymdmamm KOHCTaAHT YCTOMYMBO-
cTn komMmnnekcos (IgK), cmeleHnaMmm MmakcuMymMmoB
(AA) nonoc nornouweHns Zn-TADI B 9NEKTPOHHbIX
crnekTpax npu KomrniekcoobpaszoBaHUM, OCHOB-
HOCTbIO (PK,) MraHaa n o-koHcTaHTamu lammeTa
3amecTutenei HabnogalTCcs NMHEVHbIE Koppe-
naumm (r = 0,97-0,993) (Tabn.).

Kpome Toro, ans oboux knaccos (MUPUANHBI
n nx N-okcuapl) NUraHgoB NpuM 3amMeHe XJopo-
dopma Ha xIopUCTbI MeTUNEeH AA, yMeHbLuaeT-
cs, a K Bo3pacTtaeT. Ocobo cnenyer OTMETUTb
TOT ®akT, 4TO MPU NOCTPOEHNN KOPPENSLUN B KO-
opauHatax IgK — AA B xyiopodopme nosegeHue
3- 1" 4-3amelleHHbix nupuguHoB 1 N-OKcuaoB
NMUPUONHOB MOXET ObiTb ONMCaHO OOHUM U TEM
xe ypasHeHvem (IgK =0,272A4, - 0,623; n =19,
r=0,992), torga kak B XJIOPUCTOM METUIIEHE
MX NOBEAEHME MOAYMHAETCH OBYM pPasHbiM Nps-
MbIM (Onsa nupuanHoe IgK = 0,382A4, 1,58,
n=4, r=0,998; ona N-okcnmooB nNMPUONHOB
IgK = 0,436AA, — 1,50, n =6, r=0,993). MNprunHa
3TOro pasnnymns HesCHa.

OpHako Hanbonee CuibHbIE OTIMYUSA NPU CMe-
He pacTBOPUTENIA XapakTepHbl AN9 TepMoAMHa-
MUKM KOOPAMHAUMW: AN NUPUOMHOB B XJ10PO-
dopme, YeTbipexxnopucTom yrnepoge u 1,2-amn-
XnopaTaHe (M30paBHOBeCHas Temnepatypa T
paBHa 194, 144 n 61 K COOTBETCTBEHHO), @ Takxe
N-okcvaooB NUPUAOMHOB B XJIOPUCTOM METUSIEHE
(AH° = -583AS°-16800, n=6, r=0,9813) npo-
LLeCChbl SBMISIOTCA M30pPaBHOBECHbLIMU, T. €. Npu
CMeHe 3amMecTuTend B MUPUOMHOBOM KOJbLe
AH° nameHsieTcs nponopuuoHansHo AS°, HO ans
N-okcuaoB NMpuanHoB B xnopodopme AH? aBns-
€TCH MOCTOAHHBLIM (M303HTAJIBIMUNNHBIN MPOLLECC).

Mpn atom AS° ona N-okcuaooB MMPUAONHOB
B XJIOPUCTOM MeTuneHe (—2,7...+10,8 Ox/monb-K)
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KoHcTaHTel ycTonumBocTn (K,y,), TepMoanHamuyeckme senunynHel (AH, AS®) o6pa3oBaHns MONEKYNAPHbIX KOM-
nnekcoB Zn-TPI ¢ retepoapomaTudeckmumm N-okcmaamm NMPUANHOB B XTOPUCTOM MeTUsIeHe 1 xnopodopme npu
25 °C, cmelLleHns MakCMMyMOB nosioc nornouwenns | u il (AN, AA)) B cnektpax Zn-T®M npu komnnekcoobpasosa-
HUW, KOHCTaHTbI 3aMecTUTeNel (0) U 3Ha4YeHNs oCHoBHOCTM (PK, (25 °C)) nurannos B Boge npu 25 °C

Stability constants (K,.,), thermodynamic values (AH°, AS°) of the formation of Zn-TPP molecular complexes with
heteroaromatic pyridine N-oxides in methylene chloride and chloroform at 25°C, shifts of the maximum absorption
bands I and Il (AA, AA)) in the Zn-TPP spectra during complexation, constants of substituents (o) and basicity values

(pKa (25 °C)) of ligands in water at 25 °C

Jlnrang,
— 0 0 .
e B O I B Il Bt s
N-oxide
CH,CI,
1 1a 32195+ 100 3,25 - 139 | 16,4 22590 + 150 10,806
2 16 16027 = 610 2,05 0268 | 12,7 | 143 21750 + 520 7414
3 18 8625 + 165 1,10 0,06 14 | 124 20440 * 960 6,7+34
4 r 3850 = 40 - 037 | 121 | 138 19350 = 580 36%23
5 1n 366 + 10 117 0628 | 93 | 117 15500 + 240 3,2+0,9
6 1e 235+5 7 0778 | 89 | 107 14280 + 230 27+0,76
G
1 1a 12020 + 440 3,25 - 156 | 18,8 13470 + 240 33,0%1,0
2 16 2470 + 63 2,05 0,268 | 145 | 17,0 13940 = 260 19,08
3 18 1142+ 25 1,10 006 | 134 | 156 13800 = 220 1254
4 r 454+9 - 037 | 124 | 150 13880 = 290 46%4
5 18 He 06:'32"*6”0 1,17 0628 | 10,8 | 13,4 - -
6 Te 134+3 17 0778 | 10,0 | 12,0 13740 = 150 57+4

lMpumedarume. * MNMo: AHppees, Cobones, 2015. ** [aHHble B3ATbl U3 Halle paboTel [Andreev et al., 2014], roe onucaHa koopanHa-
umsa Zn-TPM B xnopocpopme ¢ 18 N-okcnaamu npuamHoB 1 13 N-okcnaamm XMHONNHOB.

Note. * After: Andreev, Sobolev, 2015. ** Data are taken from our work [Andreev et al., 2014] where the coordination of Zn-TPP
in chloroform with 18 N-oxides of pyridines and 13 N-oxides of quinolines is described.

n3meHsietcas B 0Oosiee y3KOM [JuanasoHe, 4Yem
B xniopodopme (-5,7...+33,0 Ix/monb-K) (Tabdn.).
Ocob0 OTMEeTMM, 4YTO NMHEeNHas Koppens-
uma mexay AH® n AS® ana koopamHauum Zn-TPIN
¢ N-okcngamm nMpuanHOB B XJIOPUCTOM METUIEHE
onucbiBaeTcs NpPsMon (puc. 1) ¢ oTpuuaTesnbHbIM
3Ha4veHneM B (-583 K), T. e. Temnepatypon, npu
KOTOPOV BapbMPOBAHME 3aMECTUTENS HE OO/MKHO
NPUBOAUTb K UBMEHEHUIO KOHCTaHTbl PaBHOBECUS,
T. K. UKBMEHEHNS 3HTaNbNNUMU OO0KHbI TOYHO KOM-
NEHCNPOBATbCS UBMEHEHNAMU SHTPOMUMN.
TemnepatypHas 3aBucmmocts AG  ans
N-okcmooB nMmpunanHOB noateepxpaeTt, 4yto AG
M KOHCTaHTbl YCTOMYMBOCTW Mpu Temnepartype
okoso —600 K posxHbl Obn Obl NepecTaTb 3aBU-
CeTb OT CTPYKTYypbl N-OKCMOO0B NMPUOMHOB, a Npu
OanbHENLWeM MNOHMXKXEHUN TeMnepaTypbl A0SKHO
Ob110 Obl NPON30MNTK 0OpaLLLEHME UX 3aBUCUMOCTU
OT 3NIEKTPOHHbIX 3P PEKTOB 3aMECTUTENIEN B MNO-
NnoxeHmax 3 n 4 NnMpMaNHOBOro KoJbLa, Hanpu-
Mep, koMniekc ¢ N-okCcnaom 4-HuUTponmpuauHa
OOMXeH Obin Obl cTaTb Gosiee YyCTOMYMBBLIM, YEM
¢ N-okcnpgom 4-mopdonuHonupuauHa. C gpyron
CTOPOHBI, 3aBMCUMOCTb AG OT G NOKa3bIBAET, YTO
ons N-okcupga, umerowero B NIMpUANHOBOM KOJb-

ue 3amectutens ¢ 0 = 0,5, AG He [OMKHO 3aBu-
CeTb OT TeMMepaTypbl.

Ewe pa3 otmeTuMm, 4TO NogobHbIE paccyxie-
HUS, XapaKTePHbIE AJ151 U30PABHOBECHLIX (M30TEp-
MOAMHaMMNYECKMX) MPOLLECCOB, B HalleM clyyae
oTNnyaloTCs TeMm, 4to npsmas AH — AS n BennumHa
B MeT COOTBETCTBEHHO OTPULATENbHbBIE HAKITOH
n 3HayeHue B wkane KenbBuHa. CornacHo AaH-
HbIM Tabnuubl, B XIOPUCTOM METUNIEHE U3MEHe-
Hus AH npu koopavHaumm Zn-TPIM ¢ N-okcngamm
NMUPUONHOB CTAHOBATCS 00see CYLLECTBEHHbLIMU,
a AS npu Bapmayuax CTPYKTypbl AMraHaa — MeHee
3HAYMMbIMW MO CPABHEHMIO C XJIOPODOPMOM.

JluHepT nucan, 4To B XMMUM Mano TEM, B KO-
TOpPbIX BO3HMKIIO Obl CTOJIbKO HeLopasyMeHUi
1 NPOTMBOPEYUI, Kak B CBA3M C TaK Ha3bIBAEMbIM
N30KMHETUYECKUM COOTHOoweHnem (MKC) wnn
KOMMEHCALMOHHbIM 3aKOHOM. [10 ero MHeHwuio,
npasuibHasg npoueaypa gemoHcTpauum NKC tpe-
OyeT «M3y4nTb, €CTb NI 00OLAaa Touka nepeceve-
HUS B TeMnepaTypHOM 3aBUCMMOCTU KOHCTAHThI
paBHoBecusi» [Linert et al., 1983]. YunTtbiBaa gaH-
HOE MoXenaHve, Mbl MPOBEPUIN 3aBUCUMOCTb
RInK — 1/T v nogrBepanan, 4To nepeceyeHme nps-
MbIX (PUC. 2) OMKHO NpoucxoamTb okono —600 K.
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12 AS”, JLx/(moneK)
Puc. 1. 3aBMCUMOCTb M3MeHeHWn aHTanbnuin (AH®) oT nameHeHui
aHTponuin (AS°) npoueccoB koMmnnekcoobpasosaHusa Zn-TPMM B xno-
PUCTOM METUNEHE

Fig. 1. Dependence of enthalpy changes (AH°) on entropy changes
(AS°) of Zn-TPP complex formation processes in methylene chloride

RInK
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Puc. 2. 3aBucumocTtb RINK ot 1/T gna npouecca koopauHauumm
Zn-T®dI ¢ N-okcupgamv MMPUANHOB B XJIOPUCTOM MeTusieHe

Fig. 2. Dependence of RInK on 1/T for the coordination process
of Zn-TPP with pyridine N-oxides in methylene chloride

B 2016 r. otmevanocek, 4to 3a noytn 90 net
ObIIO COENaHO MHOrO MOMbITOK OOBbACHUTL 3d-
deKTbl  «3HTANLMUAHO-3HTPOMUIMHONM KOMMEeHca-
umm» [Pan et al., 2016], HO n oo cux NOp cuTyaums
OCTaeTCs CNOXHOW 1 HepelwleHHoW. Euwie Gonee
HEOOBbACHUMBI JIMHENHbIE KOPPENsauMn ¢ oTpuua-
TeNbHbIM HaKJIOHOM MPSAMON B KoopauHaTtax AH —
AS (aHTUKOMMEHCALUMOHHBI 3ddeKT), KOTopble
yKas3bIBaKOT HA TO, YTO SHTASILINUA U SHTPOMUA U3-

MEHAIOTCA B MPOTUBONMOJIOXHbIX HarnpaB/iEHUAX
[Wmung, CanyHoB, 1985].

JencteutensHo, onsg nUpUaHoB B XJ10pOdop-
me, 1,2-auxnopataHe un CCl, cumbaTtHoe yBenu-
yeHue AH n AS (komneHcaums) NpUBOOUT K POCTY
3HAYEHUN KOHCTAHT YCTOMYMBOCTU KOMIJIEKCOB.
Ona N-okcrupoB e NUpUaNHOB B XJIOPUCTOM Me-
TUNEHEe K YBEJINYEHUNIO 3HAYEHNI KOHCTAHT YCTOM-
4YMBOCTU KOMIJIEKCOB MPUBOAUT UX aHTubaTHoe
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nameHeHne (AH nagaeTt, aHTUKOMMEHcauus),
a B xJlopodopmMe B Criyyae 3TUX IMraHgoB Npouc-
XOAUT TONbKO yBenunyeHne AS (AH NOCTOAHHO).

Mo cnosam Jlio u Nyo, «HEKOMMNEHCALMOHHOE
noBefeHne O4eHb MHTPUIYeT, HO ANs ero oobsc-
HEeHMs He OblI0 NPEeaJsIoKEHO HUKAKOW Teopuun»
[Liu, Guo, 2001]. Tem He MeHee B MULENIO0O-
pasoBaHun rugpodobHas ruppataumsi, To ecTb
obpasoBaHMe «ancbeproB» WM «MepLatoLLMX
K/1aCTepoB», OKpyXalowmx amMPuduibHblie rn-
OPOdOOHbIE XBOCTbI, CYMTAETCH OTBETCTBEHHOW
3a 9P PEKT IHTANLMUNHO-IHTPOMUINHON aHTUKOM-
neHcauun [Pan et al., 2016].

[paumaHo NosiCHAET ee peopraHmM3aumen BO-
LOPOAHbIX CBA3EN Mpu B3aUMOLENCTBUM PacTBO-
peHHbIX BewwecTB B Boae [Graziano, 2004]. dopna,
N3 CTaTUCTUKO-MEXaHNYeCKoro aHanmaa éumone-
KyNSipHOM accouuvaLmmy rafioreHankaHoB, KETOHOB,
aJikaHoJI0B, aMVHOB U1 Mp. B ra3oBon ¢ase fena-
€T BbIBOA, 0 GOPMUPOBAHNM PA3NINYHBLIX PEXMMOB
KOMMNEeHCauMm Kak MoSIOXKUTENbHbIX, TaKk U OTPU-
uatenbHboix AH — AS koppensuuii [Ford, 2005].
MonekynapHaa mogenb rmgpartaumm npenckasbl-
BaeT BaXXHOCTb SHEPIrNM NPUTSXKEHUS MexXay pac-
TBOPEHHbLIM BELLECTBOM M BOAON, NPUBOASALLEN
K aHTukomneHcaummn [Gallicchio, 1998; Graziano,
2004]. Ons npouecca MexMONEKYISPHO acco-
umnaumm MNure Takxke coobllaetr 06 aHTUKOMMEH-
cauum, BO3HUKAKOLWEN B pe3ynbTaTe N3MEeHeHust
(YMEHbLUEHMS) KOHTAKTHbIX PAaCCTOSHUI Mexay
CBSA3AHHBLIMW MOJIEKYASPHLIMU Napamm B PacTBO-
pe[Piguet, 2011].

Wmna n Xan B 1983 r. Ha 0OCHOBaHUM BCEX U3-
BECTHbIX MM PabOoT NPULLIN K BbIBOAY, YTO apdekT
aHTMKOMMEeHcaLUMn, KOTOPbI He Obln Obl AOMNYyLLEH
C TeopeTmyeckonm Touyku 3peHus [Leffler, Grun-
wald, 1963] ona anemeHTapHOW peakumnu, MoXeT
MMETb MECTO, eCin paccMaTpuBaeMble KOHCTaH-
Tbl pPaBHOBECUSI ABAAIOTCA COCTaBHbIMW W OTHO-
CATCSH MO KpanHen Mepe K ABYM CTaausaM npouec-
ca, Ha KOTOpble M3MEHEHVE NapamMeTpPOB BAUSET
B MPOTMBOMOJIOXXHOM HanpaeieHUn, U ecnu npu
3TOM OfHa CTaausl CUJIbHO BO34ENCTBYET Ha 06-
LLYIO 3HEepruio, a gpyras — Ha 0oOLLy0 SHTPOMNUIO
[Schmid, Han, 1983].

B kayecTBe npuMmMepoB Takoro crocoba no-
HMMaHUS aHTUKOMMNEeHCauuM aBTOpbl MNPUBOOAT
NpoLEeCcC BOCCTAHOBJIEHUSI KOMMIEKCOB 3aMe-
weHHoro xenesa (lll) deHaHTponunHa xenesom (lIl)
(B =-550K) [LUmung, CanyHoBs, 1985; Schmid, Han,
1983] 1 noHmzaumio meTa-3amMeLleHHbIX GEHONOB
(B=-66 K, AH°=-66,2AS° + 3332, r =0,90; Tor-
na kak AG® = -365AS° + 3328, r = 0,996) [Bolton,
1967]. Btopoit cnyyan LLmng n XaH oObACHAOT
TEM, YTO SHEPrus peakunm OTHOCUTCS FNaBHbIM
00pas3oM K MOHM3ALMN Camoli MOMekysbl, Toraa
KaK QHTPOMMA peakumn KOHTPONMPYETCSa COJSibBa-

Tauunen peHonatT-aHnoHa. OTTarmBaHne 9neKkTpo-
HOB OT PEAKLUMOHHOrO LLEHTPA OO/MKHO MPUBOANTL
K yMeHblieHnio AH® u Kk mMeHee oTpuuaTeNbHOMN
AS°. NIMeHHO 3TO M OOHapyXeHO JKChepuMeH-
TanbHO B JaHHOM paboTe.

ABTOpbI paboThl [Bolton, 1967] nosicHs0T, 4TO
OOMUHMPYIOWMM HakTOPOM B3aMMOLENCTBUSA 3a-
MecTuTener npu noHmsaumm GeHosIoB ABNSEeTCH
CcTeneHb AenokanMsaauuun 3apsiga B 6eH30JIbHOM
KonbLle aHWoHa deHokcmpa. Yem Gonblie 3ame-
CcTUTeNnb crnocobeH fenokannaoBaTtb 3apsf, Tem
MEHbLLE CTeneHb COMbBaTaLMN BOKPYr QYHKLMO-
HafIbHOW rPynnbl B @aHWOHE 1 TEM MEHee oTpuua-
TenbHbIM cTaHOBUTCH ASP.

AHTVKOMMNEHCauMs AokadaHa Takxe ANsl KOM-
niekcoobpal3oBaHNs MOHOB METaNIOB C aMUHAMM
B BogHOW cpepne [De Marco et al., 1996].

M3oTepMoanHaMmMyeckoe COOTHOLLEHNE B ce-
puM peakumin 0ObIMHO WCMONL3YIT OJis ycTa-
HOBJIEHMSI OBLLHOCTM MexaHu3Ma UccrenyemMbix
npoueccoB. Hanpumep, B paboTte [Bel’skii, 2000]
nokasaHo, 4to ana 165 peakumii HykneopunbHO-
ro 3aMeLleHns Y HacbIWEHHOro atoma yriepoaa
C y4aCTUeM aHNOHHbIX HYKNEOdUIOB BbINONHAETCA
N30KNHETUYEeCcKoe cooTHoweHne ¢ T, =6103 K,
lgk. ., = 10,402, kOTOpPO€ MPUMEHUMO K KOHCTaH-
Tam CKOPOCTU peakuuii B NPOTOHOA0HOPHBIX U MO-
NSIPHBIX  anpOTOHHbIX PACTBOPUTENSX, a Takxke
B CMECSX 3TUX PaCTBOPUTESIEN.

C ppyroii CTOPOHbI, CMEHA U303HTANbMNAHOIO
noseneHns N-OKCUAO0B NUPUOVHOB B XJ10pOdOp-
Me Ha aHTMKOMMEHCAUVOHHOE B XJIOPUCTOM Me-
TuneHe nNpu koopaumHaumu ¢ Zn-TPM, HanpoTmB,
[OMKHA yKa3biBaTb HAa W3MEHEHWE MexaHu3ma
komnnekcoobpazoBaHus. C TOYKM 3peHUst Co-
CTaBHbIX KOHCTAHT PaBHOBECUSI MOXHO MNpeano-
NOXWTb, 4TO 3TO (B OT/AMYME OT NMUPUAMHOB, rae
MEHSIETCS NINLWb 3Ha4yeHne T, ) CBA3aHO CO cro-
COOHOCTbIO K HEKOTOPOMY W3MEHEHUIO KPaTHO-
cTtun cea3u rpynnel N—O u sp® < sp? — nepernbpu-
avsauum atoma kucnopoga [AHaopees, Cobones,
2015], cTteneHb KOTOPbIX 3aBUCUT OT MPUPOabI
pacTBopuTeEns (B NMMPUOAVHOBOM KOJIbLIE HEOKUC-
JIEHHbIX aHaNoros AOjig atomMa as3oTa 3TO UCKIIO-
4YeHOo). BO3MOXHO, MMEHHO 3TO OOMNOJIHNTESIbHOE
npeobpa3oBaHMe MOMekybl nMraHga OTBETCT-
BEHHO 3a M3MEHEeHVe TepMOAMHAMUWKW MpoLec-
ca B uenom. [lanee xe cnenyloT gecosibBaTaums
nuvranpa, obpasoBaHune komriekca ¢ MIM n ero
conbBatauus.

B nonb3y 3TOro NpeanonoxXeHns roBoput TOT
dakT, 4TO KOOPAVHALMS aHUIIMHOB (Kak 1 B cliyyae
N-okcuaoB, BO3MOXHa nepernbpmnansaums atoma
asoTta amuHorpynnel [AHgpees, 2012]) ¢ Zn-TdIM
B XJI0POOPME TakxKe SABNSETCH N303HTaNbNUN-
HbIM npoueccoM [Andreev et al., 2012]. OgHako
HaWWM npeaBapuTesibHble  3KCMEPUMEHTasbHbIE

=)



JaHHble NoKa3bIBalOT, YTO B XJIOPUCTOM METUIEHE
X KOMMiekcoobpasoBaHMe CTaHOBUTCS M30paB-
HoBeCHbIM (AH® = 519,6AS°-6893; n =7, r=0,99),
HO B oT/nm4yme oT N-oKCUA0B NUPUONHOB — C NOJIO-
XKUTENbHbIM 3HAYeHNEM f3.

Cnepnyet OTMETUTb, YTO MOHM3AUUSA MeTa-3a-
MeLLeHHbIX deHonoB (B = -66 K) Takke conposo-
xpaetcsa spd « sp? — nepervbpuansaunelt atoma
kucnopoga OH rpynnbl.

OOBACHEHMNIO MOJIYH4EHHbIX pasnuynii oyanet
NnocBesileHa Hawa panbHelwas paboTta, npuyem
ocoboe BHUMaHve OyaeT yaenstbCs SABEHUIO
aHTUKOMMEeHcaunun.

3aknioyeHue

MccnepoBaHne TepMOOMHAMUKM KOMIJIEKCO-
006pa3oBaHMs MPUPOLHBLIX CUCTEM, COAEpXXaLmx
MEeTa/IoNOPPUPUHLI, KpanHe 3aTpyaoHUTEsIbHO
B CBSI3M C MX HEYCTOMYMBOCTLIO B PaCTBOpPax BHE
KJIETKU N HaNMYMEM HECKOJIbKMX KOHKYPUPYHOLLMX
LEHTPOB KOOpAVHALMW, KOTOPbIE MOTYT MPUHU-
MaTb yyaCTuMe B Pas/iyHbIX TUMAX XUMUYECKUX
npespatleHnin. MoaToMy o4yeHb HYacTo afist Noao6-
HbIX WUCCNIef0BaHWi UCNonb3yoT BoJiee NpocTbie
M yYCTOM4YMBbIE MOLENbHbIE MeTaionopdupn-
Hbl (Hanpumep, Zn-TAM) B pasfnyHbIX OpraHu-
yeckmx pacTBopuTenax. Hamu paHee nokasaHo,
4YTO MeXAy KOOPAMHALMOHHBIMW Mpoueccamu,
XUMUYECKUMN  peakunsMu 1 BUOXUMNYECKUMN
npespaLleHnsMmn ¢ ydactmem Zn-TPrM, npouncxo-
OALMMY B OPraHUyeckmx pacTBOPUTENHAX, BOL-
HbIX pacTBOpax M KX CMeCsX, CYLLECTBYIOT MpO-
CTble NIMHeNHble koppensauun [AHapees, Cobones,
2015]. Hanpumep, oHM 06HapY>XeHbl HaMU MeXAay
KOHCTaHTaMM CKOPOCTEN peakumin nepokcmaasbl
XpeHa B BOAHbIX pacTBOpax C aHWIMHAMWN U KOH-
CTaHTaMM YCTOMYMBOCTM KOMMekcoB Zn-TdI
C TeMu Xe nuraHgamm B xsopodopme [Andreev,
Sobolev, 2012]. K coxaneHuto, gaHHble OTHOCU-
TeNbHO TepMOAMHAMUYECKNX 3aKOHOMEPHOCTeN
koopavHaumn MIT ¢ pas3nmnyHbIMU Knaccamu Co-
eAVIHEHUI OYEeHb HEMHOIMOYUCIEHHbI N HOCHAT CU-
CTeMaTn4eCKUin XxapakTep TONIbKO B Clly4ae B3au-
Moaenctema Zn-TPI (onpeneneHbl HAMM MeTO-
[OM 3N1eKTPOHHOI cnekTpockonuu ans 6onee yem
200 nuraHgos).

B HacTtoswen crtatbe OTMeYaeTcsi, 4To Tep-
MoAMHaMMKa KomrnekcoobpasoBaHmsa Zn-TOPI
¢ N-okcupamu nMpUANHOB (aHUIVHOB), B OTAMYME
OT NUPUOVHOB, CUJILHO 3aBUCUT OT NPUPOabI pac-
TBOpUTENS. YOUBUTENBHO, YTO B MEPBOM Clly4ae
CTOJIb cnaboe N3MeHeHne NpUpoabLl pacTBopuTe-
N4 (3ameHa xsiopodopMa Ha XJIOPUCTLI METUIIEH)
NPUBOAUT K NOPAa3UTESIbHO CUJIbHbIM U3MEHEHN-
AM TepMOAVHaAMWUKN PaBHOBECHbLIX MPOLECCOB.
Mo-BngnMomMy, 3TO OOYCNIOBNEHO YHUKaNbHBIMU

CBOWCTBaMU UCCNeayemMblX NuUraHgos (aHWUIMHOB
n retepoapomatmnyeckmx N-okcruaoB), cnocobHbIX
K nepernbépunansaumm JOHOPHOr O LIEHTPA.
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BJINAHUE MOHOB HUKEJIA HA CEPOEYHYIO AKTUBHOCTb
MUWOWUU MYTILUS EDULIS LINNAEUS, 1758

U. H. baxmeT', 1. A. EKUMOB?

" UHcTutyT Guonorum KapHL| PAH, ®UL| «Kapenbckuii Hay4Hbivi LeHTp PAH», lNeTpo3aBoack, Poccusi
2 Otaen KoMIIeKCHbIX Hay4YHbIx nccnepoBaHuii KapHL] PAH, ®UL| «Kapenbckuii Hay4dHbii LeHTp PAH>,
lNeTpo3aBosck, Poccusi

PaspaboTaH opurrHanbHbIi NporpaMMHO-annapaTtHblin komnnekc «Muama-7T» onsa an-
CT@HTHOW HEMPEPbLIBHOWV pErnMcTpaummn cepaeyHon akTUBHOCTU MOITIOCKOB. [NpuMeHeHne
KOMIiekca rno3Boani0 OLUEHUTb BIIUSAHUE MOHOB HUKENS (NiCI2><6H20 B KOHLEHTpauuu
500 mKr/n) Ha cepaeyHyo putMuky mmamn Mytilus edulis Linnaeus, 1758. MNMoka3aHo
[OCTOBEPHOE MOHMXEHNE YaCTOThl CEPAEYHbIX COKpaLLLeHn Yeped 20 MUHYT nocne ao-
OaBneHuns Tsxkenoro metasnna. Kpome Toro, 4epes TOT XXe BPEMEHHOW MHTepBan pPesko,
B 20—100 pas, Bo3pacTana rpynnosas AMcnepcus nokasarenen cepagyHor akTMBHOCTU.
B T0 e Bpems nHamBmayanbHasa AMCnepcus 4acToTbl CEPAEYHbIX COKPALLLEHNIA YBENNYN-
Banacb B 3—10 pas yxe yepe3 1 MUHYTY Nocse Havyana Bo3aencTBus Hukens. PocT anc-
nepcun nokasarenen cepaeyHor akTMBHOCTU CBMAETENbLCTBYET O CTPECCOBOM XapakTe-
pe Bo3aencTeus. MNMpeanaraeTcsa UCNOb30BaTb B TOKCUKOIOMTMYECKUX SKCMEPUMEHTAX
NMpu OLEHKE peakLmn Cepae“HON CUCTEMbI MOJITIOCKOB Ha TSXKesble MeTan bl TPU Mnoka-
3aTens: UBMEHEHNE YacTOTbl CePAEYHbIX COKPAaLLEHNI, MHOVBMAOYAJbHYIO U FPYMNMOBYO
AMCNepcun 4acToTbl CEPAEYHbIX COKpalleHui. [Joka3daHa NepcnekTUBHOCTbL NPUMEHe-
HUSA pa3paboTaHHOro KOMMJeKca B 9KCNepuMeEHTax Mo OLEeHKe peakLmn CepaeyHomn cun-
CTEMbI MOJIJIIOCKOB Ha BO3OENCTBUS.

KniouyeBble cnoBa: muann; Mytilus edulis Linnaeus, 1758; yactoTa cepaeyHbix Co-
KpaLleHWii; nneTuamorpamMma; NoHbl HUKens.

I. N. Bakhmet, D.A. Ekimov. EFFECT OF NIKEL IONS ON CARDIAC
ACTIVITY IN THE BLUE MUSSEL MYTILUS EDULIS LINNAEUS, 1758

The original device and firmware “Blue mussel-7T” was designed for distant continuous
recording of mollusk cardiac activity. This device allows estimating the effect of nickel ions
(NiCI,x6H,0 in 500 ug/!I concentration) on the heart rate in blue mussels Mytilus edu-
lis Linnaeus, 1758. A significant decrease in the heart rate 20 minutes after the addition
of the heavy metal was shown. Besides, the cross-group variance of the parameter in-
creased sharply (20—-100-fold) after the same time interval. At the same time, individual
variance of the heart rate rose 3—10-fold as soon as 1 minute after nickel had been added.
The increase in heart rate variance probably testifies to a stressful nature of the impact.
It is suggested to use three indices in toxicological experiments estimating mollusk car-
diac responses to heavy metals: heart rate change, individual and cross-group variances
of heart rate indices. The new device and firmware proved to have potential for experi-
menting with the estimation of mollusk cardiac responses to impacts.

Keywords: blue mussels; Mytilus edulis Linnaeus; 1758; heart rate; plethysmogram;

nickel ions.
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BBepeHune

lMokasaTtenu M3MeHeHUss CepaeyHOr aKTUBHO-
CTU MOJUTIOCKOB B TOKCUKOJIOTMYECKNX 3KCNepu-
MEHTaxX akTMBHO MCMOMb3yloTCca nocnegHue 20 net
[Marchan et al., 1999; Curtis et al., 2000; Bakhmet
et al.,, 2012 u gp.]. B yka3aHHbIX paboTax 6blna
YCTaHOBMIEHA BbICOKAsA YyBCTBUTENbHOCTb CEpAeY-
HOW aKTUBHOCTM MUOUN K Mean 1 kagmmio. B 1o xe
BpPEMS METOAMKA ONCKPETHOW perncrpaummn noka-
3arenen, NPUMEHEHHAs B 3TUX WCCNeOOBaHUSX,
He NO3BONSANIA YCTAHOBUTb TOYHOE BPEMS OTKIMKA
opraHu3ma MOJJIIOCKOB Ha Hayano BO3OENCTBUS
ToKcukaHTa. B pesynbtaTe He 6blJI0 BO3MOXHOCTU
OLLEHMBATb COCTOSIHWE XWMBOTHbIX B MOCTOSIHHOM
pexunme, 4TO NPUBOAUMIO K NOTEePEe 3HAYUTENIbHOM
yactn nHdopmauun. Hanpumep, BO3HMKANM Npo-
GnemMbl NpU YCTAHOBNEHUN NIAaTEHTHOro nepuoaa
peakumm opraHmama >XMBOTHOMO Ha BO3AENCTBUE.
Kpome Toro, B npegpiayLumx pabortax gaxe Ha oc-
HOBE OMCKPETHbIX M3MEPEHUN CepaeyHON akTUB-
HOCTK Obln nokasaH GyKTyaUMOHHbLIA XapakTep
M3MEHEHUN 4YacCTOTbl CepAeyHbIX COKpalleHUin
(HCC) mumamin npu nobblX Pe3KUX BapbUPOBaAHU-
X napamMeTpoB Okpyxatowlen cpenpl. OueBnaHo,
YTO OJINTENBbHOCTb WHTEPBASIOB BPEMEHU MEXAY
OVICKPETHBbIMU U3MEPEHMIMN OKa3blBasia BAVSIHNE
Ha BO3MOXHOCTW aHaNN3a Taknx USMEHEHUI.

0O603Ha4eHHble NPo6eMbl ObIIN peLLeHbl Bna-
rogapsi paspabotaHHOMYy B nabopaTopum 3KO-
NIOrMY4ECKOr0 MOHUTOPUHIA U  MOAENMPOBAHUS
Kapenbckoro Hay4Horo ueHtpa PAH nporpamm-
Ho-annapatHoMy komnnekcy (MAK) «Mnana-7T»,
NO3BONIAIOLEMY  PErNCTPUPOBATL  CepAeyHbINn
PUTM MOJIJTIOCKOB B HEMPEPLIBHOM pexume. [loba-
BUM, OJHAKO, YTO aHaJlorMyHble NpUbopbl He3aBn-
CUMO OT JaHHOW pa3paboTky co3haHbl U B APYrmX
nabopartopusix [Kholodkevich et al., 2008; Burnett
et al., 2013], uTO cBMAETENLCTBYET 00 aKTyasibHO-
CTW 9TOr0 HaMpaBfEeHUS UCCNEeN0BAHNN.

Llenbio HacTosLwen paboThl aBasnack anpoda-
umsa Hoeoro MAK n ycoBepLleHCTBOBaHHOW CUC-
TEMbl PErMCTPaLNN KapANOAKTUBHOCTN, OIS YEero
B Ka4eCcTBe npeamMeTa nccnenoBaHus 1 npoBOAU-
nacb oueHka BAusHuUs noHos Hukena (Ni) Ha cep-
LEYHYI0 akTMBHOCTb Muanin Mytilus edulis Linnae-
us, 1758 ¢ npyMeHeHreM yka3aHHOro KoMrekca.
Bbi6op meTanna o6bACHAETCS, BO-NepPBbIX, A40CTa-
TOYHO BbICOKOW TOKCUYHOCTbIO (2 KfacC OnacHo-
ctn, NOK B BoAe BOOHLIX OOBbEKTOB XO3ANCTBEH-
HO-MUTBLEBOIO U KYNbTYPHO-OLITOBOro BOAOMOJSIb-
3oBaHusa — 0,02 mr/n [Turnenuyeckue..., 2003]).
Bonee Toro, ansa yenoseka NAK Hukena coctaBns-
et Bcero 13 mkr/r ceiporo Beca [USFDA..., 1993]
(ons pbld 1 OBYCTBOPYATbIX MOJUIIOCKOB — MeHee
5 mr/kr cyxoro Beca [SFT B Molvaer et al., 1997]),
a ABYyCTBOPYATbIE MOIKOCKU, KaK MU3BECTHO, MOTyT

HakannMBaTb TAXeNble MeTaylbl B CBOMX TKaHSAX
B AOCTaATO4YHO BbICOKMX KOHUEHTpauusx [El-Sikaily
et al., 2004; Konto4ykuHa, Ncmamnos, 2011 n gp.].
Bo-BTOpbLIX, 4O HACTOSLLEr0 BPEMEHM NPU UCche-
0OBaHNAX BANSHUS HUKENSA HA MOJITIIOCKOB Npume-
HANM NM60 rmgpoburonornyeckme meToapl (CMepT-
HOCTb, CKOPOCTb POCTa, MJIOTHOCTU MNOMyNAuUMiA,
HakonneHne, onpegeneHme cKopoctu dunbtpa-
umn) [Calabrese et al., 1977; Watling, Watling,
1982; Gissi et al., 2016 v ap.], nnbo, ropasno
pexe, Ouoxummndeckme [Anilkumar, Meenak-
shi, 2012; Azizi et al., 2018]. UccnepoBaHus xe
dM3nonorMm MosiIloCKOB NpPU BO3OENCTBUMN HU-
Kens OTCYTCTBYIOT, YTO noavepkmBaeTcs B 0030-
pax [Gissi et al., 2016; Aquatic..., 2002]. B Hawen
paboTe Mbl MOMbITAJIMCb 4aCTMYHO BOCMOJIHUTb
3TOT Npoben. B-TpeTbnx, KOHUEHTPaUUs HUKeNs
B benom mMope HaxoguTCcs HUXE aHaNUTUYECKOro
MUHUMYMA [Savinova et al., 2007], 4to no3sonsger
paccmaTtpuBaTb MUOWIA OAHHOIO BOOOEMA Kak pe-
NnepHbIii 0OBLEKT.

MaTtepuanbl u meToAabl

Pabota BbInosHeHa B ceHTA6pe 2017 ropa
Ha Benomopckoi 6uonormnyeckoin ctaHuun «Kap-
Tew» um. O. A. Ckapnato 30010rM4ecKoro MHCTU-
TyTa PAH. Mnawnin Mytilus edulis Linnaeus, 1758 co-
Gvpanu ¢ ycTaHOBOK A5 KYNIbTUBUPOBAHUS MOJIJTIO-
ckoB (rnyéuHa 2 m) npu temnepatype Boabl 10 °C.
B akcnepuMeHTe ncnonb3oBaHbl MMAMM BO3pacTa
2+. InnHa pakoBuH BapbupoBana ot 31 go 35 mm
n coctasuna B cpenHem 33 mMm. lNepen Havanom
HabMoAEHNI XNBOTHBIX B TEYEHME 3 CYTOK aKkK/n-
MupoBanu K nabopaTtopHbiM ycnosusmM. Monnto-
CKOB COAEpXann B akBapmymMmax U3 OprcTekna c as-
PUPYEMOI MOPCKOM BOAOWN CONEHOCTLIO 25 %o npu
NOCTOSSHHOM oOcBelleHnn u Temnepatype 10 °C.
ExecyTO4HO NpoBOAMIAaCh HaCTUYHAA CMEHA BOAbI.
3a CyTkM [0 Hayana aKCrnepuMeHTa K pakoBUHAM
TECTUPYEMbIX XMBOTHBIX MPUKIEUIN OMNTUYECKNE
ceHcopbl CNY70 n nomecTtunm no 7 ocoberi B Aga
akBapuyma (OOMH — C KOHTPOJSIbHbIMU MOJIIIOCKA-
MU, BTOPOI — C 9KCNepuMeHTaslbHbIMU) 06beEMOM
10 NIMTPOB C NOCTOSIHHOW aspauuen.

Pernctpauymio 4YCC npoBoaunm Henpepbis-
HO B TeyeHne 9 4acoB A0 BO3OENCTBMS 1 5 4acoB
nocne pobaBneHus xJopupaa HUKenNs B akeapwu-
YM C 9KCMEPUMEHTANIbHbIMU XMBOTHbIMU. HUKeNb
Ob1n nobaBneH Ha 541-i MuHyTe. Micnonb3oBanachk
koHueHTpaumsa B 500 MKr/n MOHOB HUKENs, 4TO
cooTtBeTtcTByeT 25 MNAK. BbiGOp OAHHOW KOHLEH-
Tpaumm o6YCNOBNEH WCMNOJIb30BAHNEM CXOLHbIX
KOHUeHTpaumn metanna (ot 455 no 1126 mkr/n)
B pasnnyHbix uccneposaHuax [Watling, Watling,
1982; Stuijfzand et al., 1995]. lobaBneHne metan-
na 6b1n10 BbINOJIHEHO O4HOKPATHO.
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3anucb CepaeyHoro puTtMa OCyLLEeCTBASANACh
Ha gga NMAK (oamH ncnonb3oBancy A KOHTPOJIb-
HOW rpynnbl XWUBOTHbLIX, BTOPON — O/ 3KCNepu-
MeHTasnbHOM). Ha rpadukax npencrassiieHbl cpen-
Hue 3HaveHns HCC MONIOCKOB B KaXAYI0 MUHYTY.
pynnoBas ancnepcus paccymTbiBanach ANns Kax-
Oon MUHYTBI onbiTa No YCC mncnonb3yembix Mos-
NOCKOB. VIHAMBMAYaNbHYIO ANCNEPCUIO NOoaydanu
nytem B3atna 30 nocnenoBaTefibHbIX 3HAYEHWUI
YCC y oTaenbHOM Muann 1, COOTBETCTBEHHO, pac-
yeta gucnepcuun. HopmanbHOCTb pacnpeneneHms
onpezensanu no metony Konmoroposa — Cmup-
HoBa. lMpwu cpaBHeHnn YCC KOHTPOSbHOM U 9KC-
NepPUMEHTaNIbHOM rpyrnn NpUMeHanu t-kputepun
CtblogeHTa.

PesynbTaTtbl M 06CyXaeHue

[o Bo3gencTema noanotaHToM cpegHmne HYCC
B 9KCMNEPUMEHTA/IbHON U KOHTPOJIbHOM rpynnax
[OCTOBEPHO He pasnunyanmcb mexnay cobomn (22,3
n 22,2 yo/MnH coOTBETCTBEHHO). Mocne pnobas-
neHns Hukens cpepHue 3HadeHus HYCC monnio-
CKOB 9KCMEPUMEHTANIbHOW rpynnbl HEAOCTOBEP-
HO CHWXanuUCb 4Yepe3 1 MUHYTY C NOoCneayloLmm
pes3kum nageHvem yepes 20 MuHyT o 15 ya/muH
(puc. 1). Habniogaemas OGpagvkapams oTpaxa-
€T MOHMXEHME YPOBHA MeTabonmama >XUBOTHBbIX.
B cnydae ¢ MuamnsiMm 3TO CBSI3aHO Npexae BCEero
C KJlacCu4ecKkom peakumer MosItockoB Ha Hebna-

20 A

YCC, cokp/MuH

10

ronpuaTHOE BO34ENCTBME, @ UMEHHO — N3onsaumen
OT OKPYXaIOLLLEeNn cpeabl NyTeM 3aKpblBaHUS CTBO-
POK PakoBuHbI. [pn 3TOM cepaeyHas akTMBHOCTb
Yy HEKOTOpbIX 0cobel NnagaeT 40 HyNeBOW OTMET-
kn. Janee Habnoganucb BblpaXeHHble GNyKTY-
auum cepaeyHoro puTtMa XUBOTHLIX (puc. 1), 4To
006bsICHAETCSA anepuoanyecknM NPUOTKpbIBaHNEM
CTBOPOK PakOBUHbI MUOMSIMU ANs1 TECTUPOBAHUSA
okpyxatoLieri Bogbl. B cpegHem YCC akcnepu-
MEHTasIbHOM TPYMMbl XWUBOTHbLIX Obla 4OCTOBEP-
HO HWXE CepaevyHON aKTMBHOCTU KOHTPOJIbHbIX
mugunii (t=-38,78; p <0,001). Takum obpa3som,
Mbl HaG4aNM NOCNeAyoLLYI0 peakumo MoJUIo-
CKOB Ha 3KCMEepUMEHTaIbHOE 3arps3HeHne cpe-
Obl. CxoOHble pe3ynbTaThl OTMeYanmchb B paboTax
¢ ucnonb3oBaHmemMm Cu, Zn n As [Bamber, De-
pledge, 1997; Marchan et al., 1999; Curtis et al.,
2000].

AHanus gmncnepcum HCC akcnepmMeHTanbHbIX
MOJIJIIOCKOB MokasaJsl, 4To rpynnosas Bapmnabenb-
HOCTb CEpPAEYHON aKTMBHOCTM Pe3KO Bo3pacTtana
yepe3 20 MUHYT NOCne BO3OENCTBMA, T. €. Yepes
TOT Xe BPEMEHHOW UHTEPBAJ1, YTO U BbipAXEHHas
Opagunkapaus (puc. 2). C opyron CTOPOHbl, UHOW-
BuayanbHasa aucnepcmsa YHCC noBbICMNack y YeThbl-
pex monntockoB B 3—10 pas yxe yepe3d ogHy Mu-
HYTy nocne go6asneHus Hukens (Tabn.). MoxHo
NPeanonoXuTb, YTO AaXe Takoro KpaTtkoro Bpe-
MEHHOr0o MHTEpBana AOCTAaTOYHO AN peakumn
MUANN HA HUKESb.

0 100 200 300 400

500 600 700 800 900

Bpems, vun

Puc. 1. HCC Mmnanii KOHTPONBHOM 1 SKCNEPUMEHTaNbHOW rpynn (cepas 1 YyepHasi IMHUN COOTBETCTBEHHO).
34ech 1 Ha pUC. 2 YEPHOW CTPENKOKM NOKa3aH MOMEHT [06aBNEHNS HUKENS

Fig. 1. Heart rate of blue mussels of the control and experimental groups (grey and black lines, accordingly).
Here and in Fig. 2 the black arrow shows the time of nickel addition
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Jucnepens UCC
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0 100 200 300 400

500 600 700 800 900
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Puc. 2. Qucnepcua YHCC Mnamii KOHTPOJSIbHOM 1 SKCNEPUMEHTAsIbHOW rPpyrn (Cepas 1 YepHas IMHUM COOTBET-

CTBEHHO)

Fig. 2. Variance of the heart rate of blue mussels of the control and experimental groups (grey and black lines,

accordingly)

MuomenayanbHble gucnepcun YCC mumguin oo (0 MuH)
n nocne (1 M1H) no6aBneHNs HUKENS

Individual variance in the heart rate of blue mussels be-
fore (0 min) and after (1 min) nickel addition

Mwnaum akcnepuMeHTanIbHOM rpynbl 0 MUH 1 MUH

Experimental group of blue mussels 0 min 1 min
1 0,31 0,95
2 0,55 0,55
3 1,66 1,98
4 0,15 0,17
5 0,28 2,11
6 0,15 1,58
7 0,45 1,47

Taknm 06pa3oM, NokasaHo, YTO HUKESIb B KOH-
ueHtpauum 500 MKr/n BbIpaXEHHO BO3OENCTBY-
€T Ha CepaevHylo akTMBHOCTb Muamii. B pabote
YCT@HOBMIEHO, 4YTO MNPV WUCCNEOOBaHUM peakuum
CepaevyHonm CUCTEMbl MOJIIIOCKOB Ha TsXesble
MeTanibl MOXHO MCMOMb30BaTb TPWU NnokasaTens:
nameHeHne YCC, nHamBmayanbHyO 1 rpynnoByio
ancnepcuio HYCC. lMNpn 9TOM MMEHHO UHOVBMAOY-
anbHasg gucnepcus, no-sMAMMOMY, MOXET CIhy-
XUTb MEPBUYHbIM OTBETOM. Cnepyet noayepk-
HyTb, YTO MMeHHO OGnarogapsi HoBoMy npubopy
N OpUrMHAIBHOMY MpPOrpaMMHOMY obecrneyeHuto,
NO3BONSAIOLLEMY OCYLLECTBNSATE HENPEPbLIBHYIO pe-
rMcTpaumnio 1 aHanma nokasaresnen cepae4yHomn ak-
TUBHOCTU, Mbl NOJYy4IN BOSMOXHOCTb PACCYUThI-

BaTb BbllLIeyKA3aHHYIO MHOMBMAOYabHYIO OuCnep-
cuio HCC.

PaboTa BbinonHanace ¢ cobngeHnemM Bcex
MEXAyHapPOOHbIX, HALMOHANbHbIX WU/UAN UHCTUTY-
LMOHAbHbIX MPUHLMMIOB N'YMaHHOW 3TUKM NPU UC-
Nosib30BaHMUM NabopaToOPHbIX XMBOTHbIX. HacTos-
las cTaTbsl HE COOEPXWUT OMNMMCaHUs Kakmx-nmbo
nccneoBaHMM C ydacTveM JNlofer B KayecTse
00bEeKTOB.

ABTOpbLI Gnarogapst cotpyaHukos B6C 3UH
PAH «KapTeLw» 3a HeoLeHMYytO rMoMoLLb rpuv c60-
pe marepuvasna v M0OCTaHOBKE 3KCMepPUMEHTOB.

duHaHcoBoe obecriedeHne UCcenoBaHuli
OCYyLLECTBJISIZIOCH U3 CPeAcTB ¢eaepasbHoOro
6roaxeTa Ha BbIlOJIHEHWE roCyAapCTBEHHOIo 3a-
zanns KapHLU PAH (UHcTtutyT 6Gmnonormm KapHL|

PAH n OKHU KapHL] PAH).
JintepaTtypa
rmrmenndeckne Hopmatmebel [H  2.1.5.1315-03
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N303H3UMbI NAKTATAETrMAPOINeHA3bI B TKAHAX
XULWHbIX MJTEKOMUTAIOLWLKUX B MPOLECCE
NMOCTHATAJIbHOIo OHTONrEHE3A

A. P. YHxakoB, E. . AHTOHOBA, C. H. KannHunHa

UHcTuTyT 6uonorum KapHL] PAH, ®UL| «Kapenbckuii Hay4Hbivi LeHTp PAH», lNeTposaBoack, Poccusi

MpoBeneHo anekTpodopeTnyeckoe pasaeneHne n3oPepmMeHTOB NakTaTAernaporeHa-
3bl (J146, KP 1.1.1.27) B TKaHAX NOYEK, CKENIETHOM MbILULbI, JIEFKUX U CeNIe3eHKU Y UM-
MaTypoOHaTHbIX LWEeHKOB HOpok Neovison vison Schreber n necuoB Alopex lagopus L.
B Bo3pacTte 15, 25, 60, 90, 120, 150, 180 n 210 cytok nocne poxaeHus. Y MoaogHska
HOPOK M MEeCUO0B — NPeaCcTaBUTENEN XULLHbIX MIEKONUTAOWMX — Hanbonee 3Ha4YMMble
BO3paCTHblE NEPECTPOIIKM B U30dhepMeHTHbIX cnekTpax JIAI B uccnenyemblix TkaHsx Ha-
6nofanvchb B HaYanbHbI NEPUO, MUHTEHCUBHOIO POCTa Y Pa3BUTUS XUBOTHbLIX — B BO3-
pacte 15-90 cyTok. B TKaHAX CKENETHbIX MbILLL,, JIEFKUX N CENE3EHKN Y LLLEHKOB HOPOK
o6HapyxeHo 6onee BbiIcOkoe copepxaHne M-cybbeamHul, JIAI no cpaBHEHWMIO C nec-
LaMu B TEYEHME BCEro NoCTHaTa/lbHOro oHToreHesa. M3odpepmMeHTHbIn npoduns JIA
noyek y 4-MecsiyHbIX LLLEHKOB HOPOK M MEeCLLOB COOTBETCTBOBASI TAKOBOMY 7-MECSHHbIX
3penblX XNBOTHbIX. TkaHeBas crieumduniyHocTb Habopa naodepmenToB JIAI oTpaxaeT
MeTabonmyeckunii Npodusb TKAHEN 1 BbISBASETCS YXXE€ HA PaHHEN cTaguu NocTHaTanb-
HOro OHTOreHesa.

KniwouyeBble cnoBa: nakrargermgporeHasa; wn3odepMeHTbl; MeKonuTaloLlme;
Carnivora; nocTHaTa/lbHbI1 OHTOreHe3s.

A. R. Unzhakov, E.P. Antonova, S. N. Kalinina. LACTATE DEHYDRO-
GENASE ISOENZYMES IN TISSUES OF CARNIVOROUS MAMMALS
DURING POSTNATAL ONTOGENY

The electrophoretic separation of isoenzymes of lactate dehydrogenase (LDH, EC
1.1.1.27) was performed in the kidneys, skeletal muscle, lungs and spleen in mink
Neovison vison Schreber and blue fox Alopex lagopus L. pups at 15, 25, 60, 90, 120,
150, 180, and 210 days of age. Significant changes in the isoenzyme spectra of LDH
in the tissues of mink and blue fox pups were observed in the initial period of the animals’
intensive growth and development — at the age of 15-90 days. In the skeletal muscles,
lungs and spleen, the content of M-subunits of LDH during postnatal ontogeny was
higher in mink than in foxes. The isozyme profile of renal LDH in 4-month-old pups of mink
and blue foxes corresponded to that of 7-month-old animals. The tissue specificity
of the LDH isoenzyme pattern reflects the metabolic profile of the tissues and is detectable
already in early developmental stages.

Keywords: lactate dehydrogenase; isoenzymes; mammals; Carnivora; postnatal on-
togeny.
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BBepeHune

[Mepvon, oHTOreHesa y >XMBOro OpraHusma
OXBaTblBAET BECb €ro XW3HEHHbIA LMK OT OMJlo-
OOTBOPEHUA A0 CMEPTU, Y MIEKONUTAIOLWLMX Bbl-
0endioT psan BO3PACTHLIX 3TanoB, KOTOPble Xa-
pakTepmnsyioTcd  CBOMMU  DUINONIOTNYECKUMU
n OnoxmmMmmyeckumm ocobeHHocTamu. [pexne
BCEro B 9TOM LMKJI1e BbIAENSIOT ABa OCHOBHbIX MNe-
pvoga — npeHaTasibHblA, U 3MOPUOHAJbHbIN,
M NOCTHaTaNIbHbIA, UK NOCTAMOPMOHaNbHIN [Be-
pectoB, KoxesHukoBa, 1981]. locTHaTanbHbIN
nepuoa B CBOIO o4yepenb NoapasfeniseTcd Ha Tpu
aTana — pocTa, 3pesiocTu 1 ctapocTu. lNepmnog po-
CTa, KOTOPbLIA Y HOPOK 1 NECLL0B NPOA0JIKAETCSH 40
6-MeCcsYHOro BO3pacTa, XapakTepmndyeTcs UHTEH-
CVBHbIM YBEJINYEHMEM MacCChbl Tefa, YCWIEHHbIM
dopmMmmnpoBaHeM MOpPPOSOrnyeckmx, GuUsnono-
rMYecknx n BUOXMMmNYEecknx ocobeHHoCTen opra-
HU3Ma, MNPUCYLLMX COOTBETCTBYIOLLEMY BUAY XN-
BOTHbIX [BepecTtoB, KoxeBHukoBa, 1981].

Naktatoerngporenasa (J14IN) WwWmpoko ncrnosnb-
3yeTCq B KayeCTBe MOAENIbHOro ¢depMeHTa npu
n3yyeHnn Groxmmmnydeckux agantaumii [Hochach-
ka, Somero, 2002; Rossignol et al., 2003; Tio-
TIOHHUK 1 gp., 2005; Ahmad, 2009; Sergina et al.,
2015; YnxakoB, TioTioHHUK, 2016]. Monekyna
depmeHTa npenctaBnseT coboil TeTpamep, Co-
CTOSALWMI N3 ABYX TUMNOB cyobeanHuy, H (0T aHr.
heart — cepaue) u M (oT aHrn. muscle — mbiwiua),
KOMOUHaUMA KOTOPbIX B pa3HbiXx BapuaHTax naeT
nate usopepmenTos: JIAM-1 (H4), 1Ar-2 (H3M1),
nar-3 (H2m2), nar-4 (H1mM3) n J14r-5 (M4) [Ho-
chachka, Somero, 2002; YHxakoB, TIOTIOHHUK,
2016].

B 39TOM KOHTEKCTe WHTEepEeCHbl B KayecTse
MOZENbHbIX XMBOTHbLIX HOPKU (Neovison vison)
n necupl (Alopex lagopus), KOTOpble ABNSIOTCHA
OCHOBHbIMW 0OBbEKTAMU MPOMBbILLIIEHHONO 3BEPO-
BoACTBa. B oTnnume ot G0NbLWIMHCTBA JOMALLHNX
M CeNbCKOXO3ANCTBEHHbIX XWMBOTHbLIX OHW Haxo-
OATCA Ha CPaBHUTEJIbHO HayvallbHbIX CTaAMsax OO-
MeCTuKaumn 1, crefoBaTeflbHO, COXPaHuUIn cre-
peoTtun metabonnama CBOUX ANKUX Npenkos [be-
pectoB, KoxeBHukoBa, 1981]. B ecTtecTBeHHOM
cpene o6UTaHUs y 3TUX HE3PEeNopOXOAtoLLMXCSH
MJ1IEKONUTAIOLLMX, OTHOCALLMXCS K OTPAAY XULLHbIE
(Carnivora), akonorn4yeckme yCcnoBuUst XU3HN pas-
NINYAKOTCA: HOPKWM — MOJIYBOOHbIE NPEACTaBUTENN
YMEPEHHbIX LUMPOT, a NecLbl — HA3EMHbIE XULLHW-
Kk ApKTUKN [TIOTIOHHMK 1 gp., 2005].

Buonormnyeckor oCHOBOWM OHTOreHe3a ABJSeT-
CS nepexoaHbl Npouecc B GYHKUMOHANbHbIX CU-
CTEMax, XapakTepU3yloWUNCa ornpeaeneHHbIMU
3aKOHOMEPHOCTSIMU, TEHETUYECKOM OCHOBOMN KO-
TOPOro SBASETCH NporpamMmMmpoBaHHasl perpec-
CuS OOHUX FeHOB U aenpeccud opyrux [HosBoxwu-

nos, 2009]. MNMossneHne nsodepmeHtoB JIAI re-
HETNYECKN OEeTEePMUHUPOBAHO, WX COOTHOLUEHWE
Y B3POCIJIbIX XNBOTHbIX SBJISETCH PE3YNbTAaTOM MO-
CriefoBaTeNIbHOM 3KCNPEeCCUU reHoB, KOHTPOJIN-
PYIOLLMX CUHTES TEX UIIN UHbIX CYObeaNHUL, B pas-
Butun [KopouknH v ap., 1977; Pangep, Tennop,
1983; Dowell, Fu, 1994; Ahmad, Hasnain, 2005],
a OKOH4YaTesibHOe pacnpenefieHne mMx B TKaHAX
B3POCJIOr0 OpraHnu3ma siBjiseTCsd OCHOBHbIM UTO-
rom 6uoxmmuyeckoin auddepeHumMpoBkn. Npome-
>KYTOYHbIE X€e CMekTpbl N30PEPMEHTOB OPraHoB,
XapakTepHble a1 onpefesieHHbIX 3TanoB U NnocT-
HaTanbHOro pa3BUTUSl, OTpaxatdT O0COBEHHOCTU
obmeHa B 3Ty nepunoabl [Pangep, Tennop, 1983].

[Mockonbky pacnpepeneHne Mn30QpepMeHTOB
NAr moxet cuibHO BapbMpoBaTb B 3aBUCUMO-
CTU He TOJNIbKO OT TUMa TKaHW N BUAA XMBOTHbIX,
HO 1 OT CTaauu OHTOreHesa MHOMBMAA, TO LEeJbio
HacTosiLen paboTbl ABUIOCb U3yYeHne BO3pacT-
HbIX U3MEeHeHN N30dpepMeHTHbIX cnekTpos J1AI
Yy HOPOK M MecuoB B MNPOLECCe MOCTHATaIbHOIo
OHTOreHesa.

MaTtepuanbl u meToAbl

VccnepoBaHust BbIMOMHEHbI HA Hay4yHOM 060-
pyooBaHuu LleHTpa KOMNeKTMBHOIO NoJjib30BaHUA
depepansHOro nccnenoBaTenbckoro ueHTpa «Ka-
PENbCKNI Hay4YHbIM LeHTp Poccuiickon akagemmm
Hayk» C coBNaeHNneM MeXAYHapPOOHbIX NPUHLN-
nos Oupektunsbl EBpocot3a 2010/63/EU o rymaHn-
HOM OTHOLLIEHUU K XMBOTHbBIM 1 MPaBu NpoBeae-
HUS paboT C MCMNOJSIb30OBAHNEM 3KCMEPUMEHTasb-
HbIX XXMBOTHBbIX.

O6bekTaMn  UCCNEeAOBaHUNA  CNYXWUIWN  LLEH-
KU amMmepukaHckmx Hopok Neovison vison Schre-
ber n ronybeix necuoB Alopex lagopus L., pas-
BOAMMbIE B YCJIOBUAX KJIETOYHOrO COOEPXaHUS.
Hopkn v necubl NnpuHaaiexann 3BepOX03ANCTBY
3AO «[psxuHckoe» (Pecnybnuka Kapenus). Bce
3KCMepUMeEHTalbHble MNPOLEeaypbl C XUBOTHbIMU
BbINOJIHAINCb B COOTBETCTBUM C TpeboBaHUSMU
Komuceun no atuke NMHctutyta 6uonorumn KapHL,
PAH. Bce Xu1BOTHbIE COAep>XanChb B CTAHAAPTHbIX
yCcnoBusix, KopMmyeHne n obecnedyeHne Boaoi ad
libitum. BbisiBNeHNne BO3pPaCTHbIX OCOOEHHOCTEN
n3odepmMeHTHbIX cnekTpoB JIAIN B TKaHsX noyex,
CKeNeTHOW MbILULbI, NIErKUX U CeNie3eHKU NMpPoBO-
amnny 15-, 25-, 60-, 90-, 120-, 150- n 210-cyTou-
HbIX LLIEHKOB HOPOK M1 NeCLIOB.

Ona nccneposBaHna M30pEPMEHTHOrO CHeKT-
pa JIAI rotoBunm romoreHatbl TkaHer Ha 0,05 M
docpaTtHom Oydepe (pH 7,0) v octaBnanu ons
aKcTpakuum dpepmeHTa Ha 16-18 4 B xonogunb-
Huke npu +4 °C, 3aTteM ueHTpudyrmposann npu
6000 g B TeueHne 15 mMuH. PaspeneHve un30-
depmenToB JIAI ocywiectBaanM MeToaoM ro-
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PU30OHTaNbHOrO 3nekTpodopesda Ha MIaCTUH-
Kax arapoBoro rens no Banmy [Wieme, 1959]
C WCNONb30BaHMEM OTEYECTBEHHOro npubopa
MN3od-3 npu HanpsxeHun 3—-4 V/cm 1 cune Toka
50 mA/cm. TpogonXUTenbHOCTb anekTpodope-
3a cocTtaBnana 90-120 muH. MeTtoabl Bbigene-
HUS, pa3geneHns n onpegeneHmnsa n3odepmMeHToB
JIAIN onncaHbl HaMmu paHee [YHXakoB, TIOTIOHHUK,
2016]. YuutbiBas, 4TO wuccnepnyembli GepMeHT
MMeeT TeTpaMepHoe CTPOeHMe, CyMMapHoe CO-
nepxaHuve H- n M-cybbeanHuL, paccymTbiBann co-
OTBETCTBEHHO Mo dopMynam:

H (%) = IAr-1 (%) + 0,755 -2 (%) +
+0,571-3 (%) + 0,257 -4 (%):;

M (%) = 0,25/1A7-2 (%) + 0,514 -3 (%) +
+0,75147-4 (%) + NOT-5 (%).

Peaynbtatol nccnenoBaHui obpaboTaHbl
C npuMeHeHmeM nakeTtoB nporpamm MS Excel
n Statgraphics w»n npepcrtaBneHel B BuAe
M+ m. CpaBHeHVe MpoBOAMAN C MNPUMEHEHUEM
HenapameTpuyeckoro kputepusa (U) Bunkokco-
Ha — MaHHa — YuTHu. CTaTUCTUYECKM 3HAYUMbIMU
cumtanu pasnuduns npm p < 0,05.

PesynbTaTtbl M 06CyXaeHue

Mpn aHanuze cnekTpoB nsodpepmentos JIAI
MOYeK, CKENETHOWM MbIlLbl, NIErKUX U CEIe3EHKM
Yy HOPOK 1 necuoB B nepuog pocta ot 15 go 150 cy-
TOK 1 B HaYanbHbIN nepuog, 3penoctn — 210 cyTok
(Tabn. 1-4) BbISBNSAIOTCA Kak obLime 3aKoHOMep-
HOCTU pacnpegeneHns anekTpodopeTnyecKnx
dpakumin B COOTBETCTBUM C TUNOM MeTabonnama
TKaHEen, Tak U pasnnymsa, CBA3aHHbIe C Nepnogamu
nocTHaTanbHOro pasBuTma. B nccnemyembix tka-
HSAX XMBOTHbIX PEPMEHT, Kak NpaBuno, npeacras-
JIEH NATbIO MONIEKYNAPHBIMU POpMaMU — OT «OblC-
Tpon» dpakumm 1AIN-1 oo «MmenneHHoro» nsodpep-
MeHTa J14I-5.

[MOYKM BBIMOSHAIOT XU3HEHHO BaXHble YHK-
LuM1, BAUSIIOLLME HaA COCTOsiHME MeTabonuama
B OpraHmame XmBoTHoro [Moctodu, Cmut, 1972].
OcCHOBHasi M3 HUX — BblBEOAEHME N3 OpraHn3mMa
>XXMBOTHOIO HEJIeTy4MX MNPOAYyKTOB MeTabonuama,
TOKCMHOB. He mMeHee BaxxHa poJib No4Yek B MNoA-
aepXxaHun 6anaHca XuaoKoCcTU N 9NIEKTPOJSIUTOB,
perynaummn aptepunanbHOro gaBneHus, KUCNOTHO-
LLEeSIoOYHOro romeocTtasa, obmMeHa Kanbuus, 3pu-
Tponoasa [Bacunesckuii, 2004]. B cBA3n ¢ MHO-
rOYMCNIEHHbIMU  DYHKUMAMKW MOYKU MOTPEeOnsaoT
OO0NbLLOE KONIMYECTBO KUCIOPOAa, YemM OOBbACHS-
€TCS UX MIHTEHCUBHOE KPOBOCHabGXEeHMe.

KpoBoCHabXeHne mnoyek Yy >XMBOTHbIX OCY-
LLLECTBNSIETCA MPaBON N JIEBOM MNOYEYHbIMU apTe-
pUSMU, OTXOAALWMMU OT OPIOLIHOM aopTbl, KOTO-

pble B BOPOTax opraHa Aenarcs AMXOTOMUYECKU
Ha OOpCcalbHble U BEHTPasbHble BETBU. BHyTpu-
OpraHHble apTepun NoYeK AENSTCSH Ha Mexaone-
Bble U OyroBble, AMaMeTp 3TUX COCynoB GonbLue
Yy MOSYBOOHOM HOPKW, YEM Y OPYrMX HA3EMHbIX
BUOOB MJOTOSOHLIX — cobak, necuoB [Tarnoea,
2008]. Bo3pacTHble NepecTponkm N303H3UMHOI0
npoduna JIAI TkaHen no4yek HOPOK B OCHOBHOM
NPONCXOAMNN B MEPBbIE ABA MECSLA MX XU3HU
(Tabn. 1). ConepxaHne aHoaHbIX GopM depmeHTa
(nAar-1 v nAar-2) 6sno HanbonbLWKM B 3TOM opra-
He. VIx cymmapHasa nons sapbupoBana ot 54,7 %
y 25-CyTO4HbIX 00 64,7 % y 60-CyTOYHbIX LLEHKOB.
Cratnctnyeckn 3Ha4MmMble NUSMEHEHNS N303H3UM-
Horo cnektpa JIAI noyek HOPOK Habnwoganucb
y 90-CyTOu4HbIX LLEHKOB. B aTO Bpems no cpaBHe-
HUIO C NpeaplayLMM BO3pacToM (2 mecsiua) yse-
NYMNOCh coaepXaHue aHOOHOro maodepmeHTa
nar-1 (p < 0,05) npy 0AHOBPEMEHHOM CHUXKEHUN
KatogHoro n3oaHauma JIAr-5. Yxxe k 4-meca4yHo-
My Bo3pacTty (120 cyTtok) n3odepMeHTHbIN Npo-
dunb JIOI novyek HOpok Obln 630K K TaKOBOMY
7-Mecs4HbIX (210 CyTOK) XXMBOTHbIX C CO3PEBLLNM
BOJIOCSAHbBIM MOKPOBOM.

Onga TkaHel noyek LWeHKOB MNecuoB B OTMYME
OT HOPOK ObIN0 XapakTePHbIM BbICOKOE CYyMMapHOe
coaepxaHune Kak aHOOHbIX, TaK U KaToaHbIX dppak-
unii pepmenTa (Tabn. 2). Y 15-CyTo4UHbIX LLLEHKOB
cymMmMapHoe cogepxanue J14M-4 v J14I-5 cocrtas-
nano noytn 50 %, TOrga Kak cogepXxaHume aHon-
HbIX dpakuunii paBHanoch 32,8 %. CyLeCTBEHHbIM
Obl/I0 UBMEHEHME 3TOr0 COOTHOLUEHUs y 25-cy-
TOYHbIX LLEHKOB NECL0B, B pe3yfibTaTe Yero Koag-
dUUMEHT OTHOWweHnA coaepxanua J1IAr-5/14r-1
CHU3UJICA B 2 pasa Mo CPaBHEHMIO C NpeabiayLLnM
BO3PAaCTOM. 3HayeHue OaHHOro KoadduumeHTa
Ha MNPOTSHXXEHUM BCEro OHTOreHe3a JAepxanocbhb
B npeaenax 0,7-0,9 n nub y NIATUMECSYHbIX LLIEH-
KOB nogHsanock oo 1,2. UsopepmMeHTHbIN npodunb
NAI TkaHel noyek 4-Mecsa4HbIX NecLoB Obin 6113-
KM K TAKOBOMY 7-MECSIUHbIX XUBOTHbIX. B TKaHsaX
noyek copepxxaHue aHadpPOOHbIX M-cybbeauHuL,
NAr y weHkoB necuoB ObINO Bbille, YEM Y HOPOK,
Ha NPOTSXXEHNN BCErO OHTOreHe3a.

CkeneTHble MblLLbl cOCTaBnsioT okono 40 %
MacCbl Tena >XMBOTHbIX, BbIMOJHAS >XWU3HEHHO
BaXHble PYyHKUMM B NoKoMouummn. NccnegosaHHas
HaMu aByrnaesasi MblliLa 6enpa m. biceps femoris
COAEPXUT MblLLEYHbIE BONOKHA ABYX TUMOB C Npe-
obnagaHvem ObICTPbIX FAnKONUTUYecknUx [Harri-
son et al., 1997; Ishida et al., 2017]. 3TK MbILwLbI
NCNOJb3YOT NPENMYLLLECTBEHHO aHa3pPObHY0 Cu-
CTeMy 3HeproobpasoBaHusi, CMOCOOCTBYIOLLYIO
obpasoBaHuio nakrara.

B oTnnume OT noyek B CKENETHOW MblLLLLE NPeo-
6napann M-cybbeguHmubl JIAN Ha BCex M3y4eHHbIX
aTanax OHTOreHesa HOpPOK U MnecuoB (Tabn. 1, 2).
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Ta6bavuya 1. Bo3pacTHble n3MeHeHUs u3opepmMeHTHbIX cnekTpoB JI[I B TKaHsX NoYek HOPOK U NecLoB
Table 1. Age-related changes in the isoenzyme spectra of LDH in the tissues of the kidneys of minks and Arctic foxes

B dpakumn / Fractions, % %
Ag:f’gg;:scw"” JIAr-1 NAr-2 NAr-3 JIAr-4 JIAr-5 H M
LDH-1 LDH-2 LDH-3 LDH-4 LDH-5
Hopku / Minks
15 (n=5) 30,8 +2,0 31,1£0,7 26,4+1,7 7,2+0,8 45+13 69,1 | 30,9
25 (n=6) 26,8+1,5 27,9+1,0 258+0,8 11,0+1,3 8,5+0,7 63,4 | 36,6
60 (n=5) 340%1,4 32,7+0,3 21211 41+05 8.0+1,0 70,1 | 29,9
90 (n=6) 422+21% 333+1,2 19,3%2.4 240+1,2 12+0,9° 77,8 | 22,2
120 (n=6) 44,420 33,7+0,9 13,8+2,3 3,5+0,4 46+1,2 774 | 22,6
150 (n=5) 415+1,6 35,8+ 0,9 18,7+1,0 19+08 21+0,6 78,2 | 21,8
210 (n=35) 440+ 1,4 31,4%0,8 16,6+ 1,1 42+0,7 3,8+0,5 76,9 | 23,1
Mecupl / Arctic foxes

15 (n=5) 19,7+1,9 131+1,7 18,0+0,8 21,4%2 1 27,824 43,9 | 56,1
25 (n=5) 28,4+ 0,9** 20,6 + 1,0 17,4+0,8 13,0+ 1,4* 20,6+0,7 55,8 | 44,2
60 (n=6) 32,4+17 16,4 £0,9 13,1+0,9 13,2+1,5 24,9+ 1,1 54,6 | 45,4
90 (n=9) 26,1+0,7** 14,7+0,8 18,8+ 0,7** 16,4+ 0,6 24,0+0,9 50,6 | 49,4
120 (n=6) 359+3,2 15,2 £3,4 7,0 £2,2% 10,8+1,6 31,1+4,9 535 | 16,5
150 (n=6) 30,5+ 1,3 13,5+1,0 76+1,1 11,5+0,6 369+23 47,3 | 52,7
210 (n=21) 36,9+ 1,4 15,0+ 1,0 73+06 10,1£0,8 30,7+1,9 54,3 | 45,7

lMpumeyarvie. 3peck 1 B Tabn. 2—4 pasnuuns LOCTOBEPHbLI MO OTHOLLEHUIO K NpeablayLemy Bo3pacTty: * — p < 0,05; ** — p < 0,01;
*** _p<0,001.

Note. Here and in Tab. 2-4 differences are significant in relation to the previous age: * - p < 0,05; ** - p < 0,01; *** - p < 0,001.

Tabayuya 2. Bo3pacTHble N3MeHeHUs1 u3oPepMeHTHbIX cnekTpoB JI[ B TKaHAX CKeNeTHOM MblLLLbl HOPOK 1 NeCLIOB
Table 2. Age-related changes in the isoenzyme spectra of LDH in the skeletal muscle tissue of minks and Arctic foxes

5 dpakunn / Fractions, % %
Ag:f’gg;::w"” JAr-1 NAr-2 Nar-3 NOr-4 NAar-5 H M
LDH-1 LDH-2 LDH-3 LDH-4 LDH-5
Hopku / Minks
15 (n=5) 0,7%0,7 10,5+ 2, 28,4+28 29,8+22 30,6 3,5 30,2 | 69,8
25 (n=6) 09%04 74+11 215+1,5 335+0,9 36,7+2,0 256 | 74,4
60 (n=5) 0,4+0,3 53+1,2 17,7£2,0 230+25 53,6 + 4,3 19,0 | 81,0
90 (n=6) 0 21+0,8 16,7 £ 1,1 228+23 58,4+1,8 15,6 | 84,4
120 (n=6) 0,8%0,5 6,4+23 17,2419 224+35 532+25 19,8 | 80,2
150 (n=5) 0,5+0,3 10,2+ 1,0 253+27 156+1,4 48,4+3,0 24,7 | 75,3
210 (n=35) 2,4+0,2 6,1+0,7 16,6 £ 1,3 17,6 £0,9 57,3+2,4 19,7 | 80,3
Mecupl / Arctic foxes

15 (n=5) 0 2,8+1,2 10,3+2,9 20,1+2,5 66,8 +3,2 12,3 | 87,7
25 (n=5) 52+2,3 11,0+ 0,9** 16,1+1,9 15,8 +3,0 51,9+3,3 254 | 74,6
60 (n=6) 47+1,0 12,6 2,1 11,317 13,0 £2,2 58,4+3,5 23,0 | 77,0
90 (n=9) 52%0,7 147+1,8 86+13 92+272 62,338 228 | 77,2
120 (n=6) 6,9+17 9.6+2,0 3,0£0,9 10,8+ 1,4 69,742 18,3 | 81,7
150 (n=6) 10,6 £2,0 14,0£1,6 7.4+20 13,9+1,5 54,1+1,9* | 28,3 | 71,7
210 (n=21) 31+1,4 171+25 211+2.4 12,7+1,7 46,0 £5,3 29,7 | 70,3

MN3opepmeHTHbIM cnekTp JIAIT CKeNeTHbIX MbILLL,
HOPOK B XO4€E MHAMBUAYANbHOr0 pas3BuUTUS Mpe-
Tepnesan nameHeHud. B Bogpacte 15 cyTok npwu-
MEPHO PaBHbIM M 3HAYUTENbHBIM ObINIO coaepXxa-
Hue Tpex dpakunn — N4r-3, 14r-4, J14r-5. Ka-
X4as U3 HUX coctaensana okono 30 %. Hanbonee
CYLLECTBEHHbIE CABUMM HabNOanUchb y LWEHKOB

B BO3pacTe AByx MecsueB. B 60-cyTouHoM Bo3pa-
CTe OOCTOBEPHO YBENMYUIOCH KONMNYECTBO U30-
depmenTa JIAN-5 (p < 0,05). C 2-meca4HOro Bo3-
pacTta cnekTp JIAI ckeneTHbIX MblLL, CTAHOBUTCS
DOBOJIbHO CTabuiibHbIM. Y 3-MecsiyHbIX LLEHKOB
n3odepmMeHTHbIi npoduns JIAI He oTnunyancd
OT TaKOBOr 0 Yy B3POC/IbIX HOPOK.
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Y pacTywux WeHKOB MecuoB, Kak 1 Yy HOPOK,
B n3odpepmeHTHOM crniekTpe JII TkaHewn ckenet-
HbIX MbILLL, NpeobnagalWymM aBASNIOCE cyMMap-
HOe copepXxaHue katogHblx ¢popm J14I. Ho ecnu
Yy HOpPOK C Bo3pacTtomM gonda J1AIM-5 nocteneHHo
HapacTana, To y NecLoB oHa npeobnagana Bo BCe
ncenegyemble nepuodpl OHToreHesa (tabn. 2).
HaumHasa ¢ 25-cyTo4yHOro Bo3pacTta cogepxkaHue
M-cybbeauHuy, JIAI B ckeneTHbIX MbILLAX Y HO-
POK COXpaHsaock 60nee BbICOKMM, YEM Y MECLIOB.
TeHOoeHUuUs BO3PaCTHbIX UBMEHEHUIN COoOePXaHUs
M-cybbeauHuy, JIAI B ckeneTHbIX MbILLAX Y HO-
POK M necuoB Oblia pas3HoHanpaBfeHHOW. Tak,
€CNn y HOpoK copepxaHne M-cybbeauHuu, JIAT
B CKEJIETHbIX MbILWLAX NOCTENEHHO MOBbILLANOCH
B OHTOreHese, TO y MecuoB — CHuxanocb. Bos-
MOXHO, 3TV BUAOBbIE Pa3InNyUs CBA3aHbI C 9KOJ10-
rMYyecKMMmM 0COBEHHOCTSIMU BUAOB.

OcHoBHbLIM OpraHom, obecrneymBaloLM ra3o-
oOMeH B opraHmame MieKkonuTalowmnx, ABASIOT-
cqa nerkmne [[mpdaHos, MNipdaHosa, 2013]. N30-
depmMeHTHbIN npodwns JIOI TKkaHen nerkux BO
BCE BO3pPACTHbIE 3Tanbl, HA4YMHAA C 25-CyTOYHOro
BO3pacTa, Y LLEeHKOB HOPOK 1 NeCL0B B OCHOBHOM
Obll NpencTaBneH NATbio dpakumaMm GepmeH-
Ta ¢ npeobnagaHvem Tpex ¢pakumin — J14-3,
nar-4 v ngar-5 (raén. 3). PaHHuin oHToreHes (Oo
60 CcyTOK) HOPOK XapakTepu3oBasnCaA HUIKUMU
3HAYEHUAMN WU OTCYTCTBMEM B U30DEPMEHT-
HOM npodune JIAI TkaHen nerkux nepson epak-
umMn depmeHTa (Tabn. 3). MNMpn 3TOM Yy LLEHKOB

HOPOK HawbonbwuMm Ob1o copepxaHne JNAM-5
B n3odpepmeHTHOM crniektpe JII B TeyeHne Bce-
ro WCCNeaoBaHHOro nepuoga MOCTHATANIbHOMO
OHTOreHesa.

B nopgcocHbin nepuon y 15- n 25-CyTO4HbIX
necuoB cogepxaHme wunsodpepmentos JIAMN-3
n NAr-5 B nerkux 610 NPUGAN3NUTENBHO paB-
HbIM M 3HauYuTenbHbIM. B nepuwop nocne otcaa-
KU OT mMaTepern y ABYXMECHYHbIX LLEHKOB NecL0B
B n3dodpepmeHTHOM crniektpe JIAI nerkux npowu-
30N CYLLECTBEHHbIE NMepecTporiku. B Tpn pasa
yBenmumnocb cogepxanHmne J14r-1 (p <0,001)
N Ha TPeTb MO CPaBHEHMIO C MECS4YHbIM BO3pa-
CTOM ynano npougHTHoe coaepxanue JIAM-3 npu
ctabunbHoMm ¢doHe J14M-5. B pesynbrate aTux
nepecTpoek KoO9pPPUUMEHT COOTHOLUEHUS CO-
nepxanua JIAr-5/714r-1 B nerkmx ynan B 3 pasa
1 CTan HaMMEHbLUMM 33 BECb NEPUO, NOCTHATasb-
HOro pas3BuUTUA. 3HayYnMMble MEPECTPONKN UN30-
3H3UMHOro cnekrtpa JI4I nerkmx Habnwganucb
Ny 4-MeCsi4HbIX NECLOB, KOrAa Ha TPeTb yBEnu-
yunocb cogepxanHue J1A4I-5 (p < 0,001) n ynano
konnyectso dppakumn J14r-1 (p <0,05) v n4r-2
(p < 0,05). NsodbepmeHTHbI cnekTp JIAI nerkmnx
LIECTUMECSIYHBIX LLLEHKOB OTNNYasNCsa OT TakOBOro
CeMUMECSIHHbIX MecLoB 60Jlee BbICOKMM conep-
xaHvem J14I-5 n Huskmm J14M-1. B TkaHsax nerkux
Takke obHapyXxeHo 6onee BbICOKOE comepxkaHue
M-cybbeauHmy, JIA y HOPOK, YeM Yy NecLoB, B Te-
YyeHne BCero UCCrefoBaHHOro rnepuona nocTHa-
TaslbHOro OHTOreHesa (Tadn. 3).

Tabnuua 3. N'ameHeHus I/ISOd)epMeHTHbIX CNeKTpoB JIATI B TKAQHAX NErkmnx HOPOK 1 nNecuoB B npouecce noctHatalb-

HOro OHTOreHe3a

Table 3. Changes in the isoenzyme spectra of LDH in the tissues of the lungs of minks and Arctic foxes during post-

natal ontogenesis

dpakunn / Fractions, % %
Boapacr, cyTku nar-1 nar-2 nar-3 nar-4 nar-5 H M
Age, days LDH-1 LDH-2 LDH-3 LDH-4 LDH-5
Hopkwn / Minks
15 (n=5) 0 12,6 +2,7 28,5+3,7 18,8+1,5 40,2+5,4 28,3 | 71,7
25 (n=6) 1,1+0,6 6,1+21 20,4 +1,7 18,3+2,4 54,2+3,8 20,5 | 79,5
60 (n=5) 7,8+0,6 12,111 17,7+1,6 9,0+1,2 53,4+2,3 28,0 | 72,0
90 (n=6) 2,1+0,4 24+16 19,1+ 3,6 24,8 +3,0 51,7+5,1 19,7 | 80,3
120 (n=6) 26+1,9 4117 16,7+0,8 21,1+1,4 55,5+3,0 19,3 | 80,7
150 (n=5) 1,9+0,9 5,4+1,2 26,3+2,0 15,4+2,4 50,9 +2,7 23,0 | 77,0
210 (n=35) 3,1+0,5 6,8+ 1,1 29,7+2,5 33,7 + 3,1 26,7+2,2 31,5 | 68,5
Mecubl / Arctic foxes

15 (n=5) 72+19 18,3 4,1 26,1+2,3 16,7+ 3,7 31,8+2,6 38,1 | 61,9
25 (n=5) 7,320 24,8+ 3,0 31,0+1,0 11,7+1,3 25,2+3,4 44,3 | 55,7
60 (n=6) 21,1 £2,8*** 19,8 +1,6 21,1 £1,7** 12,9+0,8 252+2,6 49,7 | 50,3
90 (n=9) 12,8+0,8 19,2+0,8 22,0+0,9 17,2+0,5 28,9+1,3 425 | 57,5
120 (n=6) 3,6 +1,6* 14,1 +1,7* 21,6+1,3 17,5+2,8 43,2+1,9*** | 29,4 | 70,6
150 (n=6) 6,7+1,6 20,6 0,4 229+0,4 12,6 +1,0 37,2+1,8 36,8 | 63,2
210 (n=21) 17,0£1,9 22,5+0,9 21,8+ 1,4 14,1+1,3 24,7 +2,3 48,3 51,7
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CeneseHka sBngeTCs KpynHenwmm nepude-
pU4eCKMM OpraHoOM MMMYHOreHes3a, KOTOpPbIA BO
MHOIroM ornpegenser MMMYHHbIA CTaTyC: COCTOS-
HWe BPOXOEHHOrO 1 NPUOBPETEHHOIO MMMYHUTE-
Ta, 'yMOpasibHOro 1 KJIeTO4YHOIro ero 3BeHa, kade-
CTBO W KOJIMYECTBO JIMM@POUOHbIX KJIETOK B Opra-
HU3Me XMBOTHbIX U Yenoseka [KanutoHoBa v ap.,
2007]. OTOT HEnapHbI NAPEHXMMATO3HbIN OpraH
cnocobcTBYET GU3MoNorMyeckon agantaumm cuc-
TeMbl KPOBOOOPALLEHUS K Pa3/IMYHbIM Harpyskam
[Schulte-Hostedde et al., 2012; AkcéHoBa n ap.,
2018]. OcobeHHO BaxHyl poJib B OenOHUpOBa-
HUW KNETOK N BbIpaboTKe MMMYHUTETA Cene3eHka
unrpaeT B NocTHaTajbHOM OHTOreHese [KanmtoHo-
Ba 1 ap., 2007]. U3BeCTHO, 4TO B Cene3eHkKe npo-
UCXOONT AEenOHUPOBaHME 3pesibiX KJ1eTOK KPOBW,
daroynTo3 MHOPOAHLIX HYacTuL, 06e3BpexnsaHme
TOKCUHOB, A03peBaHne NMMQPOLNTOB U nepepo-
XOEHME MOHOUMTOB B Makpodaru. Kpome Toro,
B Cefle3eHKe pas3pyLlalTcsa cTapble 3pUTPOLUTLI
1 TpOMOBOLNTHI.

B nsogpepmeHtHom npodune JIAI TkaHen ce-
Ne3eHkn Habnopancs BbICOKAA YPOBEHb Tpex
bpakumn (NAr-3, N4r-4, J14r-5) y Hopok un ye-
Teipex dpakuunn (J1OAr-2, NAr-3, nar-4, nar-5)
Yy MecL0B Ha NPOTAXEHUN BCEX U3YHEHHbIX 3TarnoB
WHAMBMAYaANbHOMO pa3eBuTtusa (Tabn. 5). PaHHWiA
OHTOreHe3 y HOPOK XapakTepu3oBascs OTCYTCT-
BuemM mnu cnepgamu J14M-1 v BbICOKMM YPOBHEM
NAr-5 B cenesexke, B N0O3QHEM OHTOreHe3e YeT-

KO nposiBunaceb nepsad ¢pakuua JIAIN, a conep-
XaHue JIA-5 6bI10 HUXE, YeM B PaHHWUIA nepuog,
pa3sutna. MIsopepmeHTHbln cnektp JIAI TkaHen
HOPOK Obl1 611M30K K AEPUHNUTUBHOMY YXe Y Tpex-
MECSIYHbIX XXMBOTHBbIX.

B nsodpepmeHtHom npodune JIAI TkaHen ce-
Ne3eHKM NecuoB MPUCYTCTBOBANM BCE NATb dpak-
unii dbepmeHTa (Tabn. 3). Bo Bce Bo3pacTHbIe ne-
puoabl OHTOreHe3a Yy MnecLoB npeobnagaloLlel
ananace rmbpupgHas dpakumsa J1OM-3, conep-
XaHue koTopon BapbupoBano ot 33,7+ 3,8%
y 15-cyTouHbIX 0o 41,2+ 1,1 % y 210-CyTOYHbIX
XMBOTHbIX. CyLLLECTBEHHbIE MEPECTPONKN B M30-
depmeHTHOM crniekTpe JIAI TkaHen ceneseHku
NPON30LLAN Y ABYXMECSYHbIX LEHKOB. B 9T0T ne-
prOA, Y HUX NOYTW HA TPETb CHU3UIIOCh KOIMYECTBO
NA-5 no cpaBHEHMIO C MECAYHBIMU LLIEHKAMU MPU
OOHOBPEMEHHOM yBenundeHun opakuyn J14r-1.
B pesynbrarte aTux u3MeHeHuin Ko3PPULNEHT CO-
oTHoweHus cogepxanna JIAM-5/140-1 cHmaunncs
0o 2,0 n ctan Ha NopsaokK HMXe, YeM y 15-cyTou-
HbIX LLEHKOB (23,1).

Tak e KakK 1M B noykax, Ha NPOTSXKEHUU BCEro
OHTOreHesa cogepxaHne M-cyobeaunHuy, J140
B CeJle3eHKe LEeHKOB HOPOK Obl1o Bbile, 4YeEM
y necuoB (Tabn. 4). B ceneseHke y LWEHKOB HOPOK
OHO MocTeneHHO HapacTano K 30-CyTOYHOMY BO3-
pacty oo 84,6 %, a B ganbHenweM yMeHbLLAN0Ch
00 68,8 %. Y necuoB B 3TOM OpraHe B paHHEM OH-
ToreHese HabnoAanocb CHUxeHne M-cybbeam-

Tabnuua 4. NameHeHnsa naodpepMeHTHbIX cnekTpoB JIAIN B TkaHsX cene3eHkn HOPOK 1 NecL,0B B NPOLLECCe NOCTHa-

TanbHOIo OHTOreHe3a

Table 4. Changes in the isoenzyme spectra of LDH in the tissues of the spleen of minks and Arctic foxes during post-

natal ontogenesis

Ppakunn / Fractions, % %
Boapacr, cyTku nar-1 nar-2 nar-3 nor-4 nar-5 H M
Age, days LDH-1 LDH-2 LDH-3 LDH-4 LDH-5

Hopkwn / Minks
15 (n=5) 0,9+0,1 76+1,3 25,5+83,2 29,4+1,4 36,5+5,1 26,8 73,2
25 (n=5) 0 3,6+0,9 21,1+3,4 26,7+1,3 48,7 +4,0 19,9 80,1
60 (n=6) 2,8+0,8 8,7+1,6 23,5+ 1,1 224+24 425+42 26,7 73,3
90 (n=6) 3,9+1,0 9,5+0,9 30,2+2,0 20,2+2,2 36,3+2,9 31,2 68,8
120 (n=5) 3,8+0,8 9,4+1,3 229+272 25.4+2.2 38,56+1,5 28,7 71,3
150 (n=5) 3,711 13,2+0,9 28,8+1,3 23,7+1,6 30,7+2,8 33,9 66,1
210 (n=35) 3,2+0,4 19,0+1,2 38,014 258+1,5 14,0+1,7 42,9 57,1

Mecubl / Arctic foxes

15 (n=5) 1,3+0,9 13,7£29 33,7+3,8 20,6 £2,0 30,7 + 3,1 33,6 66,4
25 (n=6) 57+14 18,3£2,6 353+1,4 15,3+1,3 2583+1,0 41,0 59,0
60 (n=6) 8,8+2,8 21,9+1,3 35,3+1,4 16,5+2,0 17,6 +1,5* 46,9 53,1
90 (n=9) 2,2+0,4* 23,3+0,8 35,4+0,7 17,7+1,0 21,4+0,4 41,8 58,2
120 (n=6) 29+1,9 241+2,6 37,4+11 16,4+ 1,8 19,2+1,9 43,8 56,2
150 (n=6) 3,711 24,5+0,9 34,9+0,9 16,4+0,9 20,4+0,7 43,7 56,3
210 (n=21) 2,7+0,7 252+1,5 41,211 18,5%0,8 12,4+1,8 46,8 53,2
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Huy SO, a 3aTeM nocne HeGobLLIOro NOBbILLEHUS
npouncxoamna cTabunanaaums Ux ypoBHS.

PegynbTaTthl Hawero uccnegoBaHUs MoOKa3bl-
BAlOT CYLLECTBOBAHME HEKOTOPbIX BUAOBbIX U BO3-
pacTHbIX pa3nuynii B pacrnpeneneHmm TKaHEBbIX
dpakuuinn J1OI B npouecce nocTHaTaibHOrO OHTO-
reHesay AByx BUOOB — HOPKM U Necua (Tabn. 1-4).
OTU XMLLHbIE MIeKONUTaoWmMe OTHOCUTENTbHO He-
OonbLUMe No pasMepy: CpeaHas Macca Tena noso-
BO3penoro camMmua necua 3,5 kr, camku — 3 Kr; HOp-
K1 menbye: camubl — 00 3 kr, camkn — oo 1,9 kr. Kak
M gpyrne npencTtaBuUTENN XULHbIX, HOPKU U Nec-
Lbl OTHOCATCH K HE3PENopOoXAaloLMMCS XUBOT-
HbIM. Macca HOBOPOXAEHHbLIX HOpYaT konebnet-
csa B npegenax 6-10 r, weHkos necuos — 60-90 r
[TepHoBckuiA, TepHoBckasi, 1994; depoposa,
2007; YawyxuH, 2009]. LeTeHbiun poxparoTca
cnenbiMn, 6e33yObiMK, JINLLIEHbI BbIPAXXEHHOIO
BOJIOCSIHOrO MokpoBa. [nasa y HopyaT OTKpbiBa-
IOTCS MPUMEPHO B MECSYHOM BO3pPACTE, a Y LLEH-
KOB necuoB yxe Ha 14-15-e cytkn. MonoyHble
3y6bl NpopesatoTcsa B 16—20-cyTo4HOM BO3pacTe.
B KOHLe YeTBepTONM Aekagbl OT POXAEHUS MONOA-
HSIK HOPKW CTaAHOBUTCS CMOCOOHLIM K noTpebne-
HMIO KOPMOB XWUBOTHOIO MPOUCXOXAEHNS. TemMnbl
pocTa 1 pa3BuTusa BbICOKU. Macca LweHKOB necua
B Bo3pacTe 1 mec. coctaBngaeT 580-690 r (camkm)
n 630-750 r (camupl), B 2 MeC. — COOTBETCTBEHHO
1,6-1,7n1,7-2,0 kr.

M3BecTHO, 4TO Mmpouecc AOMEeCcTMKauum Oc-
HOBHbIX 0OBLEKTOB MYLIHOrO 3BEPOBOACTBA, Npes-
cTtaButenen oTpsana XniHole — HOPOK U NecLoB —
npopomxaetcs Bcero 80-100 net, HO npoTekaeT
BO MHOro pas ObicTpee, 4eM 3TO Obiio npexne
C OPYrMMN CENbCKOXO3ANCTBEHHbIMM N OOMALLHW-
MW XNBOTHbIMU [BepecTtoB, KoxeBHukosa, 1981;
depoposa, 2007]. 3a nepuop pasBeneHUs 3Tu
MekonuTaloLwme npetepnenu psg 3HaunTeNbHbIX
M3MEHEHUI, NPEXAe BCEro KacaloLMXCa XO3M-
CTBEHHO MOJIE3HbIX MPU3HAKOB — OKpacka BOJIO-
CSIHOrO NOKPOBA, pa3mepbl 1 macca Tena. OgHako
>XXMBOTHbIE B OCHOBHOM COXPaHMIN AMHAMUYECKNA
CTEepPeoTUN CBOUX OUKUX MPEAKOB — CE30HHOCTb
Pa3MHOXEHUS, JIMHbKX BOJIOCAHOIO MOKpoOBa, AN-
HaMnky mMeTabonuama u cneunduky nuTaHus.
Ctporasg ce3oHHas LUMKIMYHOCTb Pa3MHOXEHUSs
depmMepckmnx HOPOK K MecuoB SBASETCA OOHUM
N3 KOHCEpPBATUBHbIX MPU3HAKOB, COXPaHUBLUMXCA
B xo4e gomectukauum [bepectos, KoxeBHUKOBA,
1981]. MOHO3CTPMYHOCTb (CMNOCOOHOCTL AaBaTb
NMOTOMCTBO TOJIbKO pa3 B rof) 9TUX XMBOTHbIX —
Ovonormyeckoe CBOMCTBO, obecneyrBatoLLEee Bbl-
XXMBAEMOCTb LLIEHKOB TOJIbKO NPW POXAEHUN BEC-
HOI, ObICTPOM N MHTEHCUBHOM POCTE U Pa3BUTUN
B JIETHUI NEPMOA 1 MOJSIHOM CO3PEBAHNM OPraHn3-
Ma oceHblo. CUMTaeTcs, YTO OCHOBHbLIM BHELUHUM
CUHXPOHM3aTOPOM 3TOro BHYTPEHHEero uoputma

ABNSAETCS CBET, MOCKOJIbKY AENCTBUE 3TOro KIo-
4eBOro curHasbHoro d¢akrtopa Oblio Hambosee
CcTabunbHbIM B TEYEHME BCErO NEPUOAA 3BOJOLMMN
[KnouykoB n gp., 2010].

Pasnnuna B akonorum BugoB B NPOLLIOM (cpe-
ha obutaHus, TUN nNUTaHUs 1M Ap.) oTpaxaroT-
cs Ha 0COOGEHHOCTAX YHKUMOHMPOBaAHUS psiga
dU3NONOrM4eCKNX CUCTEM HEPMEPCKUX HOPOK
n necuoB. Mo obpady XU3HW B NMpUpoae HOPKY
JNIOTMYHO OTHOCUTb K MJIEKOMUTAIOLLMM, MPUCMO-
COOVBLUMMCS K OKOJIOBOAHOMY OBUTaHUIO B NpU-
OpeXHOM 30HEe KOHTUHEHTasbHbIX BOAOEMOB
[TepHoBCkuMin, TepHoBckas, 1994]. OHa He TONb-
Ko ObICTPO nepenBuraeTcs no cywle, npoberas
B CyTkuM 6onee 20 KM, HO 1 XOPOLLO MNJiaBaeT U Hbl-
psieT. Hopka cnoco6Ha nponfbiBaTb MO BOOOMN
0o 20-25 m, norpyxartbcs Ha rnyouHy 3 M 1 gaxe
rny6xe [HawwyxuH, 2009]. Beicokas NoaBUXKXHOCTb
XULHMKA CBSI3aHa C TEM, YTO MuLa 4Yepel3 OTHO-
CUTENBbHO KOPOTKNIM KULLIEYHMK NPOXOAUT BbICTPO,
HOpPKEe MNOCTOAHHO MPUXOAUTCS NpecnenoBaTb HO-
BYIO [,00bI4Y.

OHTOreHeTnyeckme W3MEHEeHUsT akTUBHOCTU
depMEHTOB CBA3aHbl ¢ 0COBEHHOCTAMM MeTabo-
nmM3ma, KOTOpbIM B Mpouecce WHAMBUAYANTbHOIO
pasBUTUS XMBOTHbIX MpeTeprneBaeT 3akOHOMEpP-
Hble KOJIMYECTBEHHbIE U KAYECTBEHHblE U3MEHE-
HUS. OTO BbIpaXaeTcd B HayaJlbHOM KOPOTKOM
nogbeme, a 3aTeM MeOJSIEHHOM HEePaBHOMEPHOM
CHUXEHUWN HarnpsiXeHHOCTU OMO3HepreTuku, mns-
MEHEHUN COOTHOLLEHUS aHabonu3ama u kaTtabo-
n3ma 1 BO3PaCTaHUM Ha MPOTAXEHUN XN3HW OUC-
nponopLUuM MeXAy WHTEHCMBHOCTbIO MPOLLECCOB
cuHTe3a u pacnaga [MaxuHbko, HukutmH, 1975].
Ha nepBbix 3Tanax MNOCTHATa/NbHOrO OHTOreHe3a
OCHOBHbIM UCTOYHWKOM 3HeproobecneyvyeHus sB-
nsetcsa ramkonma. o mepe B3pOCneHnst OpraHna-
Ma ero nond B aHepronpoaykuum nagaet [Kop-
HMeHko, 1979]. Takaa 3aBUCUMMOCTb xapakTepHa
DJ1s TeX opraHoB, aHepreTuyeckoe obecrneyeHne
N PyHKUMN KOTOpbIX B Gonblueil Mepe 3aBUCAT
OT MMMKONMUTUYECKOrO pacnaja yrieson0B.

OTmeyeHHble HaMK B Mpouecce nocTHaTanb-
HOro OHTOreHe3a TKaHeBble OCOBGEHHOCTM pac-
npeaeneHna nzodpepmentos JIAIN n paznnyaioTca
B 3aBUCMMOCTM OT BWAOBOW MNPUHAONEXHOCTW.
A3pobHble un3odepmeHTbl JIAIN, oTHOCALWMXCS
K H-cybbeanHuuam, LOMUHUPYIOT UCKITIOYUTENBHO
B TKaHSIX MOYEK Y HOPOK. Y MECLOB B TKAHAX TaknX
OpPraHoB, Kak MOYku, Nerkne n CeneseHka, B KoTo-
pbIX NepMoanN4eckn co3natoTcs Kak aapobHble, Tak
1 aHaspoObHbIe YCNOBUS, OAHOBPEMEHHOE NPUCYT-
ctBue H- n M-cybbeguHu, sBnsieTcsa Hanbosee
BbIrOOHbIM — B 3TOM cJlydae Gonbluas 4acTb MO-
nexkyn NNAI 6ynet oTHOCUTLCS K TMOPUOHOMY TUTY.
B ckeneTHbIX MblLULAX C MPENMYLLECTBEHHO aHad-
pOBOHOI cMcTeMON aHeproobpa3oBaHms rnpeobdna-
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OA0T «MblLLIEYHbIe» CyObeanHNLbl Yy 0601X nccne-
[OBaHHbIX BUOOB XMULHbIX MAEKONMUTAIOLLMX.

Takmm o06pa3oMm, MNpu CPaBHUTENIbHOM aHa-
nmse mnaodepmeHTHbix npodpunen JIAI opraHoB
NCCNeaoBaHHbIX MJIEKOMUTAIOLWIMX OOHapPY>XEHBbI
MeXBuOoBble 0COBEHHOCTM B pacnpeneneHnn
n30pepMeHToOB — B nNpeobnagaHnm aHaspOOHbIX
M-cybbeauHuy, JIAI B TKaHAX CKENeTHbIX MbILLL,
JNIerkux 1 CENE3eHKM y N0NyBOAHbIX HOPOK MO CpaB-
HEHWNIO C HAa3eMHbIMWU MNecLamMn B TeYeHue BCEero
npouecca MOCTHATaNbHOrO OHTOreHesa. [1oBbI-
LLeHHas CrnocoOHOCTb K aHA3POOHOMY PECUHTE3Y
AT® n BOCCTAHOBUTENbHbLIX 3KBMBANIEHTOB, Kak
BWAOHO, CNOXWAACb Y HOPOK B XOO€ OJNTENbHOMN
3BOJIOLMN B CBA3U C HEOOXOOMMOCTbLIO (PYHKLM-
OHNPOBAHMUS B YCIOBUSAX BbIHYXXAEHHOM MMNOKCUMN
npu HblpsHUKW. TkaHeBasd cneunduyHOCTb WN30-
depmeHTHbIX cnekTpoB JIAIN HabnopaeTcsa y Ho-
POK 1 NECLLOB YXXe B MepPBbI MECSL, XXM3HW 1 OTpa-
XaeT meTabonuyeckuii npodunb TkaHel. B nepu-
0, PaHHEro OHTOreHe3a HOPOK M NECLOB (NepBble
TP Mecsilia XM3HW) B OCHOBHOM 3aBepLUaeTCs
dopmmnposBaHre n3odepMeHTHbIX crekTpos J1AI
ncenenyemMblx OpraHoB B COOTBETCTBUM C TUTMOM
MeTabonmama TkaHen. MNpuyem cTtaHoBEHWE Op-
raHHbIX crnekTpoB nsodpepmeHToB JIAI naert cuH-
XPOHHO C CcoO3peBaHMeM psga MopPOdYHKUMO-
Ha/lbHbIX CUCTEM Yy 3TUX HE3PENoPOXAAILMXCA
XULWHMKOB [AkCcEHoBa 1 Ap., 2018]. Y LweHKoB Ho-
pPOK 1 NecLoB Hanbosnee 3HAYNMbIE NEPECTPOMKN
n3opepmMeHTHbIX cnekTpoB JIAI B nccneayembix
TKaHAX HabnOanMCb B HayalbHbIM NEpuopd WH-
TEHCMBHOIO pocTa 1 Pa3BMUTUS XXNBOTHbLIX — B BO3-
pacte 15-90 cyToKk.

duHaHCcOBOe obecrieyeHne unccaen0BaHui
OCYLLEeCTB/ISNIOCL U3 CPEeACTB ¢enepasbHoro
6roaxeTa Ha BbINOJIHEHNE rocyaapCTBEHHOro 3a-
naHus KapHL PAH (0218-2019-0073).
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FrEHETUMECKUE OCHOBbI ADANTALUN: BPEMA HAYAJIA
LBETEHUA U CTENEHb NOKOA CEMSAH Y ARABIDOPSIS
THALIANA CEBEPHbIX MPUPO4HbIX NONYNALNA

M. B. 3apeukasa, 0. M. ®epopeHko, O. H. JlebeneBa

UHcTuTyT 6uonorum KapHL] PAH, ®UL| «Kapenbckuii Hay4Hbivi LeHTp PAH», lNeTposaBoack, Poccusi

PaboTa nocesLeHa NpobnemMe reHeTUYecknx OCHOB ajanTauMyM pacTeHU. M3yyeHsl
afanTyMBHO 3HayMMble MpPU3Haku MonenbHoro Bupa Arabidopsis thaliana — notpe6-
HOCTb B iPOBM3aLn, BPEMS Havana LIBETEHMS 1 CPOKM NPopacTaHnst CEMSIH — y pacTe-
HWIA ceBepHbIX NPUPOAHLIX nonynaumin (Kapenuvs). BoisBneHbl 0COOGEHHOCTU 3KCnpec-
cumn reHoB FLC n VIN3, KOHTPONMPYOLWWX 3TV NPU3HaKN. YCTAHOBNEH HU3KUIA YPOBEHb
TpaHckpuntoB MPHK FLC y HEAPOBM3MPOBAHHbLIX PACTEHUI HA CTaAMM PO3ETKM C MNO-
cnegyowmm ycuneHnem akcnpeccum Ha 10-30-1 geHb 9poBmn3aumnm, 4To OTamMyaeTcs
OT [aHHbIX APpYrux uccneposateneii. NepBoHavyanbHO HU3KUIM YPOBEHb TPAHCKPUMTOB
MPHK VIN3 y HESpOBU3NPOBAHHbBIX PACTEHU HEOXNAAHHO MOBLILLAETCHA B HEKOTOPbIX
nonynaumsax B npoLecce aposmsaumm Ha 20-1 feHb, B OTANYME OT AAHHBIX TUTepaTypbl.
MokazaHo, 4TO 45 MacCOBOro nNepexoa K LBETEHMIO PpaCTEHUIA N3 NONyNsSLMiA CEBEp-
HoW nepudepun apeana Buaa B 6acceiHe OHexXCKoro o3epa TpebyeTtcs Gonee onu-
TenbHas (9-HepenbHas) SpPoBM3aLMSA MO CPABHEHMIO C PACTEHUAAMU 13 BoNee MArkoro
KnMmaTa ocTpoBOB Jlagorun (6 Hegenb HU3KMX TeMmnepatyp). MIdydeHmne cteneHn nokos
CEMSIH, BAUSIOLLErO HA CPOKMN MX NMPOpAcTaHus, nokasano, YTo B YCIIOBUSIX XONOLHOIO
Knumarta cemeHa A. thaliana nmetoT 60nee CUNbHbIM NOKOM NPU BbICOKOW NIeTHen Temne-
paType (22 °C) no cpaBHeEHMIO C NpoxiagHoi Temnepatypoii ocexun (10 °C). 310 obec-
neynBaeT NX NPOPACTaHNE OCEHbIO U LIBETEHME BECHOWN MOCIE OKOHYAHUS SPOBM3aLLUN.
Mpennonaraetcs, 4to y Arabidopsis thaliana kapenbCKux nonynsiumin, pacrnonoXEHHbIX
Ha ceBepHoW nepudepun apeana Buaa, OgHUM 13 MEXaHM3MOB afanTaLMyM PacTeHWIA
K XOJIOHOMY KNIMMaTy fIBASIETCS afanTUBHAsA NIenoTponus, BelpaxaroLascs B 0OCOOeH-
HOCTAX akcnpeccun reHoB FLC n VIN3, KOHTPONMpPYoLWMX CPOKK NPopacTaHnsa CEMSH
OCEHbIO U LIBETEHWSI PACTEHNI BECHOW, NOC/E APOBM3aLLMK, YTO 06ecneynBaeT Kak Bbl-
XNBaHWE BCXOA0B, Tak 1 MakCUMasbHbIA PENPOAYKTUBHbINA yCreX.

KniwouyeBble cnoBa: agantaums; Arabidopsis thaliana; ceBepHbie NpUpOAHbIE MO-
Nynsunv; BPpeMs Hadana LBEeTEeHNSs; ApoBU3aLns; NOKOM CeMsH; akcnpeccus reHoB FLC
n VINS.

M. V. Zaretskaya, 0. M. Fedorenko, O. N. Lebedeva. GENETIC
GROUNDS FOR ADAPTATION: FLOWERING ONSET TIME AND DEGREE
OF SEED DORMANCY IN NORTHERN NATURAL ARABIDOPSIS THALIANA
POPULATIONS

The study deals with genetic grounds for plant adaptation. Important adaptive traits
of a model species, Arabidopsis thaliana, were studied: demand for vernalization, tim-
ing of flowering onset and of seed germination in plants in northern natural populations
(Karelia). Specific expression patterns of the genes FLC and VIN3, which control these
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traits, were revealed. A low transcription level of FLC mRNA in non-vernalized plants at
the rosette stage was detected, followed by arise in expression on the 10t 30" days of ver-
nalization, which differs from the data reported by other researchers. The initially low level
of VIN3 mRNA transcripts in non-vernalized plants rose unexpectedly in some popula-
tions on the 20" day of the vernalization process, in contrast to data in the literature. It has
been shown that a longer (9-week) vernalization is needed for a massive flowering onset
in plants from populations in the northern periphery of the species range in Lake Onego
catchment area as compared to 6 weeks of cold exposure for plants from the milder cli-
mate of Lake Ladoga islands. A study of the seeds’ degree of dormancy, which affects
the timing of germination, showed that in colder climates A. thaliana seeds go deeper into
dormancy at a high summer temperature (22 °C) compared to a cool autumn tempera-
ture (10 °C). This ensures their germination in the autumn and flowering in the spring,
after the end of vernalization. Supposedly, one of the mechanisms for plant adaptation
to a cold climate in Karelian Arabidopsis thaliana populations, growing in the northern
periphery of the species range, is adaptive pleiotropy, exhibited in the peculiar expres-
sion patterns of the FLC and VIN3 genes, which control the timing of seed germination
in autumn and flowering in spring, after vernalization, providing for both seedling survival
and maximum reproductive success.

Keywords: adaptation; Arabidopsis thaliana; northern natural populations; flowering

onset time; vernalization; seed dormancy; FLC and VIN3 gene expression.

BBepeHune

Bonpocekl agantaumm K yCoBUAM OKPYXatoLLein
cpedpl MMEKT MNEPBOCTEMNEHHOE 3HavyeHne Ans
XUBbIX OpraHn3moB. OCoBGEHHO 3TO akTyasibHO
Ha rpaHvuax apeanos BUAOB. Y OOHONETHUX pa-
CTEHUI KPOME BPEMEHM Hayana LBETeHuUs ajan-
TUBHO 3HA4YMMbIM SIBASIETCH U BPEMS MPOPaACTaHUS
CeMSsIH, 3aBuCSLLEe OT Nepmoaa nx Nnokos. Atn aga
KJIO4EBbIX COOLITUS OOJIKHBI MPONCXOAUTL CTPOro
B ornpepaefieHHble CPOKK, 4TOObl 0OecneynTb Bbl-
XMBaHME BCXOOO0OB W MaKCUMasbHbI pPenpoayk-
TuBHbIN ycnex. Ha Arabidopsis thaliana, knaccu-
4eckoM MoAenbHOM 00bekTe, Noka3aHo, YTO reH
FLC (FLOWERING LOCUS C), aBngowmmncs Knto-
4YEeBbIM KOMMOHEHTOM PErynsaTOPHON CETU UHULN-
aunun LBETEHMUS, PerynmpyeTt Takke n Cpokm npo-
pacTaHusa CeMsiH, KOHTponupys mx nokon [Chiang
et al., 2009; Chen, Penfield, 2018]. XoTta MHoroe
M3BECTHO O CE30HHOW N FrEHETUYECKOW perynaunm
BPEMEHU LBETEHUS, rOPa3fo0 MEHbLUE U3BECTHO
00 3KOJIOrM4yeckom N reHeTMYeckom OCHOBE Mpo-
pacTtaHus, 6onee paHHEM Mepexone B pas3BUTUN
pacTeHus.

B nocnegHee Bpems nonyyeHbl AaHHbIE, KOTO-
pble yKasbiBalOT HA 3aBMCUMOCTb Nepuoga nokosi
CEeMSIH 1 X CMOCOOHOCTb K MPOpacTaHunio OT ypPOoB-
HS akcnpeccun reHa FLC B co3peBaloLLmMx Ha Ma-
TEPUHCKOM pacTeHun cemeHax. lNMpepnonaraercy,
yTo reH FLC onocpenoBaHHO (C y4aCTMEM FeHOB
AP1, FT n SOC1, KOHTPOAMPYIOLLMX 3aLBETAHME)
BNINSIET HA CUHTE3 U KaTaboNM3mM ropMOHOB rndoe-
pennnHa 1 abCcumM3oBOl KUCNOThI, YTO onpenenseT
DJINTENbHOCTbL MOKOSI CEMSIH U UX CNOCOBHOCTb
k npopacTaHuio [Choi et al., 2009; Chen, Penfield,

2018]. Okcnpeccuss FLC KOHTponuMpyeTcs pas-
JINYHBIMWN akTMBaTopamMm N penpeccopamu. ABTO-
HOMHbIN MyTb PErynaumMm BpeMeHM Havana uBeTte-
HUS KOHCTUTYTUBHO KOHTPONMPYET MnoaaBfieHne
akcnpeccun FLC pna ctumynaumm ugeteHus [He
et al., 2003; Ausin et al., 2004]. 'eH FRI (FRIGIDA)
koampyeT 6enok FRI, aBnaioWwmMincs OCHOBHbIM aK-
TneBatopom FLC [Johanson et al., 2000]. 3ddekT
akTuBaummn FLC nop pgenctenem FRI pomuHmpyet
Hag, cynpeccupylowmm 3phEeKTOM reHoB-pery-
JNISTOPOB aBTOHOMHOIO MyTWU, OAHAKO MOXET ObITb
NPeoaosieH BAUSHUEM HU3KMX TeMnepaTtyp (apo-
Bu3aumen) [Schmitz, Amasino, 2007]. Y A. thali-
ana ce30HHble N3BMEHeHNs TeMnepaTypbl onpene-
NFI0TCS C MOMOLLBIO SNUreHeTUYecKoro craTtyca
reHa FLC. JnvTenbHbll Nepnog xosioga crnocobcT-
BYET 3KCNPECCUN aHTUCMbICIOBbIX TPAHCKPUNTOB
B FLC, n3BecTHbix kak COOLAIR, koTopble obec-
ne4ymBaloT «MonyaHme» TpaHckpunumm mRNA FLC
nytem Habopa PRC2-komMnnekcoB M OenoHupo-
BaHMs XpoMaTuHOBbIX MeTok H3 K27me3 [Chen,
Penfield, 2018].

K HacTosilemy BpeMEHMN CIIOXMIIOCh MHEHME,
4YTO YCNOBUSI OKPYXaloLler cpenbl, C KOTOPbIMMU
CTaNKMBaKOTCA MaTEPUHCKMUE pPacCTEeHUs, BAMKAIOT
Ha noBegeHue notomctea [Marshall, Uller, 2007;
English et al., 2015; Auge et al., 2017]. Tak, Tem-
nepaTtypHble YCNOBUS MNepen LBETEHMEM pacTe-
HUN 3aMETHO BAMAIOT HAa COCTOSAHME MOKOS CEMSIH
M, COOTBETCTBEHHO, HA CPOKM MX NpopacTaHus.
B TeyeHune penpoayktmeBHOro passutua A. thali-
ana MaTepuHCKOEe pacTeHue MCnonb3yeT 6enok
FLC ona mooynupoBaHus nepnoga nokos CEMeH-
HOrO NMOTOMCTBA B OTBET Ha TeEMMepaTypy 1 TakMm
obpa3oM nepepaeT Ce30HHY MHPOPMAaLMIO Mo-
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TomcTBy [Chen et al., 2014; Chen, Penfield, 2018].
Takxe M3BECTHO, YTO E€CTECTBEHHas aJiefbHas
M3MEHYMBOCTb FLC 1 ypOBEHb 3KCNPECCUM 3TOro
reHa CBfA3aHbl C €CTEeCTBEHHOW WU3MEHYMBOCTbIO
TeMNepaTypo3aBMUCUMOro MNpPoOpaCTaHUs CEMSH
[Chiang et al., 2009] 1 4TO GONBLLUMHCTBO rEeHOB
SIPOBM3ALMOHHOIO NyTN BAUSIIOT HA NpopacTaHue
CEeMSIH N UX peakLMio HA MaTEePUHCKYIO SpOBU3a-
umio [Auge et al., 2017]. OgHako ocTaeTcs elle
MHOIO HEAICHOIO B FEHETUYECKMX MEXaAHU3Max pe-
rynsauym nokosi CEMSIH; MO HEKOTOPbLIM BOMPOCam
MeXay nccnenoBaTensMm HeT eAMHOro MHEHUs,
a pe3ynbTaTbl NPOTMBOPEYMBDI.

MHorve akoTtunel A. thaliana ceBepHbIX LWNPOT
npeacTasnsoT cobol No3gHne 3MMHME OHONEeT-
HUE pacTeHusd, y KOTOpPbIX CEMEHa npopacTaloT
npu nNpoxnagHom Temnepatype OCEHbIO U OTKNa-
ObIBAIOT LBETEHME [0 OKOH4YaHMS SIPOBM3aumn
[Chiang et al., 2009]. B apoBu13auMOHHO-0NOCpe-
[OBaHHOM MNepexoae K LBETEHUIO 03UMbIX GOpPM
pacteHuin A. thaliana Begyliylo posib UrpatoT gsa
reHa — FLC v VIN3 (VERNALIZATION INSENSITIVE
3) [Kim, Sung, 2013; Lee et al., 2015], npn atom
VIN3 HeobOxoomm anst 3anycka MOJIEKYNSPHOro
MexaHu3Ma moamdukaumm xpomatuHa FLC [Adri-
an et al., 2009; Andrés, Coupland, 2012]. Takum
00Opas3om, Lesibio PpaboThl ABUNOCH N3Y4YEHUNE FreHe-
TUYECKNX U BMUTEHETUYECKNX MEXAHU3MOB KOHT-
pOns afanTUBHO 3HAYMMbIX MPU3HAKOB PACTEHUM
A. thaliana (BpemeHV Hadana uBeTeHus, NoTpeob-
HOCTU B SipOBM3ALMM N CTEMNEHU MOKOSI CEMSIH)
Ha ceBepHoW nepudepunun apeana suaa. B 3apa-
4yn mnccnepoBaHus Bxoguao: 1) nsyyeHue BNUS-
HUS OAUTENBbHOCTU SPOBMU3ALIMKM HA COKpAaLLEHne
BPEMEHU [0 Ha4vana LBETEHUs pacTEHWU CeBep-
HbIX NMPUPOAHbLIX MNONYNAUMA; 2) n3y4yeHmne crene-
HU MOKOS CEMSIH NPU Pa3MyHbIX TEMMNEPATYPHbIX
YCNOBUSIX BblpalLUMBaHUS MaTEPUHCKUX pacTe-
HUIA 1 NPOpaLWVBaHUS CEMSH; 3) OLeHKa YPOBHS
TPaHCKPUMNLUMOHHOM akTUBHOCTU reHoB FLC n VIN3
[0 X0/1040BOr0o BO3LENCTBUS N B NMPOLLECCE APO-
BM3aLMU PASANYHON NPOLAOIKUTENBHOCTH.

MaTtepuanbi u meToabl

PactuTtenbHbii MmaTepuan. B paboTte ncnosnb-
30Banu pacteHuns A. thaliana, BbipallieHHble U3 COo-
OpaHHbIX B NPUPOAE CEMSIH CEBEPHbIX NMPUPOAHbIX
nonynsauun, Haxogswmxcsa B Kapenvn. N3yyveHne
BIMAHUSA NPOOO/IKNTENBHOCTU SPOBU3ALMN HA CO-
KpalleHne BpPeMeHW 00 Havana LUBEeTeHUs pacTe-
HUI N N3yYeHne CTEeNeHN NoKos ceMaH NPOBOAVIIN
Ha nonynauusax 6acceiHa OHeXcKoro o3epa (nony-
naumn cenbckmnx noceneHnn Llapesnyn, Llyinckas,
KoHye3sepo v nonynaumm OCTpOBOB Pagkonbe,
BonbLuoii Knumeukuit) n 6onee 1oXHbIX MONynsumsx
OCTpOBOB Jlagoxckoro o3epa (Banaam, Mapkatcu-

maHcaapwu, lNMnenun-Captocaapu). Ona onpegene-
HUS1 ypOBHS akcnpeccun reHoB FLC n VIN3 otobpa-
Hbl NONYNALMK, Pa3NNYAOLLMECS NO BPEMEHN Ha-
yana LBeTeHUs OTAEbHbIX PACTEHUI 1 NO peakummn
nx Ha apoBm3aumio. NpoaHann3npoBaHbl PpacTeEHUS
OBYX KapenbCKMX MONynsaunin, npeacTaBiEHHbIX
nosgHougeTywmmmn popmamm (KoHuesepo u LLyin-
cKkasl), 1 OOHOM CMELLaHHOW MO BPEMEHU LBeTe-
HUSA — paHHWe 1 no3agHne dopmbl — nonynaumm (La-
peBuyn). B kauecTBe KOHTPOJIS UCNOJIb30BaHA pPaH-
HeugeTyLwada nmHusa — Ler (Landsberg erecta).

BoipawmBaHne pacteHuini B naGopaToOpHbIX
YCNOBUSX MPOBOAMAN MO OOLIENPUHATLIM METO-
OMKaM  KynbTUBMpOBaHus apabugoncuca [Mea-
HOB 1 Op., 1966]. CemeHa, cobpaHHble BO BpeMs
akcneguummn 2015 r., BbiceBanu B yvawku [leTpu
M npopalimBany Ha NpPocTor cpene no mxHepy —
BenemunHckoMy, KOTOpas rotoBusiaCb Ha OCHOBE
8% arap-arapa ¢ go6aBreH1nemM pacTBOPOB MaKpo-
anemeHToB: KNO,; MgSO,x7H,0; Ca(NQO,),x4H,0;
K,HPO,; FeSO,x7H,0; SATA (HaTpuesas COJib)
N MUKPO3JIEMEHTOB. PacteHus B yvawkax [leTtpu
BblpalLMBany nog, JIIOMUHECLEHTHbIMW NfaMiamu
npu Temnepatype 22-24 °C 1 KpyrnocyTo4HOM OC-
BeweHun (10000 nk). [na momoenupoBaHus Npu-
POAHbIX YCNoBUIA B nlabopatopum SpoBU3MPOBaM
14-0HeBHbIE NPOPOCTKU (CTaaMs PO3ETKN) B HaLLKaX
Metpu npu 2-4 °C B TeyeHne 10, 20, 30, 40 nnum 63
(9 Hepenb) oHen. Mocne aposuadaumn no 40 pacTe-
HUI Kaxgor nonynsumn nepecaxmsany 13 yallek
lMeTpn B Nno4yBy (cMecb 3emnu 1 necka 1:1) v Bolpa-
LLMBANN B TEX XE YCNOBUSIX, YTO 1 A0 9POBM3aLUN,
Ons onpeneneHns BpEMEHM Havana LBETEHNS.

AHanuns akcnpeccuu reHoB FLC n VIN3 npoBo-
anmnn Ha 14-pHEBHbIX NPOPOCTKax A0 spoBuU3a-
umn nnn nocne Hee (14 + 10, 20 ... 63 gHa). Ona
N3y4eHUs1 CTeneHn MoKos CBeXecobpaHHbIX ce-
MsIH MaTEePUHCKME pacTeHus BblpallmMBanu B na-
GopaTopHbIX ycnoBusx npu 22 °C, kak onmMcaHo
BbILLE, MW UCMNONb30BaNN PACTEHUS, BbIPOCLUNE
B NpUPOOHOWN cpefe, CpefHecyTo4Has Temne-
patypa utoHa 2019 r. ~ 15 °C. CeexecobpaHHble
cemeHa B konmndectBe 200 wT. (50%4 NoOBTOPHO-
CTW) ON9 KaXA0W Nonynsumm BbiceBanu Ha BTOPOK
OeHb 1 BblpaluyBanu B yawikax [leTpu Ha arapm3o-
BaHHOW NuTaTeNlbHOM Cpefe, Kak OnvcaHo Bbllle,
B KamMepe WMCKYCCTBEHHOro knumata npu 10 nnm
22 °C, 16-4yacoBoM ¢doTonepmoae M OCBELLEHUMN
10000 nk. O cTeneHn NOKOs CEMSAH CyAMIN No nx
BCcxoxecTu Ha 10-1 geHb.

AHanus ypoBHSI TPAHCKPUNTOB reHoB. Bbl-
neneHve cymmapHon PHK 13 nnctbeB pacteHuin
OCYLLECTBANIOCh C MCMonb3oBaHMeM Habopa Ex-
tractRNA («EBporen», Poccug) no metoguke npo-
n3soantena. Haeecky nnuctbes 50 Mr romoreHu-
3upoBanu B nuavpytowem 6ydpepe ExtractRNA.
JenpoTenHusaumio NpoBOANIN C NMOMOLLBIO XJ10-
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podopma. TotanbHyto PHK ocaxgann B 9TUI0BOM
cnupTe. KayectBo u konnyectso PHK onpepens-
nn Ha cnekTpodoTomeTpe Smart Spec (Bio-Rad,
CLUA). BoigeneHHyto PHK obpabatbiBann OHKa-
301 (1 e. a.). Nepsyto uenb kKAHK cuHTe3mnpoBanu
C NomMoLLbio Habopa ans obpaTHON TPaHCKPUNLUUK
MMLV RT kit («EBporen», Poccus). CoaepxaHune
MPHK renoB FLC n VIN3 oueHuBanu metoaom lMNLP
B PEXMME PEanbHOro BPEMEHU C UHTEPKANNPYHO-
wym kpacutenem SYBR Green Ha npubope iCycler
iQ5 (Bio-Rad, CLUA) ¢ Ha6opom pgns MLP-PB («EB-
poreH», Poccuq). [Ina onpeneneHnsa ypoBHSA 3KC-
npeccum reHos kaxayto NUP nposoavnn Tpm pasa,
Ha Tpex He3aBucuMblx obpasuax kAHK. Nocneno-
BATENbHOCTU MPanMepoB A1 aHanM3a 3Kcnpec-
cumn: FLC f: 5’-GCCAAGAAGACC-GAACTCATGTT-
GA-3’, r: 5’-CAACCGCCGATTTAAGGTGGCTA-3’;
VIN3 f: 5’-AGAAGCTGTGTTCTCAGGCAATGG-3’,
r: 5 -TCTTCGTCCTTCGACTTTCGACAAA-3’. AHa-
N3 OTHOCUTENBHOrO COoAepXaHus TPaHCKPUI-
TOB MPOBOAMJICA C NMOMOLLbIO MeToda 224¢t [Livak,
Schmittgen, 2001], ocHOBaHHOro Ha Hopmanm3aa-
UMM OAHHbIX MO 3KCMPECCUN OTHOCUTENbHO OBYX
pedepeHCHbIX reHoB. B kavyecTBe pedepeHCHbIX
MNCnonb30BaHbl reHbl 18sRNA n UBQ10. Mocne-
[0BaTeNbHOCTV NpariMepoB pedepeHCHbIX re-
HoB: 18sRNA f: 5’-TGCCCGTTGCTCTGA-TGA-3’,
r: 5-GGATGTGGTAGCCGTTTCT-3’; UBQ10 f:
5’-TCTTCTTTATCATCGCTTCG-3’, r: 5’-GCTCAA-
CACTTTCGCTACAT-3'. O cneumndpunyHocTtn dpar-
MEHTOB CYAMNN NO KPVBbLIM MIaBEHUS.

CTtatuctnyeckas o6paboTka gaHHbIX. OKC-
nepuMeHTasnbHble OaHHble obpabaTbiBann C WUC-
MnoNb30BaHNEM CTaTUCTUYecknx nporpamm Mic-
rosoft Excel n Statgraphics 2.1 (ANOVA). JocTo-
BEPHOCTb paznunynin copgepxaHmad MPHK reHos
FLC v VIN3 B nnCTbsIX pacTEHUI pa3HbIX NONyns-
UM 1 Mexay OTAesbHbIMU rpynnamMy pacTeHui
Nno OJMTENBbHOCTU SPOBM3aLMN OLEHMBANU C No-
MOLLbIO HEMAapaMeTpmn4ecKoro kputepus MaHHa —
YutHn (U-TecT).

MccnepoBaHust BbIMOMHEHbI HA Hay4HOM 060-
pyooBaHun LleHTpa KONNEKTUMBHOrO Monb30Ba-
Hus depepanbHOro UCCNenoBaTeNbCKOro LLeHTpa
«KapenbCkunii HayyHbIn LeHTp Poccuinckon akane-
MU HaYK>.

PesynbTaTtbl M 06CcyXaeHue

BnvsiHue gnntesnibHOCTU 9p0BU3aumm
Ha cokpalleHne BpeMeHv [0 Havana
LBETEHUS pacTeHUV B KapeJslbCKuX
nonynsaumsix A. thaliana

Kak nokazanu npegbiaylme Hawuv umccne-
[oBaHuS, Kapenbckme nonynaumm A. thaliana
npeacrtaBfieHbl B OCHOBHOM MO34HOUBETYLUN-

MU dopMamMun pacTeHUM, KOTOPbIM A5 LBETEHUS
TpebyeTcs NPOAOSIKUTENbHBIA MEepuos, HU3KUX
Temnepatyp. lNpn 3TOM yBENUYEHNE ONUTENBHO-
CTM XONI0O0BOro BO3OAENCTBUSA MPUBOAUT K CO-
KpaLLeHMIO 40NN NO34HO 3aLBETAIOLWNX PACTEHNI
1 peakums Ha SPOBM3aLMI0 PA3NNYHOM NPOA0IIKN-
TENbHOCTM Y PACTEHNIM OTAENbHbIX NOMNYASALNA HE-
oaviHakoBa [PenopeHko u ap., 2012; Kypbuoaesa
n ap., 2013]. PacTteHus A. thaliana nonynauui ce-
BEPHbIX LUMPOT, Kak NpaBuno, TpebyoT 04eHb 4Jn-
TenbHom apoBm3aunm [Kuittinen et al., 1997; Shin-
do et al., 2006]. Tak, o6pa3ubl, cobpaHHblie B Ce-
BepHou LlBeuun (Lov-1) Ha ceBepHOW rpaHuue
apeana apabupgoncuca (62,5° c. w.), HyxgatoTcs
B TPeX Mecsiuax apoBmM3aumn ansi yCKOPeHus Lge-
TeHus [Duncan et al., 2015]. Jlokyc FRI Hanbonee
4acTo OTBeYaeT 3a MNOTPeBHOCTb B SPOBM3ALUN
cpean no3fgHuX 3KOTMNOoB LieHTpansHoM EBponbl
n CkaHOMHABUN U 9BASETCS AOMUHAHTHBLIM Y HUX
[Clarke, Dean, 1994]. PaHee 6biy10 NOKa3aHO, 4TO
apdekT no3gHero useteHna FRI-nokyca nosHo-
CTbio anumuHunpyetca 40-OHEBHOW XON040BOMN
obpaboTtkon [Lee, Amasino, 1995]. OgHako ans
HEKOTOPbIX 9KOTMUMOB CEBEPHbIX LLUMPOT 3NUreHe-
Tuyeckoe 3amoJsikaHue akcnpeccum FLC, ¢ nomo-
LI HAKOMNEHUS TPUMETUIIMPOBAHHBIX MMCTOHOB
H3 K27me3 B FLC-xpomaTtuHe, noet 6onee men-
neHHo n 40-gHeBHast ApoBM3aUUS HEe MPUBOAUT
K cTabunbHol penpeccun FLC. Onsa HUX TpebyeT-
cs 6onee pnntensHas, oo 12 Hepenb, SpoBM3aLUS
[Coustham et al., 2012; Duncan et al., 2015].

B cBA3M C 9TM Mbl YBENNYUIU BPEMS SIPOBU3a-
LMW pacTeHNN KapesnbCKnx nonynaumin A. thaliana no
9 Hepenb (63 oHA) 1 apoBu3uposany 14-gHeBHbIE
NPOPOCTKN Ha CTaammn po3eTku (puc. 1, 2). HekoTto-
poe yCKOpPEHME Havana LBeTeHNs: pacTeHUI B Nomny-
naumax 6accenHa OHexckoro osepa npu 40-gHeBs-
HOWM spOBM3auUMN, MO CPaBHEHMIO C 63-OHEBHON,
no-BMAVMMOMY, CBAI3aHO C TeM, 4To Bonee KopoTkas
ApPOBM3aLMa NPOBOAMIACL HA HAMOYEHHbIX CeMe-
Hax. B aTom cnyyae Bpems pocTta pacteHuii 14 gHen
0O cTaguu po3eTku OTCYTCTBYET. PesynbTrarthbl Mno-
Kazanu, 4To 9-HedenbHas APOBMU3ALMS PaCTEHWUN
13 nonynaumii 6accenHa OHEXCKOro o3epa npuee-
na kK 6onee CMHXPOHHOMY 3aLBETaHMIO BCEX pacTe-
HWUI B KOPOTKME CPOokn — 30—-45 aHer No CpaBHEHMIO
¢ 40-pHeBHOM sipoBu3aumeni (puc. 1). B nonynauusax
OaccelHa Jlagoxckoro o3epa 0osee anutesnbHas
ApoBM3aLMa He npueena kK nogobHomy addekTy:
BPEMS Hayana LBETEHMS OCTaNIOCh MOYTU Ha Npex-
HEeM ypoBHe (puc. 2). BO3MOXHO, 3TO CBA3aHO
C Tem, 4yTo nonynsumm 6acceiHa J1agoxckoro o3e-
pa HaxogaTca npumepHo Ha 200 KM toXKHee nonyns-
umnii 6baccenHa OHeXCKOro o3epa, B 6osiee MArkom
Knumarte, v aposmndauus B TedeHue 40 gHer gocta-
TOYHaA OJ19 pacTeHUIA 3TOro pernoHa, 4tobbl nepe-
BeCTu reH FLC B penpeccmBHOE COCTOSHME.

@)



o H Konueszepo
Alposusauua 40 aHen

[lyickas
100 7 & LapeBman

30 - O Panxonbe

b. Kimnmvenkmii

Lona useTywmx pacreHuni, %

20-35 36-45 46-60 61-75

Aiposusauma 63 aHA

100

[ona useTywmx pacteHui, %
S
o
|

46-60 61-75

UYucno gHeit o0 Hayana uBeTeHUA

Puc. 1. BnnaHne oanTenbHOCTU 9pOBU3aLMN HA BPEMS Havana LBETEHUA pacTeEHNN
A. thaliana kapenbckux nonynsumin 6accenHa OHeXcKoro osepa.

40-pHeBHas SpoBM3auMst NMPOBOAMSIACL HA HAMOYEHHbBIX CEMEHax B yallkax [eTpu, n Havano
LLBETEHMS OTCYMTBIBAIOCb C MOMEHTA NEPEMELLEHNS MX B TEMJIO.

63-gHeBHas SpoBU3aLMs pacTeHN 30echb 1 06e ApoBM3aunn, NpeacTaB/ieHHbIe Ha pUC. 2, OCYy-
LLECTBASINCHL HAa CTaAMU PO3ETKU, MO3TOMY YMCNIO AHEN A0 Havyana LUBEeTEHUs CKNaabiBanochb
13 14 gHel pocTa pacTeHMIN A0 APOBU3ALMM U KONMYECTBA AHEN NOCE NX APOBU3aLnn

Fig. 1. Impact of the vernalization duration on the timing of flowering onset of A. thali-
ana plants of the Karelian populations of the Lake Onega basin.

The 40-day vernalization was carried out on wet seeds in Petri dishes, and the timing of flowering
onset was counted from the moment they were transferred to warmth.

The 63-day vernalization of plants here and both vernalization periods shown in Fig. 2, were car-
ried out at the rosette stage, so the number of days before the flowering onset was the sum
of 14 days of plant growth before vernalization and the number of days after their vernalization

U3y4yeHmne cTerneHu nokosi CBEXeCco3peBLUNX Kn. B Takom cnyyae co3pesLiMe ceMeHa OOJIKHbI
ceMsiH pacteHuii A. thaliana kapesibCcknx rnpopacTtartb OCEHbIO, NPU MPOXNagHON TemMnepa-
nonynsauni Type. YToObl BbISBUTb aganTaLUMOHHbIE BO3MOXHO-

CTM pacTeHuin, He0OBX04MMO HACKObKO BO3MOXHO
B npupogHbix ycnoBusix 03uMble GOpPMbl  AOCTOBEPHOE MOAENMPOBAHNE NPUPOLHbLIX YCIO-
A. thaliana nepexmnBaloT 3uMy Ha cTagum po3eT- Buil B n1abopaTopuu, B HaCTHOCTM 3TO OTHOCUTCS

@




fipoBusauyua 40 gHewn

B Banaam
[0 MapkarcumaHcaapu
INuenu-Caprocaapu

46-60 61-75

s 100 T ]
s

I 80

()

5

S 60

x

=

g 40

2

= 20 -

x

S o
S}

20-35 36-45
Alposusauma 63 gHA

® 100 -

EAN

S

3 80

8

2 60

x

=

g 40

e i

2 20

[

é:’[ 0

20-35 36-45

46-60 61-75

Yucno gHe 00 Hayana uBeTeHuUA

Puc. 2. BnuaHne ANNTENbHOCTU APOBM3aLUMMN Ha BpeMda Havyana uBeTeHunsa pacTte-
HU A. thaliana kapenbckux nonynsumin 6acceriHa Jlagoxckoro o3epa

Fig. 2. Impact of the vernalization duration on the timing of flowering onset
of A. thaliana plants of the Karelian populations of the Lake Ladoga basin

K BbIBOpY TeMnepaTypbl. a8 nonyvyeHms conocra-
BUMbIX PE3YNbTAaTOB C AAHHBbIMUW APYIMX UCCNeao-
Batenen [Chiang et al., 2009; Chen et al., 2014;
Chen, Penfield, 2018] npopactaHne cemsH oue-
HuBanu npu 22 °C (neTHsas Temnepartypa) n 10 °C
(cpepHecyTo4Hasa TemnepaTypa OCEeHbI). ATa Xe
TemMnepaTtypHasi cuTyaumsi COOTBETCTBYET Kiu-
MaTU4eCKnM HopMam Tex panoHoB Kapenuu, roe
HaxooaTCa uccnegyemMble nonynsaumm. ockonb-
Ky M3BECTHO, YTO TeMnepaTypHble YCNOBUSA CO-
3pEeBaHUS CEMSIH TakXe BAUSIIOT HA UX COCTOsIHME
nokosi [Chen et al., 2014; Chen, Penfield, 2018],
OLlEHMBaANIN BCXOXECTb CEMSIH OT MaTEPUHCKUX
pacTeHuii, BbIpalleHHbIX B nabopaTopun npwu
22 °C, 1 OT pacTeHui, BbIPOCLUMX B MPUPOLHOM
cpefe npu CPeaHEecyTOYHOW Temnepartype UIoHS
2019 r. B npuropoae [eTtpo3aBoacka ~ 15 °C.
M3yyeHre CTeneHn MoKos CBEXECO3PEBLUMX Ce-
MAH A. thaliana kapenbCkux Nonynaumin nokasa-

J10, 4TO Y PacTeHu, BbIPOCLUMX B TabopaTOpPHbIX
ycnoBusix (npu 22 °C), B 4YeTblpex MNonynsumsx
BCXOXECTb CEMSIH Bbicokasi kak npu 10, Tak 1 npw
22 °C (B cpepHeM okono 78 %) (tabn. 1), a B Tpex
NonynsunsaX MOKOW CEeMSH 3HAYUTESIbHO Bbllle
npu 22 °C (BcxoxecTb oT 0 0o 9,5 %) no cpasHe-
Huio ¢ 10 °C (BcxoxecTb B cpepgHeM 82,8 %). Tak
Xe BeneT cebs 1 paHouBeTywas nuHus Ler, nme-
towast cnabblii annenb fic (BCXOXECTb CEMSH Npw
10°C - 56 %, npu 22°C - 7 %). MNMpn aToM Kak
B MepBylo, Tak 1 BO BTOPYIO rpynny nonanu pacre-
HUS HE3ABUCUMO OT MPUHAAJIEXHOCTM UX Momny-
naumn k 6accenHy OHexckoro odepa unm 6onee
tokHoro Jlapoxckoro. B nonynaumm KoH4yezepo
BCXOXECTb CEeMsIH OKasanacb HU3Koih npu o060-
NX YC/IOBUSX MpOpaLLUMBaHns, HO HEMHOIO Bbllle
npu 10 °C. Y pacTeHuin, BbIPOCLUMX B NPUPOOHOWN
cpepe, NoKoW cemMsiH Bbilwe npu 22 °C (BCXOXeCTb
ot 1,5 no 10,5 %) no cpaBHeHuto ¢ 10 °C (Bcxo-
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Tabnmuya 1. MNpopacTaHne CBEXeCco3peBLUMX CeMsiH A. thaliana n3 kapenbCkux nonynsaumin (B %) nNpu pasfinyHbIX

yCnoBuax BblpalmnBaHna

Table 1. Germination of freshly ripe seeds of A. thaliana from Karelian populations (in %) under different growing

conditions

Monynauns
Population

10°C

22°C

MaTtepuHckue pacTeHms BoipalleHbl B nabopatopumn / Maternal plants grown in the laboratory (22 °C)

LLlyrckas / Shuiskaya 84,5 70,0
MapkaTtcumaHcaapwu / Markatsimansaari 97,5 67,5

Papnkonbe / Radcolier 72,5} Cp.=78,3 91,5} Cp.=77,5
B. Knumeuxuii / B. Klimetsky 58,5 81,0

LlapeBunun / Tsarevichi 76,5 1,5

Banaawm / Valaam 95,0} Cp.=82,8 0}Cp.=3,7
MueHn-CapTtocaapwu / Pieni-Sartosaari 77,0 9,5

KoHuesepo / Konchezero 10,0 0,5

Ler 56,0 7,0

MaTepuHckue pacteHusi pocnv B npupoaHoi cpene / Maternal plants grew in natural environment (~ 15 °C)

LLlyinckas / Shuiskaya 54,5 1,5
Kocanma / Kosalma 37,5 10,5
CpepnHee / Srednee 46,0 6,0

lMpumedarve. B nonesbix ycnosuax B 2019 r. yaanocb cobpaTb ceMeHa pacTeHNUin TONbKO U3 ABYX MONYALNIA.
Note. In 2019, it was possible to collect plant seeds only from two populations in the field conditions.

XecCTb B cpeaHem 46,0 %) (tadbn. 1). IHTepecHo,
yTo NO gaHHbIM Chiang ¢ coast. [2009], koraa
pacteHus nuHun Ler pocnn npu 15 °C, cooTteeT-
CTBYIOLLMX peasibHblM KIIMMaTUY4EeCKUM YCNOBUSM
BECHbl UM OCEHU, X CBEXECO3PEBLUME CEMEHA
[EMOHCTPMPOBaM BbICOKYD CTEMeHb MOKOS Kak
npu 22, Tak 1 npu 10 °C. Pe3ynbTaTthl nccnegoBa-
HWS MO3BONAIOT NPEANONOXMUTb, YTO, NO-BUONMO-
MY, PacTeHUsi, BbIPOCLUME B NMPOXIaAHbIX YCIOBU-
SIX CeBepHoOro neta, GopmMmpytloT 6onee CUJbHbIN
nokoi cemsiH npu 22 °C no cpasHeHuto ¢ 10 °C,
M 3TO cnocobCTBYeT WX MpopacTaHuio oce-
HblO, @ HE JIETOM, 1 LIBETEHUIO MOC/e OKOHYaHUS
ApPOBU3aLLN.

AHanun3 TPaHCKPUNLUMOHHON aKTUBHOCTU FE€HOB
FLC n VIN3

AHanuns akcnpeccuun reHoB FLC n VIN3, KOHT-
POANPYIOLLNX FTEHETUHECKNIA MEXaHN3M nepexona
K LBETEHMIO 1 GOPMUPOBAHNS Nepuoaa Nokos ce-
MSAH B KapenbCKux nonynsauusax A. thaliana, noka-
3as, YTo pe3ynabTaTbl, NOMYYEHHbIE B HACTOSLLEM
NCCNnenoBaHMM Ha SPOBU3MPOBAHHBIX PO3eTKax
pacTeHuin, oKkasanucb COrnacyLMMNCA C JaHHbI-
MW, MOJIYYEHHBIMU HAMW paHee, Npu SspoBU3aLLUn
HamMouyeHHbIX cemsH [DPepopeHko n ap., 2019].
To ecTb B 060MX Clly4asix kapesnbckue nonynsumm
nposiBuan cesoeobpasne (puc. 3). B yactHocTy,
nokasaH HU3KWN YPOBEHb akcnpeccun FLC y He-
SAPOBU3MPOBAHHbBIX PACTEHUIA, 4YTO OTAMYaeTCs
OT OaHHbIX Opyrnx uccneposarenen [Saleh et al.,

2008; Sheldon et al., 2008; Chiang et al., 2009;
Heo, Sung, 2011]. MNpegnonaraeTcs, 4To 3TO MO-
XeT OblTb CBA3AHO C YPE3MEPHOI aKTUBHOCTbIO
reHOB-PErynaTtopoB aBTOHOMHOIO MyTu, OKa3bl-
BalOLLMX Cyrnpeccupyrowmin aphekT Ha IKCrpec-
cuio FLC - FCA, FY, PCFS4; REF6; FLD, FVE [Aus-
in et al., 2004]. danee, kak BUOHO Ha Anarpamme
(puc. 3), noet ycuneHme TPaHCKPUMNLUMOHHOW ak-
TUBHOCTW reHa Ha 10-1i geHb spoBu3aunmn B Mo-
nynauumn KoHyesepo, Ha 20-1 geHb B Nonynsunm
Llapesunun n Ha 30-11 aeHb B nonynsauum LLyinckas,
C nocnenywmm CHmKeHnem ee K 40-my OH0 spo-
BM3aUMnN. TakoOnM HEOXMAOAHHbIA MNOObEM MOXET
OOBACHATLCA FEeHeTUYEeCKUMU OCOOEHHOCTAMM
NO34HOUBETYLLUMX pacTeHuin A. thaliana kapenb-
CKMX MNOMyAsuni, a CHWXeHue akcnpeccun FLC
K 40-my OHIO pOBU3aLMK COrnacyeTcs ¢ pesyrib-
TatamMmu gpyrux umccneposatenen [Saleh et al.,
2008; Sheldon et al., 2008; Heo, Sung, 2011].
TpaHCKPUNUMOHHBIN  ypoBeHb VING, Huskuin
Y HEespOBU3NPOBAHHbLIX PACTEHWN, noKas3an MukK
akcnpeccun Ha 10-n n 20-i geHb ApoBmM3auumn
B nonynauuax Lapesuyun u LLlyinckas cOOTBETCT-
BEHHO, 4TO OT/IMYAEeTCHA OT Pe3y/bTaTOB OPYrnx
nccnepgosartenen [Sung, Amasino, 2004; Jiang
et al., 2008; Heo, Sung, 2011], n Ha 40-n goeHb
B nonynaunmn KoH4ye3epo, cornacHo [AOaHHbIM
nutepatypbl. Cnenyetr OTMETUTb, OAHAKO, 4YTO
X0Ts ypoBeHb akcnpeccun FLC n VIN3 y Hesapo-
BU3MPOBAHHbIX PACTEHUI KapenbCKUX nonyns-
UM HU3KNIA, TEM HE MEeHee MokasaHbl pasnuyus
No TPAHCKPUMLUMOHHOW aKTUBHOCTM 3TUX JIOKYCOB
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Puc. 3. OTHOCUTENBLHBIN YPOBEHb aKcnpeccun reHoB FLC n VIN3 y pactenuin A. thaliana kapenb-
CKMX MONYNSiLMIA Ha pa3HblX CTaANSX SPOBU3aLNN.

Mo ocn X — NpoAoMKMTENBHOCTL ApoBU3aumn: nv — 6e3 aposusaumn; 10, 20 ... 62 — AIUTENBHOCTb APOBU-
3aumm B cyTkax. Mo ocnY — ypoBeHb TPaHCKPUMTOB FrEHOB B OTHOCUTESIbHBIX eANHMLLAaX. 3HAa4YMMOCTb Pasnn-
YN HESIPOBM3NPOBAHHbIX PACTEHUI (NV) C APOBU3MpPOBaHHbIMUK: * p < 0,05; ** p < 0,01, *** p < 0,001

Fig. 3. Relative level of expression of genes FLC and VIN3 in A. thaliana plants of Karelian popu-

lations at different stages of vernalization.

X-axis — duration of vernalization: nv — without vernalization; 10, 20... 62 — duration of vernalization, days.
Y-axis — level of gene transcripts, relative units. Significance of differences between non-vernalized plants
(nv) and vernalized plants: * p < 0,05; ** p < 0,01, *** p < 0,001

Mexay pacteHnsamu nonynsauum Llapesuyn mn pa-
cTteHnamu gpyrux nonynaumin (KoHvesepo, LUyi-
ckas) n Ler (tabn. 2). Bo3MOXHO, 3TO CBSI3aHO
C TeMm, 4TO nonynsauma Llapesuyn npencrasneHa
KaK NMO3OHEUBETYLUMMU PACTEHUSIMU, TaK U pPaH-
HeuBeTywummn, a nonynaunm KoHyezepo n Llyi-
CKasi — TONbKO MO3OHELBETYLUMMU PACTEHUSMMU.
Taknm 06pa3omM, 0COBEHHOCTU 3KCMPECCUN FEHOB
FLC v VIN3 B ceBepHbIX NPUPOAHbIX NONYASLMSIX,
BbISIBJIEHHbIE HAMUW paHee Nnpu SpoBU3aL M HaAaMO-
YEHHbIX CEMSH, COXPaHSIOTCHA NP1 MOAENMPOBAHNN
YC/IOBUIA SKCNEpUMEHTa, B6N3KMX K NPUPOLHBLIM,
npwn 9posmdauumn pacteHnin A. thaliana Ha ctagum
PO3ETKU.

3aknio4yeHue

B pesynbTate npoBeAeHHOro uccrenoBaHus
nokasaHo, 4to y A. thaliana kapenbCkmx nonyns-
LM, PaCMOJIOXEHHbLIX HA CEBepHON nepudepunn
apeana Buga, OoHUM 13 MeXaHM3MOB ajanTtauumn
pacTeHU K XONI0OAHOMY KIMMaTy sBnseTcs agan-
TMBHas NJIeNoTPONus, BbipaxatoLascsa B 0COOeH-
HOCTSX akcnpeccum reHoB FLC n VIN3, KoHTponu-
pYIOLLMX NMOTPEOHOCTb B APOBU3ALMN PaA3SINYHON
NPOLOIKUTENIBHOCTU, CPOKM NpOpacTaHna CeMsH
1 BpeMs uBeTeHud pacteHuin. B yacTHocTun, ycTa-
HOBJIEH HU3KNI YypoBeHb TpaHckpuntos MPHK
FLC y HeApOBM3VPOBAHHbLIX PACTEHUI HA cTaguun
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Tabnyuya 2. JOCTOBEPHOCTL Pasnnymin ypoBHs akcnpeccun FLC n VIN3 y HesspoBM3MPOBaHHbIX PaCcTEHUI Kapesb-

ckmx nonynaunn A. thaliana

Table 2. Significance of differences in the expression level of FLC and VIN3 in non-vernalized plants among the popu-

lations of A. thaliana in Karelia

FLC Ler KoHueszepo Llapesuun LLyrickas
VIN3 Konchezero Tsarevichi Shuiskaya
Ler - HA - A
KoH4esepo H _ *o *
Konchezero A
Llapesunun x - _
Tsarevichi HA
LLlyickas " " e B
Shuiskaya A A

lMpumedaHmne. 3HAYNMOCTb PasNYnNii: HA — HeAO0CTOoBepHO; * p < 0,05; ** p < 0,01, *** p < 0,001.
Note. Significance of differences: Ha — unreliable; * p < 0,05; ** p < 0,01, *** p < 0,001.

pPO3eTkM C MNOCNeayloLMM YCUIEHNEM 3KCMpec-
cum Ha 10-30-n geHb apoBM3auMn, 4TO OTIMYA-
€TCs OT OaHHbIX Opyrux mccneposartenen [Saleh
et al., 2008; Sheldon et al., 2008; Chiang et al.,
2009; Heo, Sung, 2011]. MNepBoHa4YanbHO HU3KWUI
ypoBeHb TpaHckpuntoB MPHK VIN3 y pacteHui
HEOXWAaHHO MOBLILLIAETCS B NpOLEecce SpoBu3a-
umn Ha 20-n geHb B agyx nonynsumsax (Lapesuyn
n LUyinckas) B oTiMume OT AaHHbIX UTepaTtypsbl
[Sung, Amasino, 2004; Jiang et al., 2008; Heo,
Sung, 2011]. CeBepHble NpupoOaHbIE NOMYASALUN
A. thaliana npencrtassieHbl B OCHOBHOM MO34HELL-
BeTywmMm popmamMmm pacteHuii. OgHako, Kak no-
Ka3anu nccnenoBaHus, A8 MacCoOBOro nepexona
K LBETEHWUIO pacTeHU U3 NONynsaunii ceBepHoM
nepudepun apeana smuaa B 6acceliHe OHEXCKOro
o3epa Tpebyetca O6onee gnutenbHasa (9-Hepenb-
Has) 9poBM3aLUVS MO CPABHEHUIO C PACTEHUSIMU
13 6onee MArkoro kavMmarta oCTPOBOB J1a0XCKO-
ro osepa (6 Hegenb HU3KKX Temnepatyp). N3yye-
HUE CTEMNEHU MOKOS CEMSIH, BIUSIOLLErO Ha CPOKU
MX MpopacTaHus, nokasano, YTo B YC/OBUSX XO-
NlogHoro knMmata ceMeHa A. thaliana nmetot 60-
Jlee CUNbHbIN NMOKOW MNPU BbICOKOW JIETHEN TeMmre-
patype (22 °C) no cpaBHEHUIO C NPOX/1adHON TeEM-
nepatypoii oceHn (10 °C). 310 obecneunBaeT nx
npopacTtaHne OCEHbIO U LIBETEHME BECHOW, NOcne
OKOHYaHMWS ApOBU3aLMUN.

Taknm 006pa3oM, BbISIBIEHHbIE OCOOEHHOCTU
akcnpeccun reHoB FLC wn VIN3 A. thaliana xa-
penbckux nonynsumin, no-evammomy, obecnedn-
BalOT Takme QGEHONOrMYECKNEe XapakTepuCTUKU
pacTeHun, KOTopble AEeNnaT BO3SMOXHbIM BbIXU-
BaHMe BCXOLOB W MakKCUMasbHbIA PEenpoaoyKTUB-
HbIM yCcrex, 4To pakTU4ecku ABNdeTcs NpMMepom
afanTUBHOW MNJENoTPONnuUM, CrnocoOCTBYIOLLEN
MECTHOW afanTaunv B YCIOBUSX XOOOHOMO Kiun-
mMara. [onyyeHHble pedynbTaTbl YACTUYHO OT/MYa-
IOTCS OT AaHHbIX APYrmx unccnegosatenen [Shel-
don et al., 2008; Chiang et al., 2009; Heo, Sung,
2011] 1 moryT 6bITb CBSI3aHbl C FEHETUYECKMMU

0COOEHHOCTAMW  MO3OHOLBETYLUMX  pacTeHui
A. thaliana xapenbCkmnx NONyNALNA.

duHaHcoBoe obecrieyeHne uccaeno0BaHui
OCYLLEeCTBJISZIOCL U3 CPEeACTB ¢enepasibHoro
6roaxeTa Ha BbIMOJIHEHWE rocyAapCTBEeHHOro 3a-
nanvsa KapHL] PAH (0218-2019-0077).
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BJINAHUE METUJIDKACMOHATA HA NMPOLECC
X0J1040BOW AOANTALMUU MNLWEHULbI

E. C. Xononuesa, A. A. UrHaTeHKo,|B. B. TanaHoBal, A. ®. Tutos

UHcTuTyT 6uonorum KapHL, PAH, ®UL| «Kapenbckuii Hay4HbI LeHTp PAH»,
lNeTpos3aBosck, Poccusi

Mccneposanu BavsgHne metumxkacmoHata (MXX) Ha MOpPO30yCTOM4MBOCTb, DOTOCUH-
TETUYECKYIO U OblXaTeslbHYyl0 aKTUBHOCTb, BOAHbI 0OMeH pacTeHuii nweHuubl (Triticum
aestivum L.) nooBeprHyTbiX OENCTBUIO HU3KOW 3akanupatollen Temnepatypbl (4 °C).
YCTaHOBNEHO, YTO B YCNOBUSIX 3aKkanueaHus nop BnvsHuem MXK Habniopaetcs 60nb-
LKA NPUPOCT MOPO30YCTOMYMBOCTN PacTEHUI, YeM Be3 HEro, yCUIMBaETCS Hakore-
Hne cyxoi Buomacchl noberoB 1 kopHei. Kpome Toro, npenobpabdoTka npopoctkoB MXK
cnocobcTBOBana nogaepxaHuto 60nee BbICOKON MHTEHCUBHOCTU HETTO-(POTOCUHTE3A
N TPaHCMMpaLmm, a Takxke yBenn4ymBana yCTbUYHYI0 MPOBOAMMOCTb B NepMof, 3akanmea-
Hus. B npucytctBun M>XX 0TMEYEHO NOBbILLEHNE NHTEHCUBHOCTU TEMHOBOIO [bIXaHUS,
4YTO NPUBOLWIIO K POCTY BENMNYMHBLI COOTHOLUEHUS ObIXaHUSt U UICTUHHOTO POTOCUHTE3A
(Rd/Pg). Ha ocHOBaHMK1 NOAy4EHHbIX PE3YNbTAaTOB CAENaH BbIBOA, O MONOXNTENbHOM BAIN-
AH1M MK Ha NpoLLecc X0I00BOM aganTaumm pacTeHni NeHnupl, KOTopoe obycnosne-
HO ero perynmpyroLmumM BO34eNCTBMEM HA OCHOBHbIE GU3NONOrMYeCcKMe NPOLLECCHI.

Kniwouyesble cnoBa: Triticum aestivum L.; MeETUIXACMOHAT; MOPO30YCTOMYMBOCTD;
dOTOCUHTES; YCTbMYHAsA MPOBOAMMOCTb; TPAHCMMPaUus; POCT.

E. S. Kholoptseva, A. A. Ignatenko, |V. V. Talanoval, A. F. Titov. METHYL
JASMONATE EFFECT ON THE PROCESS OF COLD ADAPTATION IN WHEAT

The effect of methyl jasmonate (MeJA) on frost resistance, photosynthetic and respirato-
ry activity, and water metabolism in wheat plants (Triticum aestivum L.) exposed to a low
hardening temperature (4 °C) was studied. It was found that under hardening conditions,
treatment with MeJA led to a greater increase in the plants’ frost resistance than without
it, and also augmented dry shoot and root biomass gain. In addition, pretreatment with
MeJA helped the seedlings maintain a higher rate of net photosynthesis and transpira-
tion, and increased stomatal conductance during the hardening period. Also, the rate
of dark respiration was observed to rise in the presence of MeJA, leading an increase
in the ratio of respiration to gross photosynthesis (Rd/Pg). Based on the obtained results,
it was concluded that MeJA had a positive effect on the cold adaptation of wheat plants,
which is due to its regulatory effect on the main physiological processes.

Keywords: Triticum aestivum L.; methyl jasmonate; frost resistance; photosynthesis;
stomatal conductance; transpiration; growth.
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BBepeHune

>KacmoHoBsyto kncnoty (KAK) n ee npomnssoa-
Hble, B TOM 4uncne mMetnnosbii apup XKAK (MX),
OTHOCAT K PU3NONOrM4eCKN aKTUBHbIM COeam-
HEHUsIM, KOTOpble OBHapYXXeHbl MPakTU4eCcku BO
BCEX OpraHax pacTeHWN N y4aCTBYIOT B MPOLLECCaX
nx pocTta n passutusa [Kazan, 2015; Ahmad et al.,
2016; Huang et al., 2017]. Hapsgy ¢ 9T1M XacMmo-
HaTbl ABASIIOTCH OOAHUM U3 3BEHLEB 3ALLNTHONM CU-
CTEMbI pacTeHuin, obecneymBatoLen noaaepxa-
HUE WX XU3HEeOEesATeNbHOCTM B HEBNaronpuaTHbIX
ycnosusix. Hanpumep, XopoLo U3BECTHO, HYTO OHM
NrpatoT KJIIOYEBYIO POJIb B MOBLILLEHNN YCTONYMNBO-
CTU pacTEHUI K NaTOreHam 1 BpeanTeNsMm, Bbi3bl-
BAKOLLVM MEXaHNYECKME MOBPEXOEHUS NX TKaHen
[BactokoBa n gp., 2009; Ahmad et al., 2016]. No-
KazaHo Takxe, 4To ak3oreHHas XAK vunu ee npo-
M3BOAHbIE CMNOCOOHbLI MOBbIWATE YCTONYMBOCTb
pacTeHUin He TOJIbKO K OBMOTUYECKNM, HO U K aburo-
Tnyeckmm  ctpecc-daktopam [Kazan, 2015;
Shahzad et al., 2015; Huang et al., 2017]. B yacT-
HOCTU, UMEKTCS AaHHbIE O MO3SUTVUBHOM BAUAHUN
9K30rEeHHbIX XXaCMOHATOB HAa YCTOMYMBOCTb pacTe-
HUI K natoreny Phytophtora infestans [MakcnumoB
n gp., 2011], coneBomy ctpeccy [Edumosa n ap.,
2019], 3acyxe [Ma et al., 2014], UV-B obny4eHunio
[Quan et al., 2018] n Taxeneim meTannam [Sharma
et al., 2013]. MNMpwn 3TOM YCTAHOBMNEHO, YTO 3ALLUNT-
Hoe [eliCTBME 9TUX BELLECTB CBA3aHO CO cTabu-
nunsaumern OCHOBHbIX PU3NONIOTMYECKUX MPOLLEC-
COB, BKJIlOHas pOCT, GOTOCUHTESZ, AbIXxaHne, BOA-
HbIn OOMEH 1 ap.

Y10 KacaeTcsa y4aCcTus XaCMOHATOB B peak-
UMM pacTeHUn Ha OENCTBUE HU3KUX Temrnepartyp,
TO TaKnX AaHHbIX B INTEPATYPE OTHOCUTENBHO He-
MHOro. NokaszaHo, B 4HaCTHOCTW, 4YTO MOJ, BAUSHU-
em XKAK n ee npom3BOOHbIX CHUXAETCS HeraTuB-
Hblh 3OEKT XONOA40BOIr0 CTpecca Ha pacTeHus
apabugoncuca [Hu et al., 2013], ropoxa [Shahzad
et al., 2015], kykypy3bl [Battal et al., 2008], orypua
[Lietal., 2012] n nepua [Moradmand et al., 2015],
onarogaps 1Ux y4acTuio B NogaepXXaHnnm OCHOBHbIX
dnanonornyecknx npoLLeccoB, rOPMOHAIbHOIO
GanaHca, COXpaHeHUW HaTUBHOW YNbTPacCTPYKTY-
pbl KNETOK, akTuBmM3auum paboTbl aHTUOKCUOAHT-
HOM cucTtemsbl 1 ap. Npn 3TOM CTOUT NOAYEPKHYTb,
YTO MOJIOXKUTESNbHAA POJib XXAaCMOHATOB B XON040-
YCTOM4YMBOCTM PaCTEHUN MPOAEMOHCTPUPOBaHa
rnaBHbiIM obOpa3om Ha nnogax [Aghdam, Bod-
bodak, 2013]. Torga kak ux y4yactune B npoLec-
Ce HM3KOTeMMnepaTtypHoOW afanTaumn MHTAKTHbIX
pacTeHnin NpakTnieckn He n3yyeHo. bonee Toro,
eavHn4Hbl cBepeHusa o perynaumn XAK un ee
MPON3BOOHBIMU  BaXKHENLUNX DU3NONOTrNYECKMX
npoueccos — (GOTOCUHTE3a, OblXxaHUs N POCTa,
UrparLLmMx KIoYeBYlD posib B NpUcnocobieHnn

pacTeHuin K HebnaronpusTHbIM TemMnepaTypHbIM
ycnosusam [Moradmand et al., 2015; Shahzad
etal., 2015].

YunTbiBasg BbILLECKA3aHHOE, LENbl0 AAHHOro
ncenenoBaHna ABmIOCb M3ydeHue CrMocoOHOCTU
ak3oreHHoro MMXX cospgaBatb 4epes peryasauuio
OCHOBHbIX ®U3NONOrMYecknx npoueccoB 6osee
GnaronpusaiTHbIe YCNOBUSA AJ1S X0J1040BOM aganTa-
LM PaCTEHUI NMEHMNLbI.

MaTtepuanbl u meToAbI

OnbiTbl NpoOBOAMAM C MNPOPOCTKAMU O3UMOM
nwenunubl (Triticum aestivum L.) copta MockoBs-
ckaa 39, BblpalleHHbIMU B PYyJOHaxX GUAbTPO-
BaslbHOM Oymary Ha MoaudUUMPOBAHHOM NUTa-
TenbHoM pactBope KHona ¢ pobaBneHnem MuK-
pPO3neMeHTOB npu HakTOPOCTATHbBIX YCNOBUSAX:
TemnepaType Bo3gyxa 22 °C, ero OTHOCUTESb-
Hol BnaxHocTn 60-70 %, oceuwieHHoCcTN DAP
180 mMkmonb/(M? c) n poTtonepmone 14 4. Mo po-
CTUXEHUN HeOenbHOro BO3pacta NpPOPOCTKM
OMbITHOrO BapumaHTa nomMewiann Ha pactsop MX
(1 MkM) v BbloEPXMBANM HA HEM B TedyeHue 1 cyT
npu 22 °C. 3ateM pacTeHus nomewann Ha 7 cyT
B X0N1040BYyto kamepy (4 °C) Ha nuTaTenbHbI pac-
TBOp ¢ MX mnn 6e3 Hero. KOHTPOSbHbIMU CYM-
Tann pacTeHns HeJenbHOro BO3pacTa, KOTopble
He noaBeprannucb obpabdbotke MXX n Haxoomnuch
B TeyeHue Bcero akcnepumeHTta npu 22 °C. Bbli-
60p KoHueHTpauun MX (1 MkM) ocHoBaH Ha pe-
3ynbTatax npeaBapuTeNlbHbIX  3KCNEPUMEHTOB
[Uruatenko, 2019].

O MOpPO30yCTOMYMBOCTU MPOPOCTKOB CYAMUIN
no temneparype (JIT_, °C), Bbi3biBatoLen rudesb
50 % nanuncagHbIX KNEeToK NapeHXrMbl NCTOBbIX
BbICEYEK MOCNE UX TECTUPYIOLLEro 5-MUHYTHOro
NPOMOPaXMBaHNSA B TEPMOINEKTPUYECKOM MU-
kpoxonoaumnbHuke TXP-02/-20 («MHTepm», Poc-
cusl) Npu NocnenoBaTefslbHOM CHUKEHUN Temne-
patypbl ¢ nHTepeanom 0,4 °C [BanarypoBa u ap.,
1982]. >)Kn3HecnocoBHOCTb KJIETOK MOC/e NpoMo-
paXmnBaHUs ONpenensnn ¢ rnoMOLLbIO CBETOBOro
Mukpockona (JIOMO, Poccus) no pectpykumm
XJI0POMNAACTOB U KOArynsauum LMToniasmel.

HakonneHune cblpot 1 cyxol 6uomacchl Npo-
POCTKOB aHanM3npoBasn B COOTBETCTBUN C 06-
WEeNPUHATON MeToamkon [PoroxuH, PoroxmHa,
2013].

Mokazatenun CO,- 1 BOOHOro 06MeHa aHannsu-
pOBanu C MOMOLLIO NOPTATUBHOM CUCTEMbI OIS
nccnenosaHms CO,-razoobmeHa 1 BOASAHbIX Ma-
poB HCM-1000 (Walz, N'epmaHus), coeanHEHHOM
C JINCTOBOW KaMepomn Npuv KOHTPOJIMPYEMbIX YCI10-
BUSIX OCBELLLEHHOCTUN, TEMMEPATYPLI N BAAXHOCTU
Bo3ayxa. MIamepeHns MHTEHCUBHOCTU HeTTO-dOo-
TOCUHTES3a, YCTbUYHOWM NPOBOAVIMOCTU U TPAHCNU-
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paumn nNpoBOAMAN HA CBETY. TEMHOBOE ObIXxaHue
nMcTbeB onpenensanm no ckopoctn CO,-ra3oo6-
MeHa nocne 30-MMWHYTHOrO BblOEpXMBaHUSA pa-
CTeHUI B TeMHOTe. PaccuuTbiBaiv OTHOLLEHUE
TEMHOBOIO [AbIXaHUs K WUCTUHHOMY OTOCUHTE-
3y (Rd/Pg). BennynHa nCTUHHOro ¢OTOCUHTE3a
onpenensnacb Kak CymMma MHTEHCUBHOCTU BUAM-
Moro ¢otocuHTesza (Pn) U TEMHOBOIro AbixaHud
(Rd) [PaxmaHkynosa, 2002].

Buonormnyeckasd NOBTOPHOCTb B Npeaesnax Kax-
[Oro BapuaHTa onbiTa cocTaBnsna ANd pasHbiX
nokasartenen ot 5 oo 10 pacteHuii. Becb onbIT no-
BTOpsinn Tpwxapl. CTaTUCTMYECKYID 3HA4YMMOCTb
pasnuunin Mexay CpefHUMM OLeHMBaNM Ha OCHO-
BaHuU t-kpuTepusa CTelogeHTa. B ctatbe 06cyxaa-
I0TCS BENNYUHbBI, CTAaTUCTMYECKU pasdnmyaioLmecs
npu p < 0,05.

MccnepoBaHust BbIMOSHEHbI HA HAay4HOM 060-
pyaooBaHun LleHTpa KONNeKTMBHOrO nosib30BaHMUs
depnepanbHOro nccnenoBaTeNbCckoro LeHTpa «Ka-
pPEeNbCKMIM Hay4dHbIM LeHTp Poccuinckonm akagemmm
HayK».

Pe3ynbTaTtbl

AHanM3 Mopo30yCTONYMBOCTU PaCTEHUIM nwie-
HULbI NOKa3ars, YTO NoA4 BAMSHUEM TemMnepaTypsbl
4 °C oHa NMOCTEeneHHOo yBenuyMBanacb M K KOHLY
onbiTa (7 CyT) npesblllana UCXOOHbIN YPOBEHb
npumepHo B 1,5 pasa (puc. 1). HYT1o kacaeTtca npo-
pocTKoB, 06paboTaHHbIx MK, nx Mopo3oycTonym-
BOCTb MOBbILIANACh €lle 00 Ha4vana HU3KoTemne-
paTypHoro Bo3agericteus (npu 22 °C), a B ycnosu-
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ax nencreua Temnepatypbl 4 °C oHa 6bina BbiLe,
YyeMm B BapuaHTe 3akanmBaHus 6e3 MX (puc. 1).

HakonneHwe ceipoli (Tabn. 1) n cyxoii (Tabn. 2)
Bromacchl No6eroB 1 KOPHeN pacTeHUi NMeHnLbI
npwv gencTenm tTemnepatypbl 4 °C nepBoHavaibHO
TOPMO3UOCb, HO B AdanbHenwem (3-7 CyT) BO3-
obHoBnsanock. Mop BAnsHnem MXK HakonneHue
cblpoil Guomacchbl NOBGEroB M KOPHEN MeHULbI
B YC/IOBMSIX XOJIOAOBOr0 3akanMBaHWUs ycunmea-
nocb (Tabn. 1). B yacTHOCTW, Ha 7-e CyTKKW onbiTa
cbipasi Bruomacca KopHei y HeobpaboTaHHbIX NPO-
POCTKOB OTHOCUTESIbBHO UCXOQHOr0 YPOBHS MOBbI-
wanacb Ha 15 %, Torga kak B BapuaHte ¢ MXK —
Ha 24 % (Tabn. 1).

BmecTte ¢ TeM y npopocTkoB, 0OpaboTaHHbIX
MX, B ycnoBusx gencteus Temnepatypbl 4 °C
HECKOJIbKO YBENIMYMBAIOCb HAKOMJIEHNE CYXOW
6romacchl NoberoB 1 KopHen (Tabn. 2). Tak, Ha-
npumep, Ha 7-e CyTku onbiTa cyxas Guomacca
no6eroB 1 KOpHeN y HeobpaboTaHHbLIX PaCTEHWUI
OTHOCUTENBHO WCXOAHOr0 YPOBHS YBENNYMNACh
Ha 42 n 29 % COOTBETCTBEHHO, a B MPUCYTCTBUU
MX — Ha 47 % n y nobGeros, 1y KOPHEN MNLIEHULIbI
(Tabn. 2).

OueHka MHTEHCUMBHOCTU (GOTOCUHTE3a MoKa-
3as1a, 4TO yXXe 4yepe3 1 cyTkm OT Havyana gencrTeus
TemnepaTtypbl 4 °C NpoMcxoanT ee 3Ha4YNTENIbHOE
(NnpMepHO B 2 pas3a OTHOCUTENIbHO KOHTPOSS)
cHmxeHune (puc. 2). lMNpuyem ymeHblueHne OaH-
HOro rnokasaTefis OTMe4YeHo B 000MX BapuaHTax
(c MX n 6e3 MX). C yeennyeHnem npoaosxm-
TENbHOCTM HU3KOTEMMEPATYPHOrO BO3OENCTBUSA
MHTEHCMBHOCTb HETTO-(POTOCUHTE3a Y Heobpabo-

-
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DKCNO3HIHA, CYT

Puc. 1. YCTONYMBOCTb KJIETOK INCTA MLUEHULbI K MPOMOPaXMBAHUIO NpU
nencteumn MX (1 MkM) n Temnepatypsl 4 °C.

3pecb nHa puc. 2-4: 1 -22°C, 2 -22°C+MX, 3-4°C, 4 - 4 °C+MX
Fig. 1. Tolerance of wheat leaf cells to freezing under the action of MeJA

(1 uM) and a temperature of 4°C.

Here and in Fig. 2-4: 1 - 22 °C, 2 - 22 °C+MeJA, 3-4°C, 4 - 4 °C+MeJA
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Tabnuyuya 1. Coipas 6uomacca noberos 1 KOpHen nwenubsl npy geincteun MX (1 MkM) n Temnepatypsbl 4 °C
Table 1. The fresh biomass of wheat shoots and roots under the action of MeJA (1 uM) and a temperature of 4 °C

Cblpasi 6uomacca noberos, Mr Cblipas 6uomacca KopHei, Mr
3"%‘:(%%'/&:";‘6 cyT Fresh biomass of shoots, mg Fresh biomass of roots, mg
’ o+ oC+
days acc R 4cc 4oCaMeJA
0 140,6 + 3,3 149,6 + 2,5* 51,720 52,7+1,5
1 144,9 + 3,2 152,9+4.,4 53,8+2,0 55,7+2,7
2 145,9 £ 3,0 161,9 £ 4,8* 55,3+2,0 58,1+4,4
3 152,0+ 3,0 164,3 = 4,9* 57,9+2,0 60,2+2,5
7 164,4 = 3,6 176,9+5,3 59,5+1,9 65,5+ 1,8*

lMpyumeyaHme. 3aeck 1 B Tabn. 2: * — oTanuns mexay BapmuaHTamm 4 °C n 4 °C+MX ctatuctnieckn aHadmmebl npu p < 0,05.
Note. Here and in Tab. 2: * — differences between options 4 °C and 4 °C+MJ are statistically significant at p < 0,05.

Tabnuua 2. Cyxast Guomacca noberoB 1 KopHe nweHuupsl npu genctamnm MX (1 mkM) n Temnepatypsbl 4 °C
Table 2. The dry biomass of wheat shoots and roots under the action of MeJA (1 uM) and a temperature of 4 °C

Cyxas 6Guomacca noberos, Mr Cyxasa 6uomacca KOpHsi, Mr
Skenosnums, cyT Dry biomass of shoots, mg Dry biomass of roots, mg
Exposition, 4 °C+MX 4 °C+MX
days o o
Y 4% 4°C+MeJA 4% 4°C+MeJA
0 14,0+0,4 14,7+0,3 4,9%0,3 4902
1 15,004 15,9+0,5 5,0+0,3 5,3+0,3
2 15,6 +0,4 16,5+ 0,1 5,2+0,2 58=+0,4
3 16,3%0,6 17,9 +0,5* 5,8+0,4 6,7+04"
7 19,9+0,5 21,6 £0,5* 6,3x0,1 7,2+0,4"
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IKCNO3HIHSA, CYT

Puc. 2. IHTEHCUBHOCTb HETTO-(POTOCMHTE3A NINCTLEB MNLUEHULbI NP OeNCT-
Bun MK (1 MkM) n Temnepatypbl 4 °C

Fig. 2. The visible photosynthesis intensity of wheat leaves under the action

of MeJA (1 uM) and a temperature of 4 °C

TaHHbIX MPOPOCTKOB NPAKTUYECKN HE USMEHSACh,
Torga kak nog, snnaHnem MK HaumHas ¢ 3-x CyTok
OT Havana oxnaxaeHus Habnaanocb ee HEKOTO-
poOe NoBbILLEHNE (PUC. 2).

ViccnepoBaHMe  MHTEHCMBHOCTM  TEMHOBOIO
ObIXaH1s nokasasno, YTo OHO pe3ko (bonee Yem B 2
pa3a OTHOCUTENIbHO KOHTPOJIS) CHUXAETCH YXe Ye-
pes 1 cyTku genicteus Temnepatypsbl 4 °C (puc. 3).
C yBenunyeHnemM npoaoIKUTENbHOCTU HU3KOTEM-

nepaTtypHoOro BO3LENCTBMST TEMHOBOE [pbIXaHune
NOCTENEHHO YBENNYMBANOCh, OAHAKO Ha 7-€ CyT-
K1 OMbITa TaKk U HE OOCTUraso KOHTPOJbHbIX 3HA-
yeHun. Mop BnnsHuem MXX ero MHTEHCUBHOCTb
noaaepXxveanacb Ha 60nee BbICOKOM YPOBHE, YEM
y HeobpaboTaHHbIX MPOPOCTKOB, B T€YEHME BCEro
nepvoaa nencrems temnepatypsbl 4 °C (puc. 3).
AHanNM3 N3MeHeHNs1 COOTHOLLEHUS TEMHOBOIO
AbixaHma nucteeB (Rd) K MCTUHHOMY OOTOCUH-

)



[B]
1

IIHTeHCHBHOCTH TEMHOBOI' 0
JBIXAHHSA, MKMOJIb/ (M2C)
-

2 3

n
1
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Puc. 3. NIHTEHCUMBHOCTb TEMHOBOIO AbIXaHUS INCTLEB MLLIEHWLbI NP
nencteun MX (1 MkM) n Temnepatypsl 4 °C

Fig. 3. The dark respiration intensity in the wheat leaves under the ac-
tion of MeJA (1 uM) and a temperature of 4 °C
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Puc. 4. COOTHOLLEHNE TEMHOBOIO AbIXaHNSA N UCTUHHOIO GOTOCUHTE-
3a (Rd/Pg) y pacTteHuin nweHnubl npun genctsnm MX (1 mkM) un tem-

nepaTtypsbl 4 °C

Fig. 4. The ratio of dark respiration and gross photosynthesis (Rd/Pg)
in wheat plants under the action of MeJA (1 uM) and a temperature

of4°C

Te3y (Pg) nokasan, 4To B YCJ/IOBUSIX XOS1I040BOMO
3akanmeaHusa BenmnydmHa Rd/Pg HeCckonbko yBenu-
ymBanacb Ha 3-u CyTKM OMbITa, a 3atem (5-7 cyT)
ocTaBasiaCb Ha OCTUTHYTOM YpOBHe (puc. 4). Iog,
BnvsaHnem MX senunymHa Rd/Pg 3HauutensHo no-
Bbilanack (NnpumepHo Ha 30 % NO OTHOLUEHMIO
K KOHTPOJI0) B NepBble CYTKN OEeNCTBUA Temne-
paTypbl 4 °C, cywecTBEHHO NpeBbiwas npu 3ToMm
TakoBylo y HeobpaboTaHHbIX pacTeHuin (puc. 4).
B panbHenwem 3TOT nokasaTesb noaaepxmseancd
Ha JOCTUMHYTOM YPOBHE, CHMXAACh K KOHLLY OnbiTa
(7 cyT) 0O KOHTPOJIbHbBIX 3HAYEHUIA.

ViccnepoBaHusa rnokasanu, YTo YCTbUYHAsA Npo-
BOAMMOCTb (PUC. 5) M MIHTEHCUBHOCTb TPaHcNupa-
umMn (puc. 6) pe3ko CHMXaNUCh yXe 4Yepes3 CyTku
OT Havyana gencTBmUSA Ha NPOPOCTKM MLLIEHULbI TEM-

nepatypbl 4 °C. C yBenuyeHnem npoaosixXNTeNb-
HOCTU 3aKanMBaHUsl 3T NOKa3aTeNM NPaKTUYECKN
HEe U3MEHSINCL N Ha 7-€ CYTKM OonbiTa OblIn HUXKe
NCXOAHOro YPOBHS Ha 45 % (yCTbM4yHas NpoBOAM-
MOCTb) 1 75 % (MHTEHCMBHOCTb TPaAHCNVPALNK).

Y pacteHuin, obpaboTtaHHbix MXX, npoBoau-
MOCTb YCTbUL, B TE€YEHWE BCEro 9KCNEepUMEH-
Ta 6bina Bbiwe (B cpegHem 6onee Yyem Ha 30 %)
MO CPaBHEHUIO C BAPUAHTOM, B KOTOPOM PaCTeHUS
He noageprannce Nogo6Hol obpaboTke (puc. 5).
MIHTEHCMBHOCTb TpaHcOuMpauun B MPUCYTCTBUU
M>X ¢ yBenuyeHnem npogosKUTENbHOCTU OENCT-
BUs Temnepatypbl 4 °C NocTeneHHO CHuxanach,
HO, Tak Xe Kak 1 B C/ly4ae C YCTbUYHOWN NMPOBOAM-
MOCTbIO, Ha MPOTAXEHUN BCEro OnbiTa NpeBbILIA-
Jla TakoBYI0 Yy He0OpaboTaHHbIX pacTeHui (puc. 6).
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Fig. 5. The stomatal conductance of wheat leaves under the action
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Fig. 6. The transpiration intensity of wheat leaves under the action of MeJA

(1 uM) and a temperature of 4 °C

OOGcyxaeHue

K HacTosiLemMy BpeEMEHM NOSABUIIOCH JOCTATOY-
HO MHOrO OaHHbIX, CBUAETENbCTBYIOLMX O CHU-
XXEHUM NOoA, BMAHNEM XACMOHATOB HEraTUMBHOIO
OEeCTBUA HMU3KUX TeMMnepaTtyp Ha TensonoomBbie
pacTteHus [Battal et al., 2008; Sayyari et al., 2011;
Li et al.,, 2012]. B otnnyne OT 3TOr0 CBEAEHMA
0 ponu XAK n ee npou3BOAHbIX B MeXaHU3Max
HM3KOTEMNepaTypHOWM agantaumm Xono40CTONKMX
pacteHun eamHuyHbl [Hu et al., 2013; Shahzad
et al.,, 2015]. Pe3ynbtatbl Hallero mccnenosa-
HUS yKasblBalOT Ha TO, 4To MXX BanseT Ha MOpo-
30YCTOMYMBOCTb PaCTEHUI O3UMOWN MNLIEHULbI.
Y npopocTkoB, 06paboTaHHbIx MXX, B TeyeHue
BCEro nepuoaa 3akanneaHusa 3adpukcrposaHa 6o-

Jflee BbICOKasi MOPO30YyCTOMYMBOCTb MO CpaBHe-
HUIO C pacTeHusiIMK, KOTOPblIE HE MoABepraamnchb
nooo6Hom obpaboTke.

Kak mn3BecTHO, MHTEerpasbHON XapakTepucTu-
KON U3MONOrMYecKoro COCTOAHUS pPaCTEHUN
N TeX YCNOBWUIA, B KOTOPbIX OHM HaxogaTcs, ABNs-
eTcsl X pocT. B oTBET Ha AencTBme HU3KNX TEM-
nepartyp poCTOBbIE NMPOLLECCHI, Kak NpaBwuio, Top-
mo3datca [Hupkosa, 2002]. Bonee TOro, B cnyyae
XOJI0OOCTOMKMX pacTeHU 3aMmejieHre pocTta sB-
nseTcs HeoOXoAVMbIM YCIIOBMEM O/ UX YCMeLl-
HOM aganTauMn K HU3KKUM Temnepatypam, no-
CKOJIbKY MO3BOJIIET HaKananBaTb Pe3epBHbIE CO-
€OVHEeHNs, BbIMOJNHAIOWME pasnnyHble QyHKLUN,
B TOM 4MCNe KPMonpoTeKTOPHYIO [TpyHoBa, 2007;
Theocharis et al., 2012]. B Hawem nccnegoBaHnn
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nencTeme Hu3kol TemnepaTypbl 4 °C nepBoHa-
YanbHO BbI3bIBA/IO TOPMOXEHME POCTOBbLIX MPO-
LLECCOB Yy MPOPOCTKOB 03MMOW MweHunusl. OgHa-
KO K KOHLLy OrMblTa UX POCT BO30OHOBNSACS, a MXK
B YCNIOBUSIX 3aKaNMBaHUS OKa3blBaa POCTCTUMYN-
pyloLwmin apPeKT: NoL ero BANSHUEM 0OHAPYKEHO
YyCWUJIEHME HaKoMjeHus cyxol buomacchl. OTme-
TUM, 4YTO MONIOXUTENBHOE BAUSIHUE XaCMOHATOB
Ha POCTOBbIE MPOLLECCHI PACTEHUIN paHee OTMeva-
nn v gpyrue nccneposatenu [Li et al., 2012].

YKasaHHas CTUMYNSUMa POCTOBLIX MPOLEeC-
COB, MO BCeW BUAMMOCTN, Oblna obycnosneHa ms-
MeHeHnem nopg BansHnem M>XK MHTEHCUMBHOCTU
HeTTO-dOTOCMHTE3a. Tak, y NPOPOCTKOB, KOTO-
pble NpeaBapuTenbHO He Obin o6pabdoTanbl MK,
npu OEncTBUMM HU3KOW TemnepaTypbl Habnwopa-
NIOCb 3HAYUTENIbHOE CHWXEHUEe @OTOCUHTETU-
4YeCKOM aKTUMBHOCTW, KOTOpas OCTaBasiaCb HUXE
KOHTPOJIbHbIX 3HAYEHUI B TEYEHME BCErO OnbiTa.
Pe3koe ymeHblLUEHME NHTEHCUBHOCTUN (POTOCUHTE-
3a Y pacTeHn B HU3KOTEMMNEPaTYPHbIX YCIIOBUAX
MO0 ObITb CBA3AHO CO CHUMXEHWEM aKTMBHOCTU
depmeHToB uMkna KanbBuHa u/mnm MHrMbupo-
BaHVeM ¢noaMHoro TpadcnopTta [lMonos v ap.,
2019]. Y npopocTkoB, obpaboTaHHbix MXK, npu
Temnepatype 4 °C Takke 3adpUKCUPOBAHO CHUXE-
HVYEe MHTEHCUBHOCTU HETTO-POTOCUHTES3A, OLHAKO
HeobX0AMMO MOAYEPKHYTb, YTO B TEYEHWE BCEro
nepuoaa 3akanvMBaHusa 3TOT rnokasaTesb nogaep-
XunBaJsics Ha 6osiee BbICOKOM YPOBHE, YEM B Bapu-
aHTe 3akanvBaHus 6e3 MXK. Bonee Toro, B OTAu-
yme OT BapuaHTa, roe pacTteHns He noasepranancb
obpaboTke MK, B BapmaHTe ¢ MXX K KOHLy onbiTa
GOTOCUHTETNYECKAA aKTUBHOCTb AaXe HECKOJIbKO
BO3pacTtana.

[ToBbIlWEHME  MHTEHCUMBHOCTM  DOTOCUHTE-
3a B YCJ/IOBUSAX OENCTBUS HU3KOW Temrepartypsbl,
no-BuMAMMOMY, OblI0 CBA3aHO C ydyactuem MK
B perynsauum yCTbU4HOM NPOBOAVIMOCTU U UHTEH-
CVBHOCTM TpaHCNMpaLum INCTbEB MIEeHUUpI. Tak,
nog BAnsiHnem temnepaTypsbl 4 °C 3T nokasaTenu
Y KOHTPOJIbHbIX (63 MXK) 1y onbITHbIX (¢ MXX) pa-
CTEHWUI 3HAYUTESIbBHO CHUXAJINCb, YTO, BEPOATHO,
Ob1710 06YyCNOBNEHO BbLICTPLIM 3aKPbIBAHMEM YCThb-
vy, lMpu 3TOM, Kak MokasbliBaOT MUCCeL0BaHUS,
X0JI0OO0CTOVIKME pacTeHns MOryT noaaepXuBaTtb
rpaguMeHT BOAHOIO MOTEHUMana n nNpu 3akpbITbiX
YyCTbUMLAX, @ YMEHbLUEHNE YCTbUYHOM MNPOBOAM-
MOCTM 1 TpaHCNMpaLnn HarnpasieHo Ha TO, 4TO-
Obl n36exaTb 00€3BOXMBAHUSA KIETOK W TKaHen
B ycnosusax runotepmumn [Reynolds et al., 2005].
[MPUYMHON CHMXEHUS 3TUX nokKasaTesierm Mor-
10 cTaTb YCUJIEHHOE HakorjieHne nof BIAUSHUEM
xonona ABK, koTopoe OTMe4YeHO B uLefioM pane
pabot [Smolenska-Sym et al., 1995; LLlaknpoBa
n ap., 2005; Gusta et al., 2005; Tutos, TanaHoBa,
2009]. B aTom cnyyae, BbICTyrnasi B KQ4ecTBe aHTU-

TpaHcnupaHTa, ABK BbI3biBaeT 3akpbiBaHWE YCTb-
nu, 3awmuias TeM CaMbiM PaCTeHUs OT MOoTepwu
BOAbl. YTO KacaeTcs BapuaHTa, B KOTOPOM pacTe-
HWS NLWEHMLbI HAXOAWUIUCL Ha pacTBope ¢ [o6aB-
nexHnem MK, ycTbm4yHasi NnpoBOAMMOCTb U MHTEH-
CMBHOCTb TpaHcnmpauum npum OencTBUU HU3KOMN
TeMnepaTypbl Takke CHWXaIMCb, HO MNpU 3TOM
Ha NPOTSXKEHUN BCEro OMbITa MPEBbILLANN aHano-
rMYHblE NoKasaTenu B KOHTpore (3akanneaHve 6e3
M>X). lNonyyeHHble OaHHbIE KOPPECnoHOMPYTCA
C pesynbTatamu Apyrux aBTopoB, KOTOPbIE MOKa-
3a/1, 4YTO XXacMOHaTbl BAVSIOT Ha paboTy yCTbUY-
HOro annaparta NnocpeacTBOM pPerynsauum conep-
XaHus akTuBHbIX dopM kmncnopoa (APK), noHos
Kanbuma u okcmaa azota [Munemasa et al., 2007,
2011; Ma et al., 2014; Ollas, Dodd, 2016; Quan
et al., 2018; Yastreb et al., 2018]. Npu aTom aen-
ctere XAK 1 ee Npom3BOAHbLIX HA YCTbULA MOXET
ObITb cxoaHbIM ¢ ABK 1 npnBoauTh K UX 3aKpbiBa-
Huo [Munemasa et al., 2007, 2011] nnn, Hanpo-
TUB, BbI3blBaTb MOBbILLUEHME YCTbUYHOW NPOBOAM-
MocTuM [Quan et al., 2018]. 3T0, B CBOIO OYepenb,
MOXET 3aBUCETb OT BMAA U COCTOSIHUS pacTeEHUS,
crnocoba 1 gnnTenbHOCTN 06paboTKM XXacMoHaTa-
MW, UX KOHLUEHTpaLMK, a Takke OT Tuna BO34ENCT-
BYIOLLLErO CTpecc-dakTopa.

O6HapyXeHHOe B XO4e HalUMX UccnenoBaHui
NOBbILLEHNE YCTbUYHOW NMPOBOANUMOCTU N UHTEH-
CMBHOCTM TpaHCOMpauum y pacTeHWU MLeHnLb
nopf snuaHunem MX npu oencTBnm HU3KOM Temne-
paTypbl Takke, BO3MOXHO, OblI0 CBA3aHO C yBe-
NNYEHNEM COAEPXaHUS OCMOPErynvpyloLLmMx Be-
LLEeCTB, B YaCTHOCTWU, CBOOOAHOIro nposuHa. Tak,
HaMWN paHee rnokasaHo, 4YTo 0O6pabdoTka O3UMOWA
nweHnubl M>XX B yCcnoBusax HU3KoTeMNepaTypHO-
ro 3akajmMBaHWs Bbi3blBasia MOBbLILLEHWE YPOBHSA
nponuHa n akcrnpeccum reHos P5CS n P5CR, ko-
anpylowmx GepmMeHTbl ero cuHtesa [MrHateHko,
2019]. HakonneHme nponmHa B KNeTkax pacTeHui
NpPMBOAUAO K BOCCTAHOBJIEHUMIO OCMOTUYECKOro
noTeHuuana n B KOHEYHOM UTOre crnocobCTBOBaNO
YBENNYEHNIO OBOAHEHHOCTU KJIETOK, B TOM 4Yuncne
3aMbIKAIOLLMX KIIETOK YCTbUL,.

OTmMeTUM Takxe, Y4TO NoBbILLEHNE HOTOCUHTE-
TUYECKOW aKTUBHOCTU B NnpucyTcTteun MX B ycno-
BUSIX OENCTBUS XO0noda, MOMMMO €ro y4acTus
B perynsumm BoOHOro obmeHa nieHuLbl, MOrio
OblTb 00ycnoeneHo BAnsHMemM MXX Ha POTOCUH-
TeTnyeckmin annapart pacTteHuin. O6 aTom, B 4acT-
HOCTW, CBWAETENbCTBYOT pe3yabTartbl WUCChe-
[OBaHW, B KOTOPbIX NMOKAa3aHO, YTO XACMOHAaThbI
CnocoOCTBYIOT noaaepXkaHuio 6os5iee BbICOKOro
YPOBHA (POTOCUHTETMYECKMX MUITMEHTOB Yy pa-
CTEHUI, UCMbITbIBAOLWNX OENCTBUE HU3KON TEM-
nepatypbl [Moradmand et al., 2015], 3aconenusa
[Edumosa u gp., 2019] nnu noHos meam [Poonam
et al., 2013]. cxopsa M3 aTOro MOXHO Npeanoso-
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XWTb, YTO B HaLmx onbltTax M>XX Hapsaay € nosbiLLe-
HVUEM YCTbMYHOM NMPOBOAMMOCTM OKa3bliBa TakxXe
NOJSIOXNTESIbHOE BNUSHNE HA POTOCUHTETUYECKNI
annapart nweHnLbl, CNocoBCTBYS TEM CaMbIM YCU-
JIEHVIO HaKOMJIEHNS CyX0ol GLoMaccsl.

PocTtctumynupyowmnin appekt MX Ha npo-
POCTKW MLUEHWLbI NPY AEeNCTBUU HA3KOW Temnepa-
Typbl MOT ObITb TaKXXe CBA3aH C ero y4acTmem B pe-
rynaummn apixaHus. Tak, B 4aCTHOCTW, Y PacTeHUn
nuweHnubl, He noasepraBLnxcs obpabdboTke MK,
B OTBET Ha XOJIOOOBOE BO3LENCTBME OTMEYEHO
3HAYUTENIbHOE CHUXEHNE MHTEHCUBHOCTU TEMHO-
BOrO ObIXaHusl, KOTOPOe C yBeNn4yeHneM npoaon-
XUTENbHOCTU 3aKalMBaHUS HECKOJbKO MOBbILLA-
noce. lNocnegHee, B CBOKWO o4epenb, O4EBUOHO,
MOCIY>XMI0 NPUYMHON pocTa cooTHowweHus Rd/Pg,
ABNsoLLerocss nokasatenem cbanaHCMPOBaHHO-
CTU OCHOBHBbIX GU3MON0rM4YecKux NpoLLeccos B pa-
cTeHusax [PaxmaHnkynoBa, 2002]. Kak nokasbiBaloT
nccnenoBaHus, B ONTUMAabHbIX YCIIOBUSAX BENNYNA-
Ha Rd/Pg nosonbHO noctosHHas [[onosko, 1999].
Ho npu n3ameHeHUn BHELLHNX YCII0BUIA HabtoaaeT-
cs nameHeHve Rd/Pg, kak npaBunio, B CTOPOHY ero
YBENNYEHUS B pPe3ynbTaTe MOBbILIEHUS 0NN Obl-
XaTeNbHbIX 3aTpaT Ha NPOoLEecC agantauuv u/mnm
CHWXXEHUNSA MHTEHCUBHOCTN HPOTOCUHTE3a [PaxmaH-
kynoea, 2002; MkkoHeH v gp., 2018]. lNMpu aTtom
pacTeHns C BbICOKMM aaanTUBHbBIM MNOTEHLMANOM,
K KOTOPbIM OTHOCUTCS 03MMasi NweHnua, crnocoob-
Hbl MOAAEPXMBATb OTHOCUTENIbHOE MOCTOSHCTBO
BennynHbl Rd/Pg [Fonosko, 1999; NkkoHeH v ap.,
2018]. B Hawem 3kcnepumMeHTe ctabunusaums
[JAHHOro nokasartens y pacTeHUN MLeHULbl OTMe-
YyeHa B KOHUe onbiTa (5-7 cyT).

Y10 KacaeTcs pacteHuin, obpaboTaHHbIXx MK,
TO B UX JINCTbsIX OOHapyxeH 6onee BbICOKMIA ypO-
BEHb TEMHOBOIO AbIXaHWS, NUHTEHCMBHOCTb KOTO-
pOro C yBeNIMYEHMEM MPOLOIKUTENBHOCTU HU3-
KOTEeMMNepPaTypHOro 3akaJMBaHuUg BoO3pacTana.
YcuneHne gpixanumsa nog snusHuem MK, no Bcen
BUOVMOCTU, ObIIO HAaNpaB/IeHOo Ha yBeINYEeHME KO-
NnyecTBa MHTEPMEAMATOB U 3HEepPrumn, Heobxoam-
MbIXx O5s 6onee ycrnewiHon agantaumm pacTeHun
B ycnosusix gencteua xonoga. OLHOBPEMEHHO
C MOBbILLIEHNEM WHTEHCUBHOCTU TEMHOBOIO Abl-
XaHUsi 3HaYNTENIbHO (OCOOEHHO B MEpPBbLIE CYTKU
LENCTBUS X0N04a) YBENNYMBAIOCb COOTHOLLEHNE
Rd/Pg. MocnegHee, o4eBMOHO, OblIO OOYCNOB-
JIeHO npexae BCero CHUWXEHWEM WMHTEHCUBHOCTU
GOTOCMHTE3A B OTBET Ha AENCTBME HU3KOW TEM-
nepatypbl. Kpome TOro, yBenMyeHue MHTEHCUB-
HOCTWM TEMHOBOrO AOblXxaHua nopg BauaHnem MK
MO0 ObITb CNEeACTBMEM aKTUBM3ALUKM anbTepHa-
TnBHOM okcmaasel (AQ), OCYLLLECTBASIOLLEN B TOM
4yncne N aHTUOKCUOAHTHYIO PYHKUMIO. Tak, Hanpu-
Mep, paHee Ob1O Nnokas3aHo, 4To obpadoTka MK
nnogos nepua [Fung et al., 2004] n Tomata [Fung

et al., 2006] ysenunumBaet copgepxaHne MPHK
reHa AOX, kogupytowero AO, n aTo cnocobcTBy-
€T CHMXEHMIO HU3KOoTemMnepaTypHbIX MoBpexae-
HW. Kak n3BeCTHO, OENCTBMNE HU3KUX TeMnepartyp
Ha paCTEHUS BbI3blBAET YCUIEHMNE FrEHEPaLMN B NX
knetkax ADK [Konynaee n gp., 2018]. Aktnemaa-
LMS anbTepPHaATMBHOM OKCMAAs3bl, B CBOKO O4Yepedb,
CrnocobOCTBYET pPaCCEerBaHUID HEUCMOJb3yeMO
B 0OMeHe BeLLUecTB dHeprum u BedeT K yMeHblle-
HUto ypoBHSA ADK B kneTkax pacteHui. He ucknio-
4YeHO, 4YTO B HalleM cnyyae obpaboTka pacTeHui
nweHnubl MXX cogerictBoBana yCUIeHUIO akTnB-
HOCTWN aNlbTEPHATMBHOM OKCuAasbl, YTO Bbipa3n-
JIOCb B MOBBbILWLEHUN MHTEHCUBHOCTU TEMHOBOIO
OblXaHMs 1, COOTBETCTBEHHO, BenuyuHbl Rd/Pg.
K koHuy onbiTa (7 CyT) MIHTEHCMBHOCTb TEMHOBO-
ro OblXaHWs B JINCTbSAX PaCTeHW MLIeHULbl, 00-
paboTtaHHbix M)XK, cHmxanacb, a MHTEHCUBHOCTb
doTocuHTE3a, HaNpOTUB, yBenuyueanacb. [lpe-
obnapanne accumunaumn CO, Hap npoueccamm
ObIXaHUS N PacXo40BaHUS SHEPreTUYeckn eMKmx
COEeONHEHNI NPUBENO K YMEHbBLUEHWNIO OblXaTesb-
HOM COCTaBNnslOLWEN B npouecce rasoobmeHa
N CHWXeHWIO BennymHbl RA/Pg 00 KOHTPOSbHbIX
3HayeHuin. B kKOHeYHOM nTOre 310 cnocobCcTBOBA-
J10 He TOJIbKO HaKOoMJIEHUIO CyX0 Buomacchl nobe-
roB 1N KOPHEM NPOPOCTKOB MLLEHULLbI, HO 1 BGnaro-
NPUATCTBOBAJIO AOMNOSIHNTENBHOMY MPUPOCTY KX
X0J1040yCTONYMBOCTN.

Takum 06pa3om, NpPoBeaeHHbIE NCCNea0BaHNS
CBMOETENBLCTBYIOT O TOM, 4TO M>K nonoxutensHo
BNMSET Ha MNPOLECC XON040BOW aganTaumu pa-
CTEeHUM NweHnubl. O4eBMOHO, ero 3awuTHasa posb
npu OENCTBMN HU3KOW NONIOXUTENLHOW TemMnepa-
Typbl Ha NPOPOCTKM OOyCnoBMeHa, Hapsay ¢ Apy-
TMMU BO3MOXHbIMW MEXaHn3MamMu, perynsumen
OCHOBHbIX GU3MOIOrNYECKMX NPOLIECCOB, a UMEH-
HO noagepxaHnem 0o0Jiee BbICOKOW MHTEHCUB-
HOCTM TpaHcnupaumn, GOTOCUHTE3A N AbIXaHUS.
370, B CBOIO 0O4Yepedb, He TONbKO obecneymBaeT
BO30OHOB/IEHME POCTOBLIX NPOLECCOB, HO U CMo-
COBCTBYET MOBLILLEHNIO MOPO30YCTONYMBOCTU pa-
CTEHUW MLUEHWLLbI.

GuHaHcoBoe obecrieyeHne  UccaenoBaHU
OCYLLEeCTB/ISI/IOCb U3 CPEeACTB ¢enepasbHoro
broaxeTa Ha BbIMOJIHEHUE roCyAapCTBEHHOro 3a-
naHus KapHL PAH (0218-2019-0074).
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ADANTUBHBIE BOSMOXHOCTWU TRITICUM AESTIVUM L.
(POACEAE) NPU HU3KOTEMIMEPATYPHbIX
BO34ENCTBUSAX PASBHOU MHTEHCUBHOCTHU

0. B. Benxwuk', E. C. Xononuesa?, A. A. UrHaTeHKo?,|B. B. TanaHoBa?

" UHCcTuTyT puaunonorum pacteHnii um. K. A. TumupsizeBa PAH, Mocksa, Poccusi
2 UHcTuTyT 6nonormnm KapHL] PAH, ®UL| «Kapenbckuii Hay4Hbid ueHTp PAH», MNeTpo3aBoack, Poccus

MpoBeneH cpaBHUTENBHBIN aHaNU3 U3MEHEHWS psaa NokasaTenel pocTta, BOAHOro 06-
MeHa N YCTOMHYMBOCTWU HEAESbHbIX MPOPOCTKOB O3MMOM nweHunupl ¢. Mockosckas 39
B Mpouecce Mx agantaumm K 3akaJvMBaloWMM HU3KOTEMMEPATYPHbIM BO34ENCTBUSAM
pasHo MHTeHCcUBHOCTU (12, 8 n 4 °C). N3y4eHbl cbipas 1 cyxas 6ruomMacca KopHel 1 no-
6eroB, OBOLHEHHOCTb TKaHEeW, yCTbMYHas NPOBOAUMOCTb M TpaHCnupauus, yCTONYMn-
BOCTb KJIETOK JIMCTLEB K MPOMOpaxunBaHuio. Hanbonblune N3MeHeHnss OTMEYEHbI Noj,
BMsSIHMEM TemMnepaTtypbl 4 °C, Bbi3blBalOLLE MakCUMasbHbIA MPUPOCT YCTOMYNBOCTU.
BbisBNeHO, 4TO Mpu 3TOM TeMnepaType Mo4YTU MOSHOCTLIO TOPMO3WJIOCh HAaKOMEHME
Cblpoii Gromacchl, HO MPOJOIKANIOCh HAaKOMEHME Cyxoil Buomacchl NOOeroB, CHU-
XanMCb OBOOHEHHOCTb, MHTEHCMBHOCTb TPaHCMMpaLMM U YCTbUYHOW MPOBOAVMOCTHU
nmcteeB. Temnepatypa 12 °C, Bbi3biBalOWas MUHUMasbHbIM MPUPOCT YCTONYMBOCTH,
npueoamMna K HAUMEHbLUVM U3MEHEHNSIM U3YHEHHbIX MOKa3aTenen, a BapmaHT C TeMne-
patypoit 8 °C 3aHMMan NPoMeXyTo4YHOe nosnoxeHne. CoenaH BelBOA, O TOM, 4TO MexXay
WHTEHCUBHOCTbBIO HWU3KOTEMMEPATYPHOr0 BO3AENCTBUS, YPOBHEM YCTOWYMBOCTU, O0-
CTUraembIM Npu 3akaamBaHUM PACTEHUI NLEHNULBI HUSKMMW NMONIOXUTENbHLIMU TEMIME-
paTtypamu, U CTENeHbio NPOSIBNEHUS afanTUBHbIX M3MEHEHUIA CYLLECTBYET O4YEBUAHAS
3aBUCUMOCTb: YeM BoJlee 3HAYNMbIE U FNYyOOKME afanTUBHbIE N3MEHEHWSI MPOUCXOAAT
B pacTUTENIbHOM OpraHu3Me Mnof, BAUSIHUEM HU3KOTEMMNEPATYPHOro BO3AENCTBUS, TEM
OOoNbLUYI0 YCTONYMBOCTb K XONIOZY CMOCOOHbI pa3BMBaTh PACTEHMS B 3TUX YCNOBUSIX.
CnepoBatenibHO, NporpaMmMa agantaummn 03uMbIX 3/1aK0B K XONoAy 6yAeT peann3oBbl-
BaTbCS HAaMbOee NOHO MMEHHO NPW TOW TEMMepPaType, kKoTopasi cnocobcTByeT popMu-
POBaHWMIO MaKCMMasnbHOIr0 YPOBHS YCTONYMBOCTM.

Kniwouyesble cnosa: Triticum aestivum L.; XonogoyCTONYNBOCTb; HA3KME TemMneparty-
pbl; POCT; BOAHbI OOMEH.

Yu. V. Venzhik, E. S. Kholoptseva, A. A. Ignatenko,|V. V. Talanova|.
ADAPTIVE CAPACITIES OF TRITICUM AESTIVUM L. (POACEAE) UNDER
LOW TEMPERATURE IMPACTS OF VARYING INTENSITY

A comparative analysis of changes in a number of indicators of growth, water ex-
change and cold tolerance in week-old seedlings of winter wheat cv. Moskovskaya 39
in the process of their adaptation to low-temperature hardening of different intensities
(12, 8, and 4 °C) was carried out. The fresh and dry biomass of roots and shoots, the wa-
ter content of tissues, the rate of stomatal conductance and transpiration, and the to-
lerance of leaf cells to freezing were studied. The greatest changes were noted under
exposure to 4 °C temperature, which caused the maximum increase in cold tolerance. It
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was found that the accumulation of fresh biomass was almost completely inhibited at this
temperature, but the accumulation of dry biomass of shoots continued, the water con-
tent, the rate of transpiration and stomatal conductance of leaves decreased. The tem-
perature of 12 °C, causing a minimum increase in tolerance, led to the smallest changes
in the studied parameters, and the treatment with 8 °C occupied an intermediate posi-
tion. It is concluded that there is an obvious relationship between the level of tolerance
achieved by hardening at low positive temperatures and the degree of manifestation
of adaptive changes: the more significant and profound are the adaptive changes that oc-
cur in a plant organism under the influence of low-temperature exposure, the greater cold
tolerance the plants are able to acquire under these conditions. Consequently, the pro-
gram of adaptation of winter cereals to the cold will be realized the most fully precisely at
the temperature that fosters the formation of a maximum level of tolerance.

Keywords: Triticum aestivum L.; cold tolerance; low temperatures; growth; water ex-

change.

BBepeHune

Apantaums 03MMbIX 312KOB K HU3KUM Temne-
paTtypam, Kak U3BecTHO, 3aTparvuBaeT meTtabonu-
yeckue, BUOXMMUYECKNEe, CTPYKTYPHbIE MPOLLECCHI
B pacTuTenbHoM opraHmame [Huner et al., 1998;
Kratsh, Wise, 2000; Ensminger et al., 2006; Tpy-
HoBa, 2007]. lMop BAngHMEM xonopda y O3UMbIX
3M1aKOB CHWXAIOTCH WHTEHCUBHOCTb (DOTOCUH-
Tesa, BOOHOro oOMeHa, TOPMO3ATCS POCTOBbIE
npoueccol [Knumos v ap., 1997; TpyHosa, 2007;
Benxuk n gp., 2011; Crosatti et al., 2013; Rihan
et al., 2017]. MNMpn aTOM B pacTUTENbLHOM Opra-
HM3Me ycTaHaBnmMBaeTcs GanaHC Mexay POoCTOM,
GOTOCUHTEZOM U AbIXaHMEM, MO3BONSALLNI HAKaA-
nAvBaTh B KJIETKAX SHEProeMkune BeLLecTBa — u-
nuabl 1 yrnesodbl, cnocoOCTByOWME aganTtaumm
[Knumos, 1987, 2008; TpyHosa, 2007; Crosatti
et al., 2013; John et al., 2016; Rihan et al., 2017].
MpakTnyeckn OOHOBPEMEHHO Y O3UMbIX 3/1aK0B,
Kak 1 y OGONbLUMHCTBA X0JI0OQO0CTOMKNX PaCTEHUN,
NPOUCXOOMUT CTPYKTYpPHAs peopraHn3aums KneTok:
MX pasMepbl YBENMYNBAKOTCS, TaK XE Kak 1 pa3mMe-
pbl 1 KONMYECTBO XJIOPOMIACTOB U MUTOXOHAPWUM
B HUX, YMeHbLUaeTcss 06bemM Bakyonm, hpopmMumpy-
IOTCS XJIOPOMIacTbl Tak HA3bIBAEMOro CBETOBOIrO
TMNa, npucnocobfieHHble K (GYHKUWMOHVUPOBaHMIO
B ycnoBusix xonoga [Knumos n gp., 1992, 1997;
TpyHoBa, ActaxoBa, 1998; TpyHoBa, 2007; Yu et al.,
2011; Benxuk n gp., 2012; Venzhik et al., 2019].
O™ v gpyrue afanTuBHblIE U3MEHEHUs, MPOUC-
XO4ALWME B KIIETKAX U TKaHAX XONOLOCTOMKUX pa-
CTEHUI NOA, BAUSHUEM HU3KMX MOJOXUTENbHbIX
Temnepatyp [Rihan et al., 2017; Ding et al., 2019;
Ritonga, Chen, 2020], kak npaBunno, ConpoBoXaa-
loTCA POPMUPOBAHMEM MOBbILLIEHHOW YCTONYNBO-
CTU K Xonony, AN VHAYKUMN KOTOPOW B YCNOBUSIX
KOHTpONMpyemMon cpefbl O0ObIMHO  WCMONb3YIOT
TemMnepartypbl, ONTMMaJibHbIE C TOYKU 3PEHUs 3a-
kanmBawwero apdexrta [Tutos n ap., 2006]. Og-
HaKO AMHaMmKa YCTOMYMBOCTU U CTEMEHb peanu-

3aumn COMyTCTBYIOLLMX afanTUBHBIX M3MEHEHUN,
NPOUCXOOALLMX B PACTUTENIbHOM OpraHM3me npu
TemMneparypax, 0kasblBalLMX Ha PaCTEHNA MEHb-
WK1 3akanmealowmin apdekT, uccneoBaHbl ropa-
300 XyXe, XOTS Takoro poga gaHHble NpeacTas/is-
0T CaMOCTOSITENbHbIA UHTEpec. Taknm ob6pas3om,
MOXHO MpPeanonoXuTb, 4YTO CyLleCcTByeT B3au-
MOCBA3b (M/WN 3aBUCUMOCTb) MeXAy YPOBHEM
XONIO40CTOMKOCTU, KOTOPbIA pas3BuMBalOT pacTe-
HUSA NoA, BIMSIHUEM 3aKanuBaloLMX BO3OENCTBUN
pPa3HON MHTEHCUMBHOCTW, U CTEMEHbIO NPOSBIEHNS
Tex WM VHbIX afanTUBHbIX M3MEHeHUn. B cBa3n
C 3TUM LeSlb JAHHOro UccriefoBaHnA — CpPaBHU-
TeNbHbI aHaIN3 N3MEHEHUS HEKOTOPbIX Mnokasa-
Tenewn pocTa, BOAHOro 0OMeHa, a Takxke XOJI0f0-
YCTOMYMBOCTN PACTEHUIA NLIEHWLbI, NOABEPIrHYTbIX
3aKanMBaloLWYM HN3KOTEMMEPATYPHbIM BO34ENCT-
BUAM PA3HON NHTEHCUBHOCTMU.

MaTtepuanbl u meToAabl

B kayecTBe ob6bekTa nccnenoBaHns UCNonb30-
BaNM NPOPOCTKU nweHuub! (Triticum aestivum L.,
Poaceae) wmopo3ocTonkoro copta Mockos-
ckaa 39, BblpalleHHble B pyfioHax GunbTpoBasb-
Hoi Gymarn Ha MoOVPUUUPOBAHHOM NUTaTENb-
HOM pacTBope KHona B kamepe NUCKYCCTBEHHOro
KnMmaTa npu Temnepatype Bosayxa 22 °C, ero
OTHOCUTENBHOM BRaxHocTn 60-70 %, ocBeLleH-
HocTu PAP 180 mkmonb/mM? ¢ n dotonepuoae
14 4. o pOCTMXEeHUU HeOEeNbHOro BO3pacTta pa-
CTEHUS MLEeHWLbl Pasfensin Ha YeTbipe rpynnbl
M B TeYeHne 7 CyT nogBepranv AenCcTBUIO HU3KUX
3akanueatoLwmx temnepatyp 4, 8 n 12 °C, coxpa-
HS9 NPOYMEe YCNOBUS HEM3MEHHbIMU. B kavecTse
KOHTPOJNILHOIO BapuaHTa MCNOoNb30Bann pacTte-
HWS1, KOTOPbIE B TEYEHME BCEro ONnbiTa OCTaBaINCh
npu Temnepatype 22 °C. BblBOp MHTEHCUBHOCTU
N NPOAOIKUTENIBHOCTU  HU3KOTEMMEPATYPHbIX
BO3OENCTBUIM OCHOBAH Ha peaynbTaTtax npeablay-
wmx nccnemosanu [Tutos v ap., 2006].
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06 yCTONYMBOCTN NPOPOCTKOB CYOUN MO TEM-
neparype (J/IT,;), Bbi3dbiBaowen ruéens 50 % na-
nncagHbIX KNeToK NapeHXMMbl JIMCTOBbLIX BbICE-
4yek Mocne WX 5S-MUHYTHOMO MNPOMOPAXMBAHUS
B TEPMO3NEKTPUYECKOM  MUKPOXONOAUIbHUKE
TXP-02/-20 («MHTepm», Poccua) npmn nocneno-
BATE/IbHOM CHUXEHUM TeMnepaTypbl MPOMOPaXM-
BaHus ¢ uHTepsanom 0,4 °C [banaryposa u ap.,
1982]. >Kn3HecnocoBHOCTb KJIETOK onpeaensnm
C MOMOLLbIO CBETOBOro Mwukpockona Mwukmea-2
(IOMO, Poccusi) c o6bekTBoM x40 no oecTpyk-
LMK XI0PONACTOB M KOAryAsiLnmy UMTOMNNa3Mel.

PocT pacTeHuin oueHmBanm Mo HaKOMJEHMUIO
CblpO N cyxo BGuomacchl KopHeir 1 noberos
B COOTBETCTBMM CO CTaHOAPTHOM METOLNKOMN,
OBOJHEHHOCTb TKaHel paccuyuTbiBann no obuie-
npuHaron dopmyne [PoroxumH, PoroxuHa, 2013].
VMIHTEHCUBHOCTb TPAHCMMPALMN U YCTbUYHYIO MPO-
BOAMMOCTb JIMCTBEB U3y4anu C MOMOLLbIO nopTa-
TUBHOW pOTOCUHTETUYECKOM cucTembl HCM-1000
(Walz, 'epmanus).

[TOBTOPHOCTL MNpu OLLEHKE YCTONYMBOCTU U YIMO-
MSHYTbIX Bbille (DU3NOAOMMYECKMX nokasaTenen
B nNpegenax ogHoro BapuaHta 3—-6-kpatHas. Kax-
ObliA ONbIT NOBTOPSANM HEe MeHee 3 pad. B Tabnuuax
N Ha rpadukax nNpuBeAeHbl cpegHue apudpme-
TUYECKME 3HAYEeHUs N UX CTaHOAPTHbIE OLINOKK.
CtatncTnyeckylo 3HaYMMOCTb Pas3nuyuuii Mexay
CPeaHVMU OLEHMBANM Ha OCHOBaHUK t-kputepus
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CtblogeHTa. B ctatbe 00CYyXOaloTCH BEJSINYMHDI,
CTaTuUCTM4ecku 3Ha4ymmele npu p < 0,05.

PesynbTaTtbl U 06Ccy)XaeHue

lMpoBeneHHOE wmccnefoBaHWE Mokasano, YTo
YCTOMYMBOCTb KJ1IETOK JIMCTbEB MNLUEHMLbI K MPOMO-
PaXMBAHMIO MPU BCEX M3YYEHHBIX TEMMepaTypax
(12, 8 n 4 °C) cyLiecTBeHHO BO3pacTaeT, HO Be-
AM4MHa NpupocTa 3aBUCUT OT UHTEHCUBHOCTU
3aKanvBatoLLEero Bo3aencTens. Tak, HanbonbLwmnii
NPUPOCT XOJI0A40YCTOMYNBOCTN Oblnl 3apUKCUPO-
BaH Npu Temnepartype 4 °C, HaMMeHbLUIMIA — Npw
12 °C, a temnepartypa 8 °C okasblBana cpenHuii
3akanmearoLLni 3adekT Ha NPOPOCTKU MLLUEHULbI
(puc. 1).

OTmMeTuM, 4TO COrfacHoO nNpPeAcTaBAEHUSM
0 JeneHnn TemnepaTyp Ha 30HbI (poHOBas, 3aka-
NMBaoLLAsa U NOBPEXAAI0LLAS) BCE TPU N3YHEHHbIE
HamMy TemMnepaTypbl OTHOCATCS K 30HE 3akanumsa-
Husa [Oposnos, Kypeu, 2003; Tutos 1 gp., 2006].
OpHako Temnepatypa 12°C Haubonee 6sm3ka
K (POHOBOWN 30HE, KOTOpas y O3MMOW MLIeHULbI,
Kak npaBuio, HadnHaetca ¢ 15-16°C. B 10 Xe
Bpems Temnepartypa 4 °C pacnonaraetcs Ha rpa-
HULLE C 30HOWN MOBPEXAEHUS, ¥ O3MMbIX 3/11aKOB
6nmskoii k 0°C [Opospos, Kypeu, 2003; Tutos
n ap., 2006]. IMeHHO 3TUM OOCTOATENbCTBOM
006bACHAETCS pa3HbIi MPUPOCT YCTOMYNBOCTU NOL,

H *

Konrpons 12

Temmeparypa Bo3neiictus, °C

Puc. 1. YCTONMYMBOCTb KNETOK INCTbEB NLIEHNLLbI K MPOMOPaXXUBaHUIO
npy HU3KOTEMMNEPATYPHbIX BO3AENCTBUAX PA3HOW MHTEHCUBHOCTU

(12,81 4°C).

30ech 1 fanee Ha puUcyHkax 1 B Tabnvax B Ka4eCTBE KOHTPOJIbHOrO BapuaH-
Ta NpeAcTaBeHbl JaHHbIe O MPOPOCTKAX TOrO Xe BO3pacTa, BblPaLLEHHbIX NPy
22°C; * — OTANYUS OT KOHTPOJIbHOIO YPOBHS CTATUCTMYECKM 3HAYUMbI MPU

p <0,05

Fig. 1. Tolerance of wheat leaf cells to freezing under low temperature
influences of different intensity (12, 8 and 4 °C).

Here and further in the figures and tables the data on seedlings of the same
age grown at 22°C are presented as the control level; * — differences from
the control level are statistically significant at p < 0.05
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Puc. 2. Coipas (A) n cyxas (b) buomacca KopHel n NnoOeroB MeHNLbl NP HU3KOTEMMEPATYPHbIX BO3OEN-

CTBUSIX PA3HOM MHTEHCMBHOCTU (12, 8 1 4 °C)

Fig. 2. Fresh (A) and dry (B) biomass of wheat roots and shoots under low temperature influences of diffe-

rent intensity (12, 8 and 4 °C)

BNUSIHNEM WU3Y4YEHHbIX BO3aencTemin. O4yeBUOHO,
4YTO BEIMYMHA NPUPOCTa YCTONYMBOCTM BO3paCTa-
€T C NOHVXEHNEM TemMnepaTypbl B Npeaenax 30Hbl
X0J1000BOro 3akanueaHus ot 12 o 4 °C, To ecTb
C NPoABMXEHMEM OT Temnepatyp, 6am3kux K do-
HOBbIM, [0 TEMMEPATYP, PACMONOXEHHbIX HA rpa-
HULLE C MOBPEXOAIOLLVMU.

Kpome Toro, BbiBpaHHbIE TemMMepaTypHble pe-
XVMbl 3aMETHO TOPMO3WM HakornieHne bruomac-
Cbl pacTeHuin. [pn 9TOM KOPHW K nobdern nuwe-
HULbI NO-pPa3HOMY pearnmpoBann Ha XONOA4OBbIE
Bo3aelicTeus. Tak, HakonneHne colpoli GromMacchl
KOPHEN TMLWEeHVLbl CHMXAaNoCb (N0 CpPaBHEHUIO
C KOHTPOJIbHbIMW MPOPOCTKaAMMU) MpuU BCEX Bapu-
aHTax HU3KOTEMMNEPATYPHOro BO3OENCTBUSA He-
3aBUCUMO OT €r0 MIHTEHCUBHOCTU, B TO BPEMS KakK
CHUXeHMe cblipo BromMacckl noberoB 6bIIO TEM
OonbLue, YeM HUXe Oblia TeMnepaTtypa 3akasavBa-
HUs (puc. 2, A). CxoaHbIM 06pa3oM M3MEHSNOCh
1N HakornneHne cyxol Guomacchl KopHein 1 nobe-

roB pacTeHun nweHnusl (puc. 2, b). OTHOwWweHne
CyxOl GMomacchl KOPHEN K ChlPOl CYLLLECTBEHHO
HE U3MEHSI0Cb MO BIIMAHUEM X0/104a, HO HEKO-
TOpOe yBesM4eHne 3TOro Xe nokasaresns Ass rno-
6eroB HabnOaN0OCh NP OAENCTBUN TEMMNEepaTypbl
4°C (Tabn. 1).

[Moxoxaa TeHOeHUMA OTMevyeHa ONnd uame-
HEHUS] OBOOHEHHOCTM TKAHEM MEeHUUpbl: ecnu
OBOLHEHHOCTb KOPHEN NpakTU4ecku He 3aBncena
OT TemMnepaTypbl 3aKaJnBaHUg, TO OBOAHEHHOCTb
no6eroB cHmXxanacb TOJIbKO MoJ, BAUSHUEM TEM-
nepatypbl 4 °C (Tabn. 1). OTMeTM Takxe, YTO BCe
HU3KOTEMMEPATYPHbIE BO3OENCTBUS  MPUBOLM-
N K CHUXEHUIO MHTEHCUMBHOCTU YCTbUYHOWM MNpO-
BOAMMOCTM U TPaHCNupauum NUCTbEB MLUEHULLbI
(puc. 3; Tabn. 2).

BaxxHO nog4epkHyTb afanTMBHbLIA XapakTep Bbl-
SIBIEHHBIX N3MEHEHUI, MPOUCXOAALLNX Y MLLEHULLbI
noj, BANSHUEM TeMnepaTypHbIX BO3OENCTBUIN pas-
HOM MHTEHCUBHOCTWU. Tak, TOPMOXEHME Hakone-

Tabnuya 1. Nokasatenu pocTta 1 BOOHOro 06MeHa pacTEHUI MIEHULbl NPU HN3KOTEMMNEPATYPHbIX BO3OENCTBUSX

pa3Hoi MHTeHCcMBHOCTU (12, 8 1 4 °C)

Table 1. Indicators of growth and water exchange of wheat under low temperature influences of different intensity

(12,8 and 4 °C)

Temnepartypa BO34eiCcTBUS
Mokasarenn KoHtpons Exposure temperature, °C
Indicators Control
12 8 4
g?’;‘jﬂég;'&iﬁgﬂ?‘;ﬁ?{;‘;@“e“ 0,11+0,1 0,11+0,1 0,100,1 0,12+0,1
g?’;“;‘;r/egﬁ'5;‘:9“;‘;‘;‘;2;32&”5 0,120,1 0,11£0,1 0,13%0,1 0,15+ 0,1
OBOAHEHHOCTb TKaHen kopHei, % 89.4+0.3 883+04 87.0+05 88.0+06
Water content of root tissues, % e e T e
OBOAHEHHOCTL TkaHel noberos, % . . . . %
Water content of shoot tissues, % 88,103 89,102 87.5+0,1 85,1+05
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Puc. 3. IHTeHCUBHOCTb TpaHcnnpauum (A) 1 yCTbMYHON NpoBOAUMOCTHU (B) NMCTbeB NMeHNLbl NPY HU3-
KOTemMnepaTypHbIX BO3AENCTBUAX Pa3HOM MHTEHCMBHOCTM (12, 8 n 4 °C)

Fig. 3. Intensity of transpiration (A) and stomatal conductance (B) of wheat leaves under low temperature

influences of different intensity (12, 8 and 4 °C)

Tabnvya 2. KonnyecTBeHHas oLeHka U3MeHeHus nokasaTesiein ycToM4MBoCTU, pocTa U BOAHOro obMeHa pacTeHui
nuweHnLbl B NpoLecce agantaumm K HU3KoTeMnepaTypHbIM BO3AENCTBMAM Pas3HON MHTEHCUBHOCTH

Table 2. Quantification of changes in the tolerance, growth and water exchange indicators of wheat in the process
of adaptation to low temperature influences of different intensity

MokazaTtenb, % KoHTponb Temnepartypa Bo3aeincTeus / Exposure temperature, °C

Indicator, % Control 12 8 4
YeTonmMBocTe 100 123 146 154
Tolerance
Cblpas 6uomacca KopHs
Fresh weight of roots A 13 113 113
Cbipas 6uomacca nobera
Fresh weight of shoots 197 169 139 106
Cyxas _6momacca KOPHS 173 135 125 135
Dry weight of roots
Cyxas §momacca nobera 218 175 158 152
Dry weight of shoots
Tpancrvpats 100 60 39 41
Transpiration
YCTbUYHas NPOBOANUMOCTb 100 7 61 46
Stomatal conductance

lMpumedaHme. 3HayeHus nokasartenen npvBeaeHbl B % OT 3HAYEHN MCXOAHOrO YPOBHSA, U3AMEPEHHbIX HAa HEOEJIbHbIX MPOPOCTKax

[0 Ha4yana TeMnepaTypHoOro Bo3aencTaus.

Note. *The values of the indicators are given in percents of the initial level, taken as 100 %. The values of the initial level were mea-
sured on week-old seedlings before the start of temperature exposure.

HUs BOMaCChl PAaCTEHUIA CBUOETENLCTBYET 00 UH-
rméupoBaHMM POCTOBLIX MPOLLECCOB, KOTOpoe
HeobxooMMO Ans nognepxaHus paboTtbl doTo-
CUHTETMYECKOro annapara y 03uMbIX 3/1aK0B npu
aganTtaummn kK xonoay [Hurry et al., 1995; Knumos
n gp., 1997; Ensminger et al., 2006; Rihan et al.,
2017]. HakonneHwe cyxoi bruomacchl Noberos nog,
BNSHMEM X0N04a CBA3AHO, CKOPEe BCEro, CO CHU-
XXEHMEM OBOAHEHHOCTU TKaHen, KOTOpOoe, B CBOIO
oyepenb, MOXET CBUAETENbCTBOBATL O nepepac-
npeneneHnn Boabl B KNeTkax, a MMeHHO 00 YMeHb-
LweHn obbema Bakyosn U «pas3pacTaHuu» LUTo-
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nna3mbl, B KOTOPOM HakKananMBalTCS OCMOJIUTUKN
(yrnesogpl, nMnuasl U Op.), BbINOJHSAOWME KpOME
NPO4YMX KPMOMPOTEKTOPHYIO dYHKUMIO [TpyHOBA,
2007; Yu et al., 2011; Janmohammadi et al., 2012;
Theocharis et al.,, 2012; Ritonga, Chen, 2020].
CHmxeHne TpaHcnmpaumm n yCTbUYHOM NPOBOAN-
MOCTU JINCTbEB MLIEHWUbI NOA, BINSHUEM HU3KOM
Temnepartypbl, BEPOSATHO, CBA3aHO C ObICTPLIM 3a-
KPbITUEM YCTbUL,, NO3BOSSIOLLNM 13bexaTb 06e3-
BOXMBaHUS TkaHeln [Mahadjan, Tuteja, 2005; Rey-
nolds et al., 2005], a TakXe CO CHMXXEHNEM MaCChl
KOPHEBOW CUCTEMbI WU CMOCOBHOCTM MorjowaTb




BOA4Y U NUTaTeNbHbIE BelecTBa. [lony4yeHHble faH-
Hble XOPOLLUO COOTHOCATCA C NpeacTaBieHUsIMU
O TOM, YTO BbDKMBaHME XOJIOLOCTOMKNX PACTEHUN
B YCNIOBUSIX OENCTBUS HU3KMX TEMMEPATYP B nep-
BYIO oyepenb OMpenensietcss Mx CrnocoOHOCTbIO
«nepenporpaMMmpoBaTb» HaMpPaBlEHHOCTb OC-
HOBHbIX MeTab0sIM4YeCKMX NPOLLECCOB B OpPraHM3me
[Ensminger et al., 2006; Theocharis et al., 2012;
Gusta, Wisnievski, 2013].

BaxHO, 4TO MpakTn4eckn i BCEeX U3Y4EHHbIX
nokasarenen MakCuMarsbHasi CTeNeHb NX N3MEHe-
HUS oTMedeHa npu Temnepartype 4 °C (tabn. 2).
Mo kpanHen mepe 31O KacaeTCs N3MEHEHWUI, MPO-
nexogsilmx B noberax rneHuupsl, B TO BPEMS Kak
peakuusi KOpHer B MeHbLUEN CTEerneHu 3aBucena
OT UHTEHCUBHOCTM TEMMNEPATYPHOrO BO3AENCTBMS.
MpuumHoM 3TOro MoXxeT ObiTb pa3Has MpPUCMOCo-
ONeHHOCTb KOpPHEl 1 NoberoB kK TemMnepaTypHOMy
dakTopy. Kak npaBmno, kopHeBas cucrtema pacre-
HWIA, B OTINYME OT HAA3EMHbIX OPraHOB, HE UCTbI-
TbiBAeT B NMPOLLECCE aKTMBHOW Beretaumm peskmx
N 3HAYUTESIbHBIX MO amMnanTyge konebaHuin Tem-
nepaTtypbl Ccpeabl, MO3TOMY CYMTAETCs, YTO Mpu-
cnocobuTesnbHble BO3MOXHOCTU KOPHEeKn no cpas-
HEHVIO C HAA3EeMHbIMU OpraHaMu OrpaHuyeHbl
[Poouenko n gp., 1988]. Kpome Toro, kak nokasbl-
BalOT UCCNEeaOBaHUS, YCTONYMBOCTb KIIETOK KOPHS
NweHnLUbl N0, BAUSHUEM 3akanvBaloLwleln TemMne-
paTypbl HEMOCPEACTBEHHO HA KOPHEBYIO CUCTEMY
He TOJIbKO HE YBENIMYMBAETCS, HO B PSAe Cnyvyaen
Jaxe cHwxkaetcsa [Tutos, TanaHosa, 2011], u 31O
NOATBEPXAAET OrpPaHMYEeHHOCTb afanTauVOHHbIX
BO3MOXHOCTEN KOPHEBOM CUCTEMBI.

Takum 00pa3oM, YCTaHOBJIEHO, YTO peakuums
pacTeHU MWEeHWLBl HA TeMnepaTypHble BO34EN-
cTteus 4, 8 n 12 °C conpoBoxaaeTcs psiaom agan-
TUBHbIX NW3MEHEHWI, CTEMNEHb MPOSIBAEHUS KOTO-
pPbIX BO MHOIOM 3aBUCUT OT MHTEHCUBHOCTW 3aka-
nmBaHus. Hanbonblune N3MeHeHMs OTMEYEHbI Npu
TemnepaTtype 4 °C, Bbi3blBaIOLLE MAaKCUMaSIbHbIN
MPUPOCT yCcToM4YMBOCTU. [pn aTOM Temnepartype
NOYTU NMOSIHOCTbIO TOPMO3UIOCh HAKOMNEHME Cbl-
poli BMomMacchl pacTeHU, XOTA HaKOMIeHue cy-
X0 6uomacchbl NPOAOSIXKaNoCh, YBENNYMBAIOCh
COOTHOLLEHNE Ccyxo Buomacchbl noberos K Chbl-
POW, CHMXANUCb OBOAHEHHOCTb, MHTEHCUBHOCTb
TpaHcnNUpauum u yCTbMYHOM MPOBOAMMOCTU NU-
cTbeB. TemnepaTtypa 12 °C Bbi3biBasia MUHUMASb-
HbIM MPUPOCT YCTOMYMBOCTU U NPUBOAUNA K HaW-
MEHbLUMM U3MEHEHUSM U3YYEHHbIX NoKa3aTenen,
a BapuaHT ¢ TemMmnepaTtypoii 8 °C 3aHnman npome-
KYTOYHOE MOJSIOXKEHME.

3aknioyeHue

B uenom noJsly4eHHble JaHHble NO3BONAIOT cae-
NnaTb BbIBOA, 4YTO CyLLECTBYET 3aBUCMMOCTb MeXxay

WHTEHCUBHOCTbIO HU3KOTEMMNEPATYPHOro BO3aeN-
CTBUS N CTEMNEHbIO peannsaunm afanTMBHbIX BO3-
MOXHOCTEN O3UMBbIX 3/1aKOB, a CJjiefoBaTesbHO,
N YPOBHEM XOJIOLOYCTOMYMBOCTU, OOCTUrAEMbIM
npu ux 3akaamBaHun. Yem HuXKe Temnepartypa
B 30HE 3aKkannBaHus, TeM Oonee 3Ha4yUTesbHble
ajanTBHble W3MEHEHUS MNPOUCXOOAT B pacTu-
TENbHOM OpraHn3me u Tem OOJblUYI0 YCTONYM-
BOCTb K AEACTBMIO HU3KNX TeMnepaTyp CrnocOoOHbI
pa3BuBaTb pacteHus. Hanbonee nonHo nporpam-
Ma agantaumm 03UMbIX 311aKOB K X004y peannady-
eTcs NoA BANAHUEM TemrepaTtypbl, Bbl3bliBaloLLEN
MaKCUMasibHbI MPUPOCT YCTONYNBOCTU.

UccnenoBaHusi BbINOJIHEHbI HA HAYy4YHOM 060-
pyaoBaHuy LleHTpa KOJIIEKTUBHOIMO [10/1630Ba-
Hus PepepasbHOro MCcaen0BaTe/IbCKOro LEeH-
TPa «KapesnbCkuvi Hay4HbIVi LeHTPp Poccurickon
akagemun Hayk» rnpuv @UHaHCOBOUW MOAAEPXKE
n3 cpeacTtB enepanbHoOro 6oaxera Ha BblMoJI-
HeHune rocyaapcTBeHHoro 3aganus KapHL PAH
(0218-2019-0074).
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BJINSHUE NOYBEHHbIX YCJIOBUN CPEOHETAE)XXHOIO COCHAKA
JIMLWWANHNKOBOTIO HA POCT U NOKA3ATEJIN MUHEPAJIbHOIO
U BOAHOIO PEXXMUMA COCHbl O6bIKHOBEHHOW

T. A. CazoHoBa, B. b. lNpunpava

UHcTuTyT neca KapHL PAH, ®UL| «Kapenbckuii Hay4uHbIvi ueHTp PAH», MeTposaBoack, Poccus

OCHOBHbBIMW NIUMUTUPYIOLLIMMW POCT pacTeHNn abUoTU4ecKnMn GakTopamm B yCIOBUSIX
COCHSIKOB NNLLIAAHMKOBbIX TAEXHOW 30HbI EBPOMNENCKON TeppuTopumn Poccum SBnsoTcs
HeJ0CTaToK BOAbI M 31IEMEHTOB MUHEPAIbHOIO NUTaHMs B Noyse. Llenbio paboTbl Obina
OLLeHKa BIMSIHUS YCNOBUIA BHELUHEN cpenpbl Ha (YHKLMOHAbHbIE NOKasaTenu OepeBb-
€B COCHbl 00bIKHOBEHHOW (Pinus sylvestris L.) pa3Hoii NUHTEHCUBHOCTM POCTa B YCOBUSAX
CpeaHeTaeXXHOro CoCHsIKa IMWanHMKOBOro. NS peLlleHns NoCTaBNEHHON 3a4a4m nNpo-
BELlEHbl MHOMONIETHME UCCNeN0BaHNSA NapaMeTPOB BOAHOMO (NPeapacCBETHbIV U AHEB-
HOW BOAHbIA MOTEHLMAN OXBOEHHOro nobera) U MUHEpasbHOro (CoaepxaHne asoTa,
docdopa, kKanus 1 X COOTHOLLEHME B KCUJIEMHOM COKE 1 XBO€) 0OMeHa 0HOBO3pacT-
HbIX IePEBLEB COCHbI 0ObIKHOBEHHOW Pa3HOW XKM3HEHHOCTU B YC/IOBUSIX COCHSIKA TLLIAIA-
HukoBoro (KOxHasa Kapenus). MNMony4yeHHble faHHblE MCMONb30Bann A8 CPaBHUTENb-
HOW XapakTepPUCTUKN (DYHKLMOHANTbHOrO COCTOSIHUS TOCMOACTBYIOLMX U YTHETEHHbIX
[EepeBbEB B Pa3HbIX YCIOBUSIX BHELUHEN cpefpbl. B yCnoBrax yMepeHHOro yBnaxHeHus
NoYBbl OTMEYEHa CTabunn3aumsa xapakTepucTMK MMHEPANbHOIO U BOOHOro obMeHa ae-
peBbeB 06enx rpynn. CHUXEHWEe 3anacoB Bfarn B KOPHEOOMTAEMbIX TOPU3OHTAX NMOYBbI
npwv OJIUTENBHON 3acyxe yCUIMBAeT GUINONOrMYECKYIO reTEPOreHHOCTb EePEBLEB COC-
Hbl OOLIKHOBEHHOW PA3HOro XW3HEHHOrO COCTOSIHUSA B Npeaenax oaHoro GpuroueHosa.
PesynbTaThl MCCNenoBaHMsa NO3BOKIOT NPEANONIOKNUTb, HTO B COCHSIKE JINLLIAAHNKOBOM
KoMMnekc GUTOLLEHOTUYECKNX HaKTOPOB B 6OJbLLEN CTEMNEHN BAUSET HA MHTEHCUBHOCTb
POCTOBbIX MPOLLECCOB 1 X NPOAOIKUTENBHOCTb U B MEHbLLEN CTEMEHN — HA NoKa3aTe-
I MMHEpanbHOro 1 BOAHOro obMeHa AepeBLEB COCHbI 0ObIKHOBEHHOW. O6CyXXaaloTCs
MexaHn3Mbl afganTauumn AepeBbEB COCHbI 0ObIKHOBEHHOM K Pa3HbIM YCIOBMSIM MOYBEH-
HOrO YBNAXHEHMS.

Kniouyesble cnos.a: Pinus sylvestris; nnddepeHunaunsa nepeBbeB; BOAHbLIA MOTEH-
uman; 6UoreHHble MakpO3/IEMEHThI, NecHYaHble ONIMIOTPOMHbIE NMOYBbI; 3aCyXa.

T. A. Sazonova, V. B. Pridacha. THE EFFECT OF SOIL CONDITIONS ON
GROWTH AND PARAMETERS OF THE MINERAL AND WATER METABOLISM
IN SCOTS PINE IN A MIDDLE-TAIGA LICHEN-TYPE PINE FOREST

The main abiotic factors limiting plant growth in lichen-type pine forests in the taiga
zone of European Russia are the lack of water and mineral nutrients in the soil. The aim
of this work was to assess the effect of environmental conditions on the functional indi-
cators in Scots pine trees (Pinus sylvestris L.) of varying growth rates in a middle-taiga
lichen-type pine forest. To this end, long-term studies of water (pre-dawn and daytime
water potential of foliated shoot) and mineral (the content of nitrogen, phosphorus, po-
tassium and their ratio in xylem sap and needles) exchange parameters in Scots pine
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trees of the same age but different vitality were carried out in a lichen-type pine forest
(Southern Karelia). The data obtained were used to compare the functional state of domi-
nant and suppressed trees in different environmental conditions. Where soil moisture con-
tent was moderate, mineral and water exchange characteristics in trees of both groups
steadied out. A decrease in soil moisture reserves during prolonged drought heightened
the vitality-specific physiological heterogeneity in Scots pine trees within the same plant
community. The results of the study suggest that the complex of phytocoenotic factors
in alichen-type pine forest has more effect on the growth rate and duration than on the mi-
neral and water metabolism parameters of Scots pine trees. Mechanisms for the adapta-
tion of Scots pine trees to different soil moisture conditions are discussed.

Keywords: Pinus sylvestris L.; tree differentiation; water potential; macronutrients;

sandy oligotrophic soils; drought.

BBepeHune

B HacTosLLee Bpems BONpoc 06 OTBETHbIX pe-
aKUUaX PasivyHbIX BUAOB APEBECHbIX PACTEHUN
Ha U3MEHEHWS YCJIOBUI NMPUPOLHON cpeapbl ABNs-
€TCS aKkTyaslbHbiIM B CBETE MPOrHO3MPYEMbIX U3-
meHeHunnn knumarta [IPCC..., 2013; FAO..., 2020].
OgHuM 13 BeayLLUMX NpUpoaHbIX GaKkTOPOB, OKa-
3bIBAOLLMX CYLLECTBEHHOE BAUSIHUE HA POCT
M pasBuUTUE PACTEHWUN, ABASETCS MOYBEHHOE MK-
TaHne [Lambers, Oliveira, 2019]. B nocnegHue
[EecaTuneTns B YCOBUSIX TAEXHOW 30HbI OTMeYa-
0T Hanbonee BbIPaXeHHbIA POCT TemnepaTypbl
NPU3EMHOr0 Cnosi BO34yXa, WU3MEHEHUE pPexu-
Ma 0CajKkoB, a Takxke yBennyeHne MnoBTOPSEeMO-
CTW aHOMaJiIbHbIX NOrogHbIX saBneHuin [Allen et al.,
2010; OnbuyeB n gp., 2017]. MNoBbileHEe TeMne-
paTypbl BO34yxa B CO4ETAHUM C aTMOCHEPHON 3a-
CYXOW OKa3bIBaET CYLLECTBEHHOE BJINSIHME HA TUN-
OPONOrnM4ecknii pexmnmM noye JIeCHbIX BuoreoLe-
Ho30B [Fatichi et al., 2016; Kucera et al., 2020],
0COOEHHO necyaHblX aBTOMOP@HLIX MOYB C YPOB-
HeM 3aJjieraHus rpyHToBbIx Bog 6onee 1,5-2,0 m
[Faenb, CmupHoBa, 1999]. B ycnoBusx NnO4YBEHHOM
3acyxy MpPOUCXOOUT CYLLECTBEHHOE CHUXEHME
OOCTYMHOCTU NuTaTeNbHbIX BELLECTB A8 Ope-
BeCHbIx pacteHun [Kreuzwieser, Gessler, 2010]
BCNEACTBME YMEHbLLUEHNS MUHEpanu3auumn opra-
HMYECKOro BeLecTBa NoYB 1 NOABUXHOCTU MOHOB,
N3MEHEeHWNs NornoLwaLLLein cnocobHOCTM KOPHEN.
AnuteneHbln geduumMT NUTaTeNbHbIX 3J1IEMEHTOB
Ha dOHe 3acyxu PasHO MHTEHCUBHOCTU U MPO-
DOMKUTENBHOCTU MOXET NpUBECTU K rmbenn ae-
peBa BCNeACTBME HAPYLUEHUS COrlaCoOBaHHOCTU
ero yrnepogHoro u BogHoro 6anaHca [McDowell
et al., 2008]. B koHTEKCTE N3N0XEHHOW NPOBEMBbI
npeacTaBnsieTcss 0COOEHHO BaXKHbIM NpOBeAgHne
NONEBLIX UCCNEeNOBAaHUA A9 BbISBNEHUS Auana-
30Ha aKonorn4ecknx GakTopoB U xapakTepa ero
BNSHNS HA PYHKLIMOHANBHOE COCTOSIHME ApEeBeC-
HbIX pacTeHui 6opeanbHbIX 1ECOB.

OpHoIM 13 OCHOBHBIX J1eCO06Pa3YIoOLLMX MOPOL,
EBponerickoro Cesepa sBNSeTCA COCHA 0ObIKHO-
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BeHHaq (Pinus sylvestris L.). B yacTHOCTW, Ha Tep-
putopun Pecnybnukn Kapenus cocHoBble neca
3aHuMaloT 64 % neconokpbiTon nnowaan [PasHo-
obpasue..., 2003]. LLUunpokoe pacnpocTpaHeHne
COCHbI Ha TeppuTopun EBpasum B 061acTsX, KOH-
TPACTHbIX MO KAMMATUYECKMM U NEecopacTUTENb-
HbIM YCIIOBUSIM, CBUOETENbCTBYET O HEBbLICOKOM
TpeboBaTenbHOCTM ee K MOYBEHHOMY MSI0A0POAMIO,
Tensay 1 HN3KOM YyBCTBUTENIbHOCTU K 3acyxam [Op-
nos, KowenbkoB, 1971; PbicuH, 2015]. Obnapas
Takon LIMPOKOMN reorpaduyeckort amniamTyaon,
cocHa SBNSIeTCS NOSMMOP@HbLIM BUAOM, 00pasy-
IOLLMM MHOXEeCTBO (GOpPM M Pa3HOBUOHOCTEN Kak
B Npenenax o4HOM Nonynsiuuuv, Tak U B Npeaenax
reorpaduyecknx 30H 1 apeana [Kosybos, Mypato-
Ba, 1986; MnbuHoB, Paesckuii, 2016].

YcnoBus npondpacTtaHns B NecHblx Guoreoue-
HO3ax TAEeXHOM 30HbI CYLLLECTBEHHO pPa3nmyaloTCs.
Tak, HanpumMep, B 9KONOrMYECKNX PAAax COCHOBbIX
1IeCOB Ha aBTOMOP®HbIX N TMAPOMOPGHbLIX NOYBax
Kapenuu [Kaznmnpos, 1995] B COCHAKaxX YepHUY-
HbIX C XOpOLlen BnaroobecrnevyeHHOCTbIO MOoYB
[CasoHoBa 1 ap., 2017], B KOTOPbIX COAEPXUTCS
Hambonbllee KOJIMYECTBO 3JIEMEHTOB MUHepasb-
HOro MUTaHUA B OOCTYMHbIX pacTteHusm dopmax
[MoposoBa, ®enopeu, 1992], OCHOBHbIM NMMU-
TUPYIOLMM POCT pacTeHuii abnoTnyeckum dak-
TOopom gBnsieTcqa ceeT [UenbHukep v ap., 1993],
B COCHSIKax IMLLIANHNKOBBIX — MPEXAe BCEro Hefo-
CTaTOK BOAbl U 3IEMEHTOB MUHEPANIbHOro NuTa-
HUS B MOYBE, TOrga Kak B COCHskax charHOBbIX —
HanNpoTuB, N3OLITOYHOE YBNIAXHEHME U HepocTa-
TO4YHas aspaums nNoys npu aeduunte NOABUXHbBIX
dopM MUHepanbHbIX anemeHToB [CakoBeu, 1 ap.,
2000; Mpwupaya, CazoHoBa, 2010]. KoHTpacTHbIe
ycnoBus obutaHus 06yCnoBAMBalOT  pasnnyus
OMoNorMyeckon MnpPoayKTUBHOCTU (PUTOLLEHO30B
[Yconbues, 2007], 4To NposiBASIETCS B CTPYKType
M pacnpeneneHnm rnog3eMHoOn 1 Hag3eMHom pu-
TOMACChI APEBECHbLIX PACTEHUNA.

Bmecte ¢ Ttem anddepeHumaums 0oHOBOS3-
pacTHbIX AepeBbeB Mo rabutyanbHO-Mopdonorm-
4YECKUM XapakTEPUCTUKAM MOXET MNPOUCXOAUTb




n B npepenax opgHoro ¢uroueHo3a [[FabykoBa
n gp., 1991; Dobbertin, 2005] Bcneactemne npo-
CTPaHCTBEHHOW HEOOHOPOAHOCTU CBETOBOro pe-
XMMa 1 MeCTPOThl MOYBEHHOIO MOKPOBA, B YACTHO-
CTV HEPABHOMEPHON YBAAXHEHHOCTU, MJIOTHOCTU
1 TPODHOCTM MOUBbLI, 4YTO, B CBOK O4epenb, npu-
BOAMT K NUANPYIOLLEMY MONOXEHUIO OOHUX Aepe-
BbEB W1, HANPOTUB, YTHETEHHOMY COCTOSIHUIO ApPY-
rmx. 9T dakTbl NO3BOASIOT HAM MNPEANnONIOXUTb
GU3MON0rMyecKyto reTeporeHHOCTb O4HOBO3-
PaCTHbIX 4EPEBLEB PA3HOW MHTEHCUBHOCTU POCTa
B npegenax ogHoro ¢putoueHo3a. B aTon cBasun
Luenbio paboThbl Oblfia oueHKa BAUAHUA 3paduye-
CKMX YCJIOBUM Ha YHKLMOHASIbHbIE rokasaTenu
O[HOBO3PACTHbIX [OEPEBLEB COCHbI OObIKHOBEH-
HOW (Pinus sylvestris L.) pa3HON MHTEHCMBHOCTU
pocTa B YCJIOBUSIX CPEOHETAEXHOro COCHSAKA JN-
LwanHUKoBOro B KOxHowm Kapenun.

MaTtepuanbi u metoabl

MccnepoBaHus npoBOAMAM B COCHOBOM Ape-
BOCTOE €BPONENCKON YacTn cpeaHer Tanrn B KOx-
Hol Kapenum (62°13" c. w. 34°10’ B. A.) B Te4eHne
psda BereTauMoHHbIX NepmoaoB (Mar—CceHTa0pb)
1981-1984, 1988-1989, 1997 n 2010 rr. Mpo6-
Has niowaap paamepom 20x20 M Obina 3anoxeHa
B COCHSIKE NNLIANHMKOBOM €CTECTBEHHOI0 NPOnC-
XOXAEeHWs, oTHocsiIlwemcs kK V knaccy 6oHuTeTa,

20

C COMKHYTOCTbO gpeBocTos 0,57. CpegHuii BO3-
pacT gepesbeB coctasun 30 neT, BbicoTa — 5 M,
avameTp — 7,3 ¢M, 3anac gpeBecuHbl 22,8 mirat,
TeKyLLMIA NPUPOCT apeBecuHbl — 2,2 M3, [Nognecok
OTCYTCTBYET, OOMWHAHTAMV HAMOYBEHHOro Mo-
kpoBa aBnsaioTca Cladonia rangiferina (L.) n Cal-
luna vulgaris (L.). No4yBa necyaHass NOBEPXHOCT-
HO-nog3onnctas, chopmMmupoBasLlasics Ha Gnto-
BUOMAUMANIbHBLIX MNeckax. Penbed® paBHUHHLIN,
Mukpopenbed He BbipaxeH. OCHOBHasa macca
KOpHe cocpenoToyeHa Ha rnydbumHe 0—20 cm. Ypo-
BEHb 3aneraHns rpyHToBbIX BoA4 HUke 5 m [Caso-
HoBa u ap., 2011].

Ob6bekTaMn 1ccneooBaHUs MOCAYXUAN aepe-
BbSi COCHbl 0ObIKHOBEHHOW (Pinus sylvestris L.) on-
HOM BO3pacTHOW rpynnbl (25-35 neT), HO pasHoi
WHTEHCMBHOCTW poOCTa: ObicTpopacTylime aepe-
BbSl BEPXHEro nosora (rocnoAacTBylOLWME) U MEA-
NIEHHOPACTYyLLME AepeBbs HUXHErO nosnora (yrHe-
TEHHbIE), Pa3NNYAIOLLMECH MO BENYMHE FOAMNYHbBIX
MPUPOCTOB N OTHOCALIMECH COOTBETCTBEHHO K Il
n IV knaccam pocta n passutusa. ng nccneno-
BaHMUSI FOPU30HTANIbHOW CTPYKTYpPbl GUTOLEHO3a
npu 3aknazke npobHor nnowanun 6610 BeINOIHE-
HO KapTuMpoBaHue apesocTos (puc. 1). B nepuopn
OKOHYaHMS MHTEHCMBHOIO pocTta (Mosb) NMpoBe-
[EeH CMIOWHOM NepeyeT AepeBbEB C NUSMEPEHNEM
MX BbICOTbI, AMAMETPOB KPOHbI 1 CTBOJIA HA BbICO-
170,11 1,3 M.
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Puc. 1. MNpoCTpaHCTBEHHOE pacnpeneneHme yrHeTeHHbIX (3akpalleHHbIN
KPYr) 1 roCnoACTBYIOLWNX (HE3aKPALLEHHbIN KPYr) AePEBbEB COCHbI 0ObLIKHO-
BEHHO Ha NPOBHON NnoLwanmn CocHsKa NNLWANHNKOBOro

Fig. 1. Spatial distribution of oppressed (filled circle) and dominant (open cir-
cle) Scots pine trees on a sample plot in a lichen pine forest
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dyHKUMOHANBHOE COCTOSIHME pPacTEeHUn oLe-
HMBaAM Mo rnokasaTtensaMm BOAHOr0 U MMHEpPanbHO-
ro obmeHoB. B kauecTBe nokasatene Bnaroobde-
CMEYEHHOCTM PACTEHUN NCMOJSIb30BaNN BEJSINYMHBI
npeppacceeTHolix (¥, Mla) n aHeBHbiX (¥
Mla) BOOHbIX NOTEHLMANIOB OXBOEHHbIX NOOEros.
BogHble noTeHumanbl OXBOEHHbIX NOOEroB COCHbI
M3Mepsann C NoMoLLbl0 Kamepbl aaeneHus [Ca-
30HOBa 1 Ap., 2011] ¢ TOYHOCTbLIO onpeaeneHns
0,05 MMa. HabnwoaeHnsa nposoamnn gna 10 ge-
pPEBLEB KaXXO0W rpynnbl POCTa; C KaXaoro gepesa
oTOupanu no Tpu nobdera co cpeaHen 4YacTu Kpo-
Hbl. OQHOBPEMEHHO C M3MEPEHVEM MoKa3aTenen
BOOOOOMEHa pacTeHus npoBOAWMIN UCCNedo-
BaHMe 3anacoB Bnarm B no4yse. BnaxHocTb nouy-
Bbl OMpenensanu BecoBbIM MeTonom [Teopwus...,
2006]. MukpomeTeoponormuieckme HabnoaeHus
NPOBOAWAMN MO CTaHAAPTHbIM MeToaukam [Caso-
HoBa u ap., 2011].

OTOOp KCUNEMHOro coka W OAHOJIEeTHEeN XBOU
0151 aHaNM3a XMMMUYECKOro 3JIEMEHTHOro cocTaBa
NPOBOAVAN B COOTBETCTBUM C PEHOSIOTMYECKUM
pa3BuTMEM COCHbl B (aldy Hadana pocTa (maMn),
MHTEHCMBHOIO pocTa (MIOHb), OKOHYaHUsI pocTa
(vionb) 1 nepmoga nokos (ceHTabpb). Ansa cbopa
KCMIEMHOIO COKa MCMOJIb30Bann Kamepy gasne-
HUS, KOHCTPYKLMS KOTOPOM Oblna aHanornyHa nc-
NnoJib3yemMow ans onpegeneHns BOOgHbIX MOTEHUN-
anoB noberos [Ca3oHoBa u ap., 2011]. Micnonbays
cXaTbll @30T, CTyneH4yaTo MNOoBbILLANM AAaBfIEHME
B Kamepe, obuBaschb cTekaHus coka. CobpaHHbINn
KCUIEMHBbIM COK M XBOIKO aHaNN3npoBanu OTAE/bHO
ons kaxgoro gepesa. OnpeneneHne cogepxaHus

[S]
(w]

—
o

I[IIEIMCT]) CTBOIA, CM

asota (N) BbINOJIHAAN C NMOMOLLBI 3J1IEMEHTHOIro
aHanuzatopa PE-2400 (Perkin Elmer, CLLA); ka-
s (K) — MeTogoM atoOMHO-3MUCCUOHHOW Chnek-
TpodoTOMETPMN HA  ATOMHO-abCOPOLMOHHOM
cnekTpodoTtomeTpe AA-7000 (Shimadzu, 4no-
HuA); docdopa (P) — cnekTpopOoTOMETPUHECKM
METOAOM C MOJIMOGOEHOBOW CUHBIO C MOMOLLLbIO
CP-2000 («OKB CnekTp», Poccus) B TpexkpaTHOM
NOBTOPHOCTN.

BennunHy ynoenoHon NMCTOBOM MOBEPXHOCTU
(SLA, cM? ') BbIMMCNAAM MO OTHOLLEHMIO MoLa-
[N XBOM K Cyxon Mmacce. Nnowanb XBou onpenens-
nn no metoay tO. J1. LlenbHukep [1982].

Ons o6paboTkm pe3ynbTaToB MPUMEHSIIN Me-
Toabl BapmaumoHHowm ctatuctmukm [Glantz, Slinker,
2003; WMeaHnTep, Kopocos, 2011]. Cratucrtumye-
CKyto 00pabOoTKy AaHHbIX MPOBOAUIN C UCMONBb30-
BaHMeM nporpammbl Statistica 10 (StatSoft Inc.).
Ha rpadukax n B 1abnavue npuBeeHbl cpenHue
3HAYEHUss U UX CTaHOApPTHble OWKnOKN. PasHble
OykBbl B TabauLUe ykasblBalOT Ha CYLLECTBEHHbIE
pasnnyunMs CpemoHUX 3HA4YeHUN Mpu CPaBHEHUU
aKCnepuMeHTanbHbIX rpynn. J1ns oueHKn cyLecT-
BEHHbIX PA3NNYMA MeXAy CPeLHUMN BEANYNHAMMN
NCNonb30Banu Kputepuin Teiokn. CTaTUCTUYECKN
3Ha4YMMbIMK cunTanu padnmyuvs npu p < 0,05.

PesynbTaTtbl U 06Ccy)XaeHue
[MpoBeneHHbIN aHanms rOPU30HTaJIbHOW
(puc. 1) n BepTMKanbHOM (pUC. 2) CTPYKTYPbI COC-

HKa JINWANHUKOBOIO BbISIBUT Pa3HOPOAHOCTb
MOP®dOMETPUYECKMX XapPaAKTEPUCTUK [AEPEBLEB

10

Bricora ctBoma, M

o

0

1 2 3 4 5 6 7

8 9 10 11 12

0
13 14 15

Puc. 2. HYacTOTHOE pacnpefeneHne 4ePEBbLEB COCHbI OObIKHOBEHHOM MO CTYMNEHSAM
AvameTtpa (D, ;) v BbicoTsl (H) Ha NPo6GHO nyoLann CocHsIKa NMWaiHUKOBOrO
Fig. 2. Frequency distribution of Scots pine trees by steps of diameter (D0,1)
and height (H) on a sample plot in a lichen pine forest
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COCHbl OHOro BO3pacTa M nokasasn npeobnaga-
HVE B OPEBOCTOE YrHETEHHbIX AEPEBLEB C MEHb-
e BbICOTON U OMaMeTpOM CTBOJ1Ia MO CpaBHe-
HUIO C rOCMAOACTBYIOLLMMN OEPEBLbAMU. 3HAYEHMS
SLA xBown rocnoacTBytowmx (43,76 £ 1,36 cm? ')
N yrHeTeHHbIx (63,56 + 1,62 cm? ') nepeBbeB Tak-
e CyLLeCcTBEeHHO pasnundanuce (p < 0,05).

B pa6ote H. I'. BankikoBa ¢ coarT. [1989], BblI-
MOJSIHEHHOW Ha Tex e 0o0bekTax, MokasaHo, 4To
85 % duTomMaccbl COCHOBOro APEeBOCTOS COCTaB-
naT gepesbs ¢ anametpom 80-130 mm Ha ypoB-
He 0,1 M BbICOTbI AepeBa, 0QHAKO UX KONMYECTBO
B 5 pa3 MeHblle 4ncna OepeBbLEB C BEMNYMHOM
D, , Hnxe 80 MMm. lNpu 3TOM yCTaHOBIEHO CXOA-
CTBO CPOKOB Hayana npouecca pocTta B TOMLWM-
HY Y AEPEBbEB PA3HOrO XM3HEHHOIO COCTOSAHUS,
OHAKO OKOHYaHWe pPOoCcTa rOCNOACTBYIOLLMX pa-
cTeHun npoucxoamno Ha 10-15 gHen no3xe, 4Yem
Yy YrHeTeHHbIX. CX0OXY0 3aKOHOMEPHOCTb OTMeYa-
IOT U AN COCHOBbIX GUTOLLEHO30B pasHOWM Mpo-
OYKTUBHOCTW, KOraa yBenn4eHne npoaomxknTenb-
HOCTU M MHTEHCUBHOCTU OeNeHns KneTok kamous
B 6onee 6naronpusaTHbIX 30adUYECKMX YCIOBUSX
NPMBOAUT K BO3PACTaHMIO FOAMYHOrO paguarb-
HOro npupocta cteona [KunuweHko, BaHTeHkoBa,
2014]. CpegHue 3HavyeHnss Macchl CTBONA 1 Mpo-
AYKTUBHOCTU AJ1st rOCNOACTBYOWWMX (D, | > 80 Mmm)
¥ yrHeTeHHbIx (D, , < 80 MM) fiepeBbeB COCHbI CO-
ctasunu 10 n 0,4 kr, 0,25 n 0,013 kr B rog cooT-
BeTCTBEHHO [BanbikoB n ap., 1989]. BaxHo oTme-
TUTb, YTO HEBbLICOKASA YNCIIEHHOCTb FOCMOACTBYIO-
LMX OEepeBbLEB, a Takke Mx cnabas COMKHYTOCTb
He 0Ka3blBaNM 3HAYUTENIBHOIO 3aTEHAOLWErO BU-
SIHUS HA YrHeTeHHble aepesbsi. O4eBMOHO, ANd-
depeHunaumsa oepeBbEB MO XU3HEHHOMY COCTO-
SIHUIO B UCCNEOYEMOM COCHSIKE JULLIANHNKOBOM
obycnoBrieHa npexnae BCEro no4yBeHHbIMU YCIo-
BUSIMW, B YACTHOCTU TMOAPOTEPMUYECKUM PEXU-
MOM 1 YPOBHEM MUHEPASIbHOIO MUTAHUS.

Ecnn no mopdomeTpuyeckmMm napameTtpam
Yy pacTeHnin pPa3HOM XNU3HEHHOCTU OTMEYEHbI CY-
LLEeCTBEHHbIE PA3/nyus, TO CpaBHEHNE nx Gpuamno-
JIOrM4eckmx rnokasaTesnein okasanocb 6oee Cnox-
HbIM 1 3aBUCSLLMM B NEPBYIO 04epenb OT YyC0BUM
YBAQXHEHMS. Halwm MHOroneTHne nccnenoBaHus
B NNLLAMHMKOBOM TUME Neca NO3BOINAV BbIAENNTb
nepmoabl YMEPEHHOMO YBAXHEHNS N 3aCyXu, OT-
nnyaloLwmecsa no Hanps>XeHHOCTU MEeTeOyCrOBUi
[Ca3oHoBa, lMpupaya, 2015]. MNpn aTOM nepuo-
Obl aTMOCMEPHON 3acyxu, COMNPOBOXAAKLLMECs
CHVXEHVEM 3arnacoB Bnarm B rOPU3OHTAx MOYBbI
0-50 cm po 15-16 MM n Gonee, 6GbINM peokmm
N Henpoao/XuTenbHbiMU. B OCHOBHOM 3anachbl
obuwieli BnarM B KOPHEOOUTAEeMbIX TFOPU30HTaXx
noysbl (0-50 cM) COCHsIKa NMLLANHMKOBOrO B Te-
YeHune psiaa BereTauMoHHbIX NePMOLOB NpeBbIlLa-
M 28 MM, 4TO XOPOLLO COrnacyetcs ¢ AaHHbIMU

Nno rMAPOTEPMMYECKOMY PEXMMY MOYB COCHOBbIX
necos Kapenuu [EpykoB, BnackoBa, 1986].

B oTmx ycnoBusix, ucnonb3ys BennduHbol ¥
OXBOEHHbIX NOOEroB kak nokasaresiv BOAHOro Ae-
dunumta [Kramer, Boyer, 1995], nposenu ougeHKy
XXM3HEHHOr0 COCTOAHUSA OepeBbeB COCHLI. Cono-
CTaB/IEHNE YCPEOHEHHbIX 32 BEreTaunOHHbIN ne-
progsemmiunH ¥ ¥ . OXBOEHHbIX noberos roc-
NOACTBYIOLWNX U YrHETEHHbIX OepeBbeB (Tabin.),
MOJIYYEHHbIX B YCNOBUAX YMEPEHHOIro yBNaXHe-
HWS1, HE BbISIBUIO 3HA4YMMbIX pasnunyuin (p > 0,05).
OT0T haKkT CBUAETENLCTBYET, 4HTO GOPMNPOBAHME
MWUHUMaNbHOIO U MakCMMasibHOro BOAHOIro aedu-
uuTa, xapakrepusyemoro senninHamm ¥ n ¥
He OblI0 CBA3AHO C XM3HEHHbIM COCTOSIHMEM [e-
peBa, NOCKOJIbKy OOJbLUNIA BOAHbIM AedULNT MOr
OblTb Y FOCMOACTBYIOLLLErO AepeBa U MEHbLUUA —
Yy YrHeTEHHOro, 1 HaobopoT. PaHee Takke oTMe-
yann [Pridacha et al., 2011; Sepulveda, John-
stone, 2019] oTcyTCTBME TECHOW B3aMMOCBA3MU
BM3yaslbHO OMNPEeAEeneHHOro XXM3HEeHHOr0 COCTOS-
HUS oepeBa U ero GU3noNorM4ecknx xapakrepm-
ctuk. Mpu aTom amanas3oH sapuabenbHocTn ¥
(-0,3...-0,7 MINa) 6bin 0AMHaKOBbLIM A1 AEPEBbER
Pa3HOro XMU3HEHHOro COCTOSHUS M OAs OaHHOro
YPOBHS NOYBEHHOW BlaroobecnevyeHHOCTM He Obin
CBSI3aH C M3MEHEeHMAMK 3anacoB Bnarn B MNoyBse.
Bapuaummn ¥ Gbiiv 00yCNOBNEHbI U3MEHEHN-
MM 3anacoB Bnaryu B caMmoM pacteHun. B 3aBu-
CMMOCTM OT MOroAHbIX YC/IOBUI pacxod Bnarm
Ha TpaHcnMpaumio, Tak Xe Kak U CTeNeHb ee BOC-
NOJSIHEHMS K MpeapacCBeTHOMY 4acy MOryT ObiTb
pasHbiMu [Ca3oHoBa, KaibusiHeH, 1994; Caso-
HoBa u ap., 2017], 4To 1 OTpaxaeT B A4AHHOM CNy-
4yae M3MEeH4MBOCTb BenyuHbl ¥ . BMecTe ¢ Tem
COMoCTaB/ieHNEe NosyYeHHbIX BennyvH ¥ 'y nepe-
BbEB PA3HOM MHTEHCMBHOCTM POCTAa C BbISIBIEHHO
Hamu paHee [Ca3oHoBa n gp., 2005] noporosoi
BENMYMHOM Ans cocHbl (—1,15+0,11 MIa), npu
KOTOPOW MPOMUCXOOANT YCTbUYHOE OrpaHnyYyeHune
TpaHcnnpauun, CBUAOETENbCTBOBANIO O HaIMYmn
Yy OEePEBLEB COCHbI PA3HOI0 XNU3HEHHOIr0 COCTOS-
HUS «HOPMaJsibHOro» BOAHOro geduunta. BaxHo
OTMETUTb, YTO NPW abCOMOTHBLIX 3Ha4YeHuax ¥
NpeBbILLAWMX NOPOroBoe, CUilbHEE U NPOAOI-
XuTenbHee OyaeT 1 orpaHMyeHne TpaHcnupauum.
MogoobHoe saBneHMe aOenpeccur TpaHcnmpaumm
y Pinus sylvestris HabntogaeTcs BNIOTb 40 CHUXE-
Hus 3HadveHnn ¥ . no —-1,5 MMa [CasoHosa v Ap.,
2017, 2019].

na pocta n pasBuTUs OPEBECHOrO pacTeHus
SIBNSIETCS BaXHbIM HE TOJIbKO Hanmn4me u OOCTyr-
HOCTb Bnarm, Ho U 06ecne4YeHHOCTb ero asIieMeH-
TaMmn MuHepanbHoro nutanus [Lambers, Oliveira,
2019]. MNpoBeaeHHbIt aHann3 BINAHUS XU3HEH-
HOro coctosiHna aepesa Ha cogepxanue (N, P,
K) n cootHoweHne N:P:K B kcunemHoM coke
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Cpe,u,Hme 3a Beretaumio BeMYMHbI NokasaTesnien BOOHOro U MUHEPabHOro obmeHa AepeBbeB COCHbI 00ObIKHOBEH-
HOM PA3HOIr0 XXM3HEHHOIO COCTOSAHNS B COCHSIKE INLIANHMKOBOM

Average values of water and mineral metabolism indices for the growing season in Scots pine trees of different vitality

in a lichen pine forest

XunsHeHHOe cocTosHVe aepeBa
MokasaTenb Tree vitality
Index [ocnoacTeyoLLee YrHeteHHoe
Dominant Oppressed
v MMa

max’ _ + a _ + a
Pre-dawn water potential, MPa 0.47+0,03 0,490,083
Y Mla

min’ _ + a _ + a
Daytime water potential, MPa 1,15+0,04 1,19+0,05
N, mrna’

x? + a + a
Nitrogen content in xylem sap, mg I 81,7+18 302+1.5
P ,wmrn!

x? + a + a
Phosphorus content in xylem sap, mg I! 10,6+0.6 10904
K, mrna!

! + a + a
Potassium content in xylem sap, mg I'! 534%29 51,026
NN:P:K’ % + a + a
N of ratio N:P:Kin xylem sap, % 3315 33=1.2
P % +0,82 +0,9°
P of ratio N:P:Kin xylem sap, % 11+08 12£0.9
Kiipo % + a + 2
K of ratio N:P:Kin xylem sap, % 5621 556+2,2
N, rm2 a b
Nitrogen content per unit needle area, g m- 2,852 0,11 1,89+0,04
P, rm? a b
Phosphorus content per unit needle area, g m 0,38+0,02 0,24%0,01
K,rm2 a b
Potassium content per unit needle area, g m- 1,0£0,07 049+0,04

lMpumeyaHve. B npenenax kaxaoro nokasaTens padHble 6ykBbl ykasbiBalOT Ha JOCTOBEPHOCTL Pa3fivumnii CPeaHNX 3HAYEHW MpK

ypoBHe 3HaummocTu p < 0,05.

Note. Within each parameter, different letters indicate the significance of differences in average values at p < 0.05.

TaKxke nokasan OTCYTCTBME 3HAYMMbIX PA3ANYUi
(p > 0,5) nokaszartenen, MNOSy4EHHbIX B YCNOBUSX
YMEPEHHOro ysnaxHeHus (tadn.). OTMeuyeHHas
HamMmn ctabunmnsaums cootHoweHus N:P:K B kcu-
NIEMHOM COKE PacCTEHUIM PasHbIX FPyMM, BEPOSITHO,
cBMaeTenbcTByeT 0 cb6anaHCMPOBAHHOCTN OCHOB-
HbIX OOMEHHbIX MPOLECCOB Y AEPEBLEB PA3HOro
XM3HEHHOro coctosaHua [Ca3oHoBa, [lpupava,
2002]. PaHee npoBeaeHHbIE HA 3TUX XE IKCNepu-
MeHTasIbHbIX 00bEKTax MCCefoBaHUs copepka-
HWS a30THbIX [HepHOOpoBKMHA, YcneHckas, 1988]
n yrneBoaHbix [KanbusaitHeH, CoppoHosa, 2003]
COEAMHEHMI TaKXe NoKa3ann He3aBUCUMOCTb UX
COAEPXaHUSA OT XU3HEHHOro COCTOSIHUS OepeBa.
Taknm 06pa3om, B YCIIOBUSIX YMEPEHHOIO YBNaX-
HEHUS B COCHSIKE JNULLIANHUKOBOM MOXHO OTMe-
TUTb CTabuUnM3aumio nokasatenet MMHepasnbHOro
1N BOgHOro obmeHa OepeBbeB 06eux rpynmn, 4To
CBUAETENbCTBYET O CXOACTBE (PYHKLMOHANBHOIO
cTaTyca pacTeHul COCHbI pa3Horo rabuTyca.
BmecTe ¢ TeM B yCrioBUSAX OSINTENbHON 3acyxu
NPUY CHUXKEHWM 3anacoB Bflarn B KOPHEOOMTaeMbIxX
ropnsoHTax noysbl (0-50 cm) cocHska nuwan-
HUKOBOrO Huxe 16 MM (puc. 3) Hapsay C ycune-
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HMemM pgeduymTa LOCTYMHbIX PacTeHnaM ¢opMm
3JIEMEHTOB MUHepasibHOro nutaHusa [Mopo3sosa,
depopeu, 1992] y yrHeTeHHbIX OEpPeBbEB MPO-
NcxoamT GOosbllee CHUXEHWe BenudvHbl ¥ no
-1,39+£0,05 Mlla no cpaBHEHMIO C rocrnoacT-
BYIOLLMMUN AEpEeBbAMU, 3HadeHus ¥ KOTOPbIX
He npesbiwann -0,75 MMa. MNMpn BOCNOAHEHUN
NMOYBEHHbIX Bnaro3anacoB LOXAEBbIMY 0CaaKamMu
HaMV OTMEYEHO YMEHbLUeHne BOLHOro aeduum-
Ta, B 4ACTHOCTV MOBbILIeHVe 3HaveHuin ¥, Kak
y rOCNOACTBYIOLLMX, TaK U Y YTHETEHHbIX AEPEBb-
eB: -0,58 + 0,06 n -0,57 £ 0,05 MIlla cooTBeTCT-
BeHHO [CasoHoBa, [Mpupgada, 2015]. 3toT dakT
MOXHO OOBACHUTL OCOBEHHOCTSIMU BepTUKasb-
HO-PPAKUMOHHON CTPYKTYpPbl GUTOMACCHI YrHe-
TEHHbIX N FOCMNOACTBYIOLLMX OEPEBLEB, raoe y nep-
BbIX MpoucxoauT dopMmnpoBaHne GonbLUel JoNu
MaccChbl XBOU, a Y BTOPbIX — CTBOJIOBOM OPEBECUHbI
B oOLwien macce gepea [banbikoB 1 gp., 1989].
B 3acyxy BcnencrtBvMe OTHOCUTENLHO 6Gosnbluei
aCCUMWUJIALLMOHHON MOBEPXHOCTU, CBUOETESNLCT-
BOM KOTOPOM ABAAIOTCH PacCYMTaHHbIe HaMU Be-
Nn4YmHbl SLA, yrHETEHHbIE PACTEHUS UCMbITLIBAOT
N OONbLIMA TPaAHCMMPALMOHHbLIA pacxod, BOAbl,
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KOTOPbIA HE yCrneBaT BOCCTAaHOBUTL BCNeACTBUE
nepexsara MNO4YBEHHOM Biarv KOPHAMM rocnoacT-
BYIOLLUMX OepeBbeB. Hanunyve BOAHOro CTpecca,
XOTb M HEMNPOAOKUTENIbHOrO, MOXeT OblTb Npu-
YXNHOW 3aMeIEHHOro PoCTa COCEH U B KOHEYHOM
cyeTe HU3KNX MPOAYKUMOHHBIX NoKasaTenen yrue-
TEHHbIX AepeBbEB N0 CPaBHEHMIO C FOCNOACTBYIO-
LMW PACTEHUAMMN.

CnepoBaTtesnbHO, BAUSIHME Pa3nynii B MUKPO-
KIMMaTUYeCKMX YCNOBUAX Npom3pactaHns oOT-
[eNlbHOro pacTteHns B GUTOLEHO3e OTpaxaeTcs
npexzae BCEro Ha ero poctoBon oyHkuun. Issect-
HO, 4TO B NpoLecce pocTa 1 Pa3BUTUSA LPEBECHbIX
pacTeHuin y Hux dopmmpyetcs cbanaHCMpoBaH-
Hasi cuctema BoAHOro TpaHcnopta [KanbusinHeH,
Xapwn, 1985]. Ons uccnenyemMbix HamMmn OepeBbLEB
COCHbl MoOKa3aHa JIMHENHas 3aBUCUMOCTb MeX-
Oy MnJowanplo nornepeyHoro ceyveHust 3abosioHn
CTBOJIA NOJ, KPOHOW (S ) 1 CyMMOW NJiowaaem Bcex
NPOBOAAMX Bary KOpPHen, Mexay S, v CyMMoi
naowianen Bcex NpoBoasLLMX Bnary BeTsemn [Xapu
n ap., 1983], a Takxe mexay S, 1 Maccow xsou
[KanbusaiiHeH 1 gp., 1986]. B ycnosusix ymepeH-
HOIO yBJI@XHEHWNS yaesSibHble BeNMYMHbI Coaepxa-
HUa N, P n K B eguHunLLe oObema KCcuiemsl, a Tak-
Xe ypoBeHb BoaHoro aepuumta (¥ n ¥ ) Gbinn
CXOOHbIMW Y OepeBbeB PA3HOro XXM3HEHHOro Co-
cTosHua. CnepoBaTenbHO, Y PACTEHUIA B AAHHbIX
yCcnoBsusx cpefbl GOpMUpYyeTCsa Takas CTPyKTypa

dunTOMacChl XBOU, BETBEW, CTBOJIOB 1 KOPHEW, KO-
TOPYIO pacTeHuMe OaHHOro Bumaa MOXeT obecre-
YNTb HEOOXOAMMbIM [AJ11 €r0 HOPMAaJsIbHOW XU3HEe-
OEeATeNbHOCTU KONIMYECTBOM BOAblI U 3J1IEMEHTOB
MUHEpPasnbHOro nutaHus. MoxHo nNpeanonioxuTb,
4YTO rOCMOACTBYIOLME OEpPeBbs, NPEBOCXOAsALME
no MoOpP@POMETPUYECKUM NoKa3aTesisiM YrHEeTEH-
Hble pacTeHus, nornowatoT 6osbllee KOJINYEeCTBO
BOAbl N 9N1IEMEHTOB MUHEPAJIbHOIO NMUMTAaHWUS B pac-
yeTe Ha Lenoe OepeBo, 4To U obecrneynBaeT UM
BO3MOXHOCTb 00JibLUEro Npupocta ¢GUTOMAacChl
3a BereTauMoHHbIV nepnof. B nonb3y aToro takxke
yKa3blBAlOT PacCYUTaHHbIE HAMW YAEsbHble 3Ha-
YeHns coaep>XaHUss ONOreHHbIX 3NIeMEHTOB (N,
P, K,) Ha eavHuuy niowaan acCuMuisUMOHHOM
noBepxHocTn (Tabn.), koTopble Obin B 1,5-2 paza
Oonblle Yy TOCMOACTBYIOLWINX [OEPEeBbEB, YeM
Y YrHETEHHbIX PACTEHWIA.

3aknioyeHue

deduumnTt pecypCcoB B COCHSIKE NULLANHUKO-
BOM, SIBMSIOLLEMCS OOHUM U3 Hambonee GenHbix
No COAEPXaHNIO MUHEPASIbHBIX 9/IEMEHTOB B MOY-
BE U UX OOCTYNHOCTU O/ PacTEHUNM NO CpaBHe-
HUIO C APYrMMK CyXO40JIbHbIMY TUNamu neca [Mo-
po3oBa, Penopeu, 1992], a Takke BO3HMKaOLLNE
B OTAEJ/IbHblE Nepuoabl BPEMEHU MOYBEHHbIE «3a-
Cyxu» MPUBENN K 3Ha4YUTEeNbHOM anddepeHuma-
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UMM OepeBbeB COCHbl B ApeBocToe. B ycnosusax
YMEPEHHOIO YBAXKHEHUS Y AEePEBLEB PA3HOMN UH-
TEHCMBHOCTM pPOCTa OTMEYEHbl CXOXME 3HA4YEHUS
nokasaTefien BOOHOro U MUHEPaNbHOro obmeHa.
OpHako B ycnosusix geduumta NO4YBEHHOW Bna-
MM YyrHeTEeHHble pacTeHUs UCMbITbiBaNM 60bLINIA
BOAHbLIN CTPECC MO CPaBHEHUIO C rOCMOACTBYIO-
WYMK aepeBbsMU. Takmm o0pa3om, B COCHSIKe
JNWANHUKOBOM  KOMIMJIEKC  PUTOLEHOTUHECKUX
dakTopoB B BOMbLUEN CTEMEHU BIUSET HA UHTEH-
CMBHOCTb POCTOBbIX MPOLECCOB U UX MPOLAOSIXU-
TENbHOCTb M B MEHbLLUEWN CTENEHN — HAa NokKa3aTenu
BOOHOIO M MMHEPANbHOr0 0OMeHa AepeBbLEB COC-
Hbl PA3HOM XXM3HEHHOCTU. MOXHO NPeanoaoXuTb,
YTO U3MEHEHME CTPYKTYPbl GUTOMACCHI NOraoLLa-
IOLLMX, MPOBOAALLMX N aCCUMUIISLLMOHHBLIX opra-
HOB Y AepPEBbEB COCHbI PA3HOW XNU3HEHHOCTU IB-
nsieTca aganTUBHOM peakuyen ans noaaepxaHus
CTabuNbHOCTN MX GUIMONOINMYECKMX XapakKTepu-
CTUK, 4YTO oB6ecneyrBaeT UM yCTOMUYMBOE PYHKLN-
OHMPOBaHMe Npu BapbUPOBaHNK PA3JINYHbLIX YCI0-
BUIN BHELLIHEN Cpeapbl.

duHaHcoBoe obecrieyeHne UCCe[0BaHn
OCyLLEeCTBJISIZIOCH U3 CPEeACTB denepaabHoro
6roaxeTa Ha BbINOJIHEHWE roCyAapCTBEHHOIO 3a-
AaHus KapHL PAH (UHctutyT neca KapHLU PAH)
M Npu HaCTUYHO muHaHcoBow noaaepxke POOU
(rpaHTbl 09-04-00299-a n 13-04-00827-a).

UccrnepoBaHus BbINOSHEHbI HA Hay4HOM 000-
pyaoBaHuy LleHTpa KO/IeKTUBHOro nosib30BaHus
denepanbHOro  MCCAe40BaTENbCKOro  LIEeHTpa
«Kapernbckuii Hay4HbIVi LeHTP Poccurickor akage-
MU HAYK».
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KPATKUE COOBLLUEHNUA

YK 581.1

O SABUCUMOCTU PEAKLLIUMN PACTEHUI

HA KPATKOBPEMEHHbIE EXKECYTO4YHbIE MOHUXEHUA
TEMMNEPATYPbI OT ®OTONEPUOOA U NMPUHAONEXHOCTHU
K ®OTONEPUOANYECKOW rPYNME

T.Tl. WWnGaeBa, A. ®. Tutos

UHcTuTyT 6uonorum KapHL| PAH, ®UL| «Kapenbckuii Hay4Hbivi LeHTp PAH», lNeTposaBoack, Poccusi

B paboTte 0606LeHbl 1 CUCTEMATU3NPOBAHbI COOCTBEHHbIE U NUTEPATYPHbIE AAHHbLIE,
NO3BONSAOLLME CYOUTb O HANMNYUN WUAN OTCYTCTBUM 3aBUCUMOCTU peakLmnn pacTeHun
Ha KpPaTKOBPEMEHHbIE E€XECYTO4YHblE MOHMXEHUS TemMnepaTtypbl (4pOon-BO3AENCTBUS)
oT ¢doToneproaa 1 NPUHaAANEXHOCTN K pOoTONEepmnoanyeckon rpynne (oIMHHOLHEBHbIE,
doTonepmoanyeckn HemTpabHble N KOPOTKOLHEBHbIE). MpuMeHeHne apon-Bo3aeNCT-
BUIN IBNSIETCS OOHUM U3 aNlbTEPHATMBHbIX MPUMEHEHUIO PETAapAAHTOB CNOCOOO0B yrnpaB-
JNIEHNs1 POCTOM PaCTEHUI C Lenblo noydyeHnst 6onee KOMMakTHbIX GOPM Npu BbipaLLm-
BaHMMN OBOLLHbIX W LBETOYHbIX (FOPLUEYHbIX 1 KIyMOOBbIX) KynbTyp. PaHee cumMtanocs,
YTO AJIMHHOOHEBHbIE PACTEHUS ABNSIOTCH MEHEE OT3bIBYMBbLIMU HA APOMN-BO3OENCTBUS,
4yeM KOpPOTKOoAHEBHble. OoHaKo Ha OCHOBaHUM aHaNn3a UMEIOLLIMXCS AaHHbIX CAENaH Bbl-
BOZ, YTO peakLms pacTeHU Ha OPON-BO3LENCTBUS HE 3aBUCUT OT UX NPUHAONEXHOCTU
K onpeaeneHHon ¢poTonepuoguyeckon rpynne. lNpexae BCero oHa onpenenseTcs ycno-
BUSIMW NPOBEAEHMUS OMnblTa, @ UMEHHO MPOAOJIKUTENBHOCTLIO poTonepmnoga. B vacTt-
HOCTU, HambonblUN 3pPeKT APON-BO3AENCTBUIM HA KOMMAKTHOCTb PACTEHMA NPOosiB-
NseTcs B ycnoBusix kopoTtkoro ¢gotonepuoga. C ysennyeHmem dotonepmnona apdekr
[pon-Bo3aencTBuii ocnabeaeT namM Boobue oTcyTcTByeT. nsa nposeneHns apoekra
[pOon-BO3AENCTBUIM B YCIOBUAX ANIMHHBLIX GOTONEPMOA0B, Kak NpaBuio, TpebytoTcs 60-
Jlee onnTenbHble HU3KOTEMMEPaTypPHbIe BO3AenCcTBUS. [NpeanonaraeTcs, 4To 3TO CBs3a-
HO C yCWJIeHneM cuHTe3a rmb6epenIMHoOB Npu yeenndeHm doTonepmona, CBOMCTBEH-
HbIM pacTeHnsM Bcex GOTONEPMOANYECKNX FPYNM.

KniouyeBble cNoBa: H1u3Kkas Temnepatypa; GoTonepros; AJIMHHOAHEBHbIE N KOPOT-
KOOHEBHbIE PACTEHMS.

T. G. Shibaeva, A. F. Titov. PLANT RESPONSES TO A SHORT-TERM DAILY
TEMPERATURE DROP: EFFECT OF PHOTOPERIOD AND COMPARISON OF
PLANTS FROM DIFFERENT PHOTOPERIODIC GROUPS

The paper summarizes and systematizes authors’ own and literary data indicating whether
or not the plant response to short-term daily temperature drops depends on the photo-
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period and photoperiodic group (long-day, neutral, and short-day plants). A daily short-
term temperature drop is used as an alternative to the growth retardants method of plant
height control to produce compact vegetable and bedding transplants and ornamental
plants. It was previously thought that long-day plants are less responsive to a temperature
drop than short-day plants. Based on the analysis of the available data, it was concluded
that plant response to a temperature drop does not depend on their belonging to a cer-
tain photoperiodic group, but is primarily determined by the conditions of the experiment,
namely, the duration of the photoperiod. In particular, the greatest morphogenic effect
of a temperature drop is manifested in a short photoperiod. As the photoperiod increases,
the effect of a temperature drop gets weaker or is absent. For the effects of a temperature
drop to be manifested under long photoperiods, longer temperature decreases are usu-
ally required. This is probably due to increased synthesis of gibberellins with an increase

in photoperiod, which is characteristic of plants of all photoperiodic groups.

Keywords: lowtemperature; photoperiod; long-day plants; short-day plants.

BBepeHune

OoHUM 13 anbTepPHATUBHBLIX MPUMEHEHUIO pe-
TapAaHToB CnocoOO0B yrnpaBfeHns pocToM pacTe-
HWI C LeSblo NnonydYeHns 6osiee KOMMNakTHbIX GopM
Nnpu BblpalVBaHUN OBOLLUHbLIX U LBETOYHbLIX (rop-
LLEYHbIX 1 KITyMOOBBIX) KyNbTYP SABNSETCS NPUMeHe-
HME KPATKOBPEMEHHbIX €XECYTOYHbIX MOHVKEHWNN
TemMnepartypsbl (4PON-BO34ENCTBUSA, OT aHr. drop —
nageHne) [Myster, Moe, 1995; Runcle, 2009; Berg-
strand, 2017]. B MHOro4mcneHHbix paboTtax noka-
3aHO0, 4YTO APOMN-BO3AENCTBUSA 0Ka3bIBAIOT BAUSHME
Ha rabuTyc pacTeHWin B YCNOBUSX pa3HblX (oTo-
nepnoaoB (KOPOTKOr0, HENTPasIbHOro U AJIMHHO-
ro) [Mortensen, Moe, 1992a; Ueber, Hendriks,
1992; Moe et al., 1995; CnupnaoHosa n ap., 2010].
B TO e Bpems 9KCrnepuMeHTbI, NPOBeAEeHHble C 60-
nee 4yemM OBaaLATbiO PA3NMYHBIMU BUAAMU U COP-
Tamy pacTeHWI, yKasblBalOT Ha TO, YTO 9P PEKTUB-
HOCTb [OpPOnN-BO34ENCTBUI B MJlaHE TOPMOXEHUS
JIMHENHOrO POCTa MOXET 3aBUCETb OT MPOOOMIKM-
TenbHocTM doTonepnoga [Myster, Moe, 1995].
OpHako pesynbTatbl paboT Mo U3YHEeHWIO BINSAHUS
nepeMeHHbIX TEMNEepPaTyp B YCNOBUSAX Pa3HbIX GO-
TOMNEpUOAOB TPYAHO COMOCTaBNAATb M3-3a Pa3HbIX
napameTpoB OPON-BO3LENCTBUN (MPOLOIIKUTESb-
HOCTb, UHTEHCMBHOCTb, BPEMS CYTOK).

O606Las gaHHble O KPUTUYECKOW OJIMHe OHS
NS MHAUMauMM LBETEHUS MNpU pasHbiX Temne-
paTypax, euie B 1960 r. 6b1710 BbiCKa3aHO npes-
NOMOXEHNE, YTO B CBOEM BAUSIHUM HA doTone-
prvoau3M BbICOKME TemMnepaTypbl 3KBUBAIEHTHbI
CBETY, a HM3kne — TemHoTe [Schwemmle, 1960].
OT0 nNpeanonoxeHne OO CUX NMOP Bbi3bIBAET OM-
CKyCCUM, OOHAKO HECOMHEHHO TO, 4YTO BbICOKUE
N HU3KKEe TeMnepaTypbl CNOCoOHbI OKasbiBaTb 3Ha-
4YnTenbHOE BANSHNE HA TEMHOBbBIE 1 CBETO3AaBUCU-
Mbl€ MPOLECCHI, y4yacTeylowme B doTonepnoam-
4YEeCKOW peakLmn PaCTEHUNM, a8 CTENEHb NX BNSHUS
3aBUCUT OT MHOMMX (aKTOPOB — MHTEHCUBHOCTU
TemMnepartypbl M NPOLAOIKUTENBHOCTM €€ OENCT-

BUS, BUAA PACTEHMUS, NPOAOIIKUTENBHOCTN POTO-
nepuoga n op. Hy>KHO OTMEeTUTb, 4TO nopg PoTo-
neprmoanyeCcknM KOHTPONIEM HAXOAUTCS HE TOJbKO
nepexop, pacTeHun K LUBETEHUIO, HO U MHOIre opy-
rve npoLecchl, HaNnpuUMep, PocT cTebns B OJINHY,
dopMmnpoBaHME JIMCTOBOM NNACTUHKN, BETBIIEHME,
CUHTE3 NUIrMEHTOB, KiybHeobpa3oBaHue, NosoBoe
co3pesaHue [Hillman, 1962].

PesynbTathl, NonyyeHHble B psaae paboT ¢ pa-
CTEHUSIMU, NPUHAOAEXALLMMN K padHblM poTone-
prvoAMyeckuM rpynnam, nokasblBalT, 4TO Opon-
BO34ENCTBUA BIUAIOT, XOTS M B PA3HOW CTEMEHMU,
Ha rabuTyc pacTteHuii, Nnpueoas Kk 0b6pa3oBaHUIO
6osiee KOMMakTHOW GOPMbI KaK Yy AJNHHOOHEBHbIX
(44P), Tak u y doTtonepnogmyeckm HenTpasb-
HbiX (HOP) n kopotkogHeBHbIX (KOP) pacteHui
[Cuijpers, Vogelezang, 1992; Moe, Mortensen,
1992; Grindal, Moe, 1994; Cockshull et al., 1995;
Moe et al., 1995]. Xota nmeetcsa n gpyras Toyka
3peHuns, cornacHo kotopon AP aBnaioTcs meHee
OT3bIBYMBbLIMM HaA AOPOn-Bo3gencrtems, 4em KAP
[Mortensen, Moe, 1992a; Moe et al., 1995].

B cBA3K C BbILLENIIIOXEHHLIM LieSlb JaHHOW pa-
60ThI 3akoyanack B 0006LLEHNN 1 cucTEMaTN3a-
UMM UMEIOLLMXCS COOCTBEHHBIX U JINTEPATYPHbIX
OAHHbIX C LENbi0 BbISBAEHUS: a) BAUAHUSA HOTO-
nepruoja Ha peakumio pacTeHuUin Ha OpOor-BO3-
nencteumsa n 6) ocobeHHoOCTel peakummn pacTeHUN,
npuHagnexalimx K pasHoiM GoTonepmoamnyeckmm
rpynnam, Ha Opon-BO3AENCTBUS B YCNOBUSX Pas-
HbIX GOTONEPUOLOB.

BnusiHue poTtonepuoga Ha peakuuio
pacTeHuil Ha Apon-Bo3[enCcTBUA

OnbiTbl, NPOBEAEHHBIE HA PACTEHUSAX OrypLa
(Cucumis sativus L.) B ycnoBusax pasHbix ¢oTone-
proaoB (8, 12 n 16 4 ¢ coxpaHeHneM mHTerpana
OHEBHOro OCBeLleHust), Nokasanu, 4TO 2-4aCOBble
npon-so3nencteus (12 °C) B KOHUE HOYM BbI3blBa-
IOT YMEHbLUEeHNe NIMHENHbIX PasMepoB PaCTEeHUM
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npu ntodom ¢poTtonepuoae [Sysoeva et al., 1999].
OpgHako npu yBEAUYEHUN MPOAOIIKUTENBHOCTU
doTtonepmnoga ¢ 8 oo 12 n 16 4 adPeKTUBHOCTb
2-4acoBbIX BO3OENCTBUIM CHMXanacb n 6Gonee
9P DEKTMBHBIMU A1 NONYYEHUS KOMMAKTHbIX pa-
CTEHUM oOKasanncb 6-4acoBble APON-BO3OENCT-
BUS. BnmaHune 2- n 6-4acoBbIX OpOn-BO3OENCTBUN
(12 °C) B ycnoBusx ¢potonepmonos 8, 12, 16 n 24 4
Ha OyTOHM3aLMIO U LBEeTeHne neTyHun (Petunia x
hybrida) n 6apxatueB (Tagetes erecta L.) noka-
3anu, YTo APON-BO3AENCTBUS 3HAYNTENBHO YCKO-
PSIOT pa3BUTME PACTEHUI B YCNOBUSAX KOPOTKOro
doTonepmnoaa, HoO C yBENNYEHMEM €ro NPOOOIXN-
TenbHOCTM (C 8 0o 16 4) aTOT adDeKT CHUXKaeTCH,
a npu 24-yacoBom GoTonepmoae OTCYTCTBYET
[CrnnpupgoHoBa n ap., 2010]. Pe3ynbTaThl ONbITOB,
NPOBEeAEHHbIX C pacTeHUsMM orypua, 6aknaxaHa
(Solanum melongena L.), cnapkoro nepua (Capsi-
cum annuum L.) n TomaTta (Solanum lycopersicum
L.) B ycnosusix osyx onavHHbIx ¢potonepmonos (16
1 24 4), TakkKe nokasasnu, YTo BAUSHME 2-4aCOBbIX
ppon-so3gericteuin (10 °C) Ha nuHeliHble pa3me-
pbl U HakonneHne GuomMacchl pacTeHun 6bl1o Me-
Hee BblpaXeHHbIM Nnpu 6onee ganTensHOM GoTo-
nepuoge [LLinbaea, 2019].

Taknm 06pa3om, N3 aHann3a UMetoLLLMXCS paboT
MOXHO 3aK/l04nNTb, YTO B YCJIOBUSAX OAJIMHHBIX GO-
TONEepuoaoB BAUSHME OPOMN-BO3OENCTBUN HA Jn-
HeNHbIe pa3Mepbl PACTEHN MEHEE BbIPaXEHO UIn
BOOOLLIE OTCYTCTBYET MO CPaBHEHMIO C KOPOTKMMMN
doTtonepuogamun. lpn yBennYeHUN OJINTESIbHO-
cTn doTonepmoaa Ans MNOAYYEHUS KOMMAKTHbIX
pacteHuii TpebyloTcs 6onee NpPoOoKUTENbHbIE
ApOon-BO3aerncTBmg. BeposaTHO, 3TO CBSA3aHO C yya-
cTnem rmb6epennnHoB (F'A) B peakumm pacteHui
Ha gpon-Bo3aenicteua [Myster et al., 1997; Grindal
et al., 1998]. Cyas no nmewmMmcs gaHHbIM, rpa-
OVEHT TeMNepaTyp OKa3bIBAET BANSHNE HA CUHTE3
["A nnn Ha YyBCTBUTEJIBHOCTb TKaHen K A, 4TO MO-
XeT NPUBOONTL K UBMEHEHUSIM ANMHbI cTebns [Er-
win et al., 1989; Moe et al., 1991], B yacTHOCTH, 32
cyeT 6JIOKMPOBaHUA CMHTE3a Ha aTane npespaLle-
HuA TA B TA,,, KOHTpONMpyemoe A, -oKcraason
[Langton, Cockshull, 1997]. 910 npeBpaLleHme 3a-
BUCUT OT MHTEHCUBHOCTU CBETA U NPOAOIIKUTENb-
HOCTM CBETOBOro nepuopa [Zeevaart et al., 1991].
YBenuyeHve potoneprona npusoauT K YCUIIEHUIO
cuHTesa A, npuyem Kak y KopoTkoaHeBHbIX [Oden,
Heide, 1989], Tak 1 y OAMHHOOHEBHbIX [Zeevaart
et al., 1991] pacteHuii. MoXHO NPennoIoXnTb,
4YTO APON-BO3AENCTBUSA B COYETAHUN C KOPOTKMM
doTonepmoaomM NPUBOASAT K CHUXKEHUIO COAEPXA-
HUS BUOAKTMBHBIX A, YTO MPUBOAUT K CHUKEHWIO
CKOpPOCTU pocTa cTebns, a ons nosy4yeHns Takoro
adpdekTa npu onnMHHOM doTonepuoae TpedyeTcs
Oonee nNPOAOMKMTENBHOE HU3KOTEMMepPaTypHoe
BO34EeNCTBME.
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Peakuus Ha apon-Bo34eACTBUSA pacTeHU
pasHbIX poTONEepnoaAnNYeCcKnX rpynn

PesynbTatel ONbITOB, MPOBEAEHHBLIX C pacTe-
HUSAMW pasHblix doTonepuogmyecknx rpynn (KOP
xpusaHtema Chrysanthemum carinatum Schoubs,
HOP 6apxaTubl Tagetes erecta v AP netyHus Pe-
tunia X hybrida) B ycnoBusix padHbix (8, 12 n 16 y)
doTtonepunonos [CnnpunaooHosa n gp., 2010; Map-
koBckas n ap., 2013], He BbisBUAV ONpeaeNeHHON
3aKOHOMEPHOCTUN B peakumy pacTeHWUn Ha opon-
BO34ENCTBUS B 3aBUCUMOCTM OT UX NPUHAOJIEXHO-
CTW K TOW U MHOM HOTONEPNONYECKON rpynne.

Ha oOCHOBaHUM OTHOCUTENIBHO HEMHOro4u-
CNEHHbIX 3KCNEPUMEHTOB, MPOBEAEHHbIX B pPa3-
HbIX YCNOBUSIX, paHee Obl cAenaH BbiBOA, YTO
OJIVIHHOOHEBHbIE PACTEHUS MeEHee OT3bIBYMBbI
Ha [pOn-BO3OENCTBUA, 4YEM KOPOTKOLHEBHbIE
[Mortensen, Moe, 1992a; Moe et al., 1995]. AHa-
N3 nnTepaTypbl N0 BAUSAHMIO APOMN-BO34ENCTBUIA
Ha pacTeHus, NpuHagiexawume K pasHoiM $HoTo-
NneproanyYeCcKM rpynrnam, NokasblBaeT, YTO MEHb-
wasi oT3biBY4MBOCTb [AJIP Ha Opon-BO3aencTeuvg,
BO3MOXHO, CBSI3aHa HE C WX MPUHAOJEXHOCTbIO
K ¢oTonepmoamMyeckon rpynne, a ¢ yCnoBUSMU
npoBefeHns 9KCnepuMeHTOB. Tak, B 6GOJbLUNH-
cTBe onbiToB (Tabn.) KOP BbipawmBann n nog-
BepranaM Apon-BO3AENCTBUSM B YCIIOBUSIX KO-
poTtkoro aHsa [Moe, Mortensen, 1992; Moe et al.,
1992; Ueber, Hendriks, 1992, 1997; Bakken,
Moe, 1995; Vogelezang, 1997], a 40P — B ycno-
BuaAXx gnuHHoro gHsa [Cuijpers, Vogelezang, 1992;
Moe et al., 1992; Mortensen, Moe, 1992a, b; Tutty
et al., 1994; Cockshull et al., 1995; Ihlebekk et al.,
1995]. OgHako n3BecTHO, 4TO doTONEPUO, BAUS-
€T Ha peakuuto pacTeHWn Ha OPON-BO3LENCTBUS
Takum 006pa3oMm, 4TO yBenuyeHne doTtonepuoia
NPUBOAMT K YCUNIEHUIO CUHTE3a rmbbepennnHoB,
TEM CaMbiM HUBENUPYS pPeakumio Ha ApOor-BO3-
OEeNCTBUSA y pacTeHuin Bcex GpoTonepmnoanyeckmx
rpynn. MpumepomM noaTBEPXAEHUS Npeanonoxe-
HMSA O TOM, 4YTO MeHbluas peakuysa OLP Ha gpon-
BO34ENCTBUNS CBSI3AaHA HE C VX NPUHAOEXHOCTbIO
K ¢oTonepmoamMyeckon rpynne, a ¢ yCnoBUSIMU
NPOBEAEHNS OMbITOB B YCNOBUAX OJVIHHOIO OHS,
cnyxat pesyfbTaTtbl onbitoB ¢ KAP nyaHceTTu-
en (Euphorbia pulcherrima Willd.), xpu3aHTemowm
(Chrysanthemum L.) n 6eroHunen (Begonia X tu-
berhybrida pendula), KOTOpble B YC/IOBUSAX HEWN-
TpasbHOro NNV AAVHHOrO GpoTonepmnoaa nokasanm
OTCYTCTBME Y HUX TUMWYHOW peakuum Ha Opon-
Bo3aencTeusa (tTabn.). Kpome T0ro, n otcyrcrene
peakuyn y KAP kanaHxoa (Kalanchoe blossfel-
diana Poelln.) n 6ans3amunna (Impatien shawkeri
W. Bull) Ha gpon-Bo3gencteusa [Mortensen, Moe,
1992a, b], ckopee Bcero, 0ObACHAETCHA TEM, 4TO
OnMbITbl MPOBOAMNCE B YCIOBUSIX OAVHHOMO (16 Y)




BnuvsiHne opon-Bo3neicTBmnin® Ha pocT pacTeHMIN pasHbiX GOTONEPMONYECKUX TPYIT
Effect of a temperature drop* on the growth of plants from different photoperiodic groups

Bupa pacteHus K4,/00** OddekThl ABTOP(bI)
Plant species Effect Author(s)
KopoTtkoaHeBHbIe pacTeHusi
Short-day plants
Euphorbia pulcherrima Willd. KA, YMeHbLUEHME BbICOTbl pacTeHuns Moe, Mortensen, 1992;
ex Klotzseh 1 OJIMHbI YEPEeLLKOB Moe et al., 1992; Ueber, Hendriks,
Decrease in plant height and petiole 1992, 1997
length
on OTcyTcTBYIOT Cockshull et al., 1995
None
Begonia % hiemalis Fortsch KO, YMEHbLLEHNE BbICOTbI PACTEHUS, Moe, Mortensen, 1992; Bakken, Moe,
OJIVHbl YEPELUKOB U LLBETOHOCOB 1995; Vogelezang, 1997
Decrease in plant height, length
of petioles and flower stalks
Begonia % tuberhybrida on Cnabblh addekT Ha BbICOTY pacTeHus | Mortensen, Moe, 1992a
pendula Weak effect on plant height
Chrysanthemum L. sp. on Cnabbiin addekT Ha BbicoTy pacTeHus | Cuijpers, Vogelezang, 1992; Tutty
Weak effect on plant height etal., 1994,
Cockshull et al., 1995
Impatiens hawker W. Bull on OTcyTcTBYIOT Mortensen, Moe, 1992a;
None Moe et al., 1992
Kalanchoe blossfeldiana an YBenuyeHue oavHbl ctebns Mortensen, Moe, 1992b
Poelin. 1 UBETOHOCOB
Increase in the length of the stem
and flower stalks
HeviTpanbHOAHEBHbIE pacTeHus
Day-neutral plants
Cucumis sativus L. KA, YMeHbLUEHME BbICOTbI PACTEHUS Grimstad, 1993, 1995;
W ANINHBI YePELLKOB Sysoeva et al., 1997, 1999;
Decrease in plant height and petiole Mapkosckas v gp., 2013/
length Markovskaya et al., 2013
Pisum sativum L. KO, YMeHbLUEHNE BbICOTbl paCTEHUS Stavang et al., 2007
Decrease in plant height
Pelargonium L¢Hér ex Ait. on Cnabbli 9ddekT Ha BbICOTYy pacTeHust | Mortensen, Moe, 1992a;
Weak effect on plant height Moe et al., 1992
Solanum lycopersicum L. on YMeHbLUEHME BbICOTbI PACTEHUS Grimstad, 1993, 1995; LLiInbaesa
1 ONIVHbI YEPELLIKOB n ap., 2020 / Shibaeva et al., 2020
Decrease in plant height and petiole
length
JnMHHOAHEBHbIE pacTeHs
Long-day plants
Fuchsia x hybrida Hort. ex KA YMEHbLLEHME BbICOTbI PACTEHNSA Mortensen, Moe, 1992a;
Vilm. Decrease in plant height Vogelezang, 1997
Campanula isophylla Moretti an Cnabbih addekT Ha BbicoTy pacTeHus | Ihlebekk et al., 1995
Weak effect on plant height
Melissa officinalis L. an Cnabblih addekT Ha BbICOTy pacTeHus | Moe et al., 1992
Weak effect on plant height
Petunia X hybrida an OTcyTcTBYIOT Mortensen, Moe, 1992a
None Moe et al., 1992
Salvia splendens Selloe ex on OTcyTcTBYIOT Mortensen, Moe, 1992a
Schult. None
Tagetes patula L. on OTtcyTcTBYIOT Mortensen, Moe, 1992a
None
Verbena elegans Kunth an OTtcyTcTBYIOT Moe et al., 1992
None

lNMpumeyarvie. *MpoaomKNTENbHOCTbL APONn-Bo3aencTeuin ot 1,5 0o 6 4, cHMxeHne Temnepartypbl Ha 6—10 °C. **K[, — kopoTkuii

neHb, 011 — ANVHHBIA OeHb.

Note. *Duration of the drop impact from 1.5 to 6 hours, temperature decrease by 6-10 °C. **K/, - short day, 1], — long day.
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¢dotonepmnopa. Y OAOP dykcum (Fuchsia x hybrid
Hort. ex Vilm.) npu KOPOTKOM W1 HENTpasbHOM
doTonepmnoge Opon-Bo3NeNCTBUS  NPUBOLAUIN
K YMEHbLUEHUIO BbICOTbI pacTteHus [Mortensen,
Moe, 1992a; Vogelezang, 1997]. Bo Bcex ocTtanb-
HbIX WM3BECTHbIX cnydasax AP noasepranuch
ApPOr-BO3OENCTBUSAM B YCJIOBUSIX OJIMHHOIO [OHS
n addekTbl He Habnganuce (Tabn.), Ha ocHoBa-
HWUW Yero caenaH BblBo4 00 NX MeHbLUEN YyBCTBU-
TENbHOCTU K APON-BO34ENCTBUAM.

M3yyeHre puHaMuUKK  yojiMHeHus  cTebns
B JHEBHOE N HOYHOE BPEMS B YCJIOBUAX KOPOTKOro
M OJIMHHOTO OHSA nokKasaso, YTO OHa MOXET Cylle-
CTBEHHO pas3nnyaTbCs y pasHblX BUOOB PACTEHUMN,
HO 3TO TOXE He CBA3aHO C UX NPUHAOJIEXHOCTbLIO
K onpegeneHHon ¢GoTonepuoanyeckon rpynne
[Bertram, Karlsen, 1994]. OuyeBngHO, B peakumun
pacTeHun Ha [pOon-BO3LENCTBUA  3HAYUTESIb-
HYIO POJIb MOXET UrpaTb U BUAOCNEUNDUYHOCTD,
HEe CBs3aHHasd C MPUHALJIEXHOCTbID pacTeHud
K TOM v nHOM poTonepruoan4eckomn rpynre.

3aknoyeHue

AHanm3 peaynbTaToB OMbITOB, MPOBEAEHHbIX
pa3HbIMM aBTOpaMn C PacTEHUSMU pPasHbix Go-
TONEpPMOAMYECKMX rpynn  (KOPOTKOOHEBHbIMMU,
HENTpanbHbIMU U OAJMHHOOHEBHbLIMW) B YCOBUSX
pa3Hbix ¢GOoTONEepnoaos, MNO3BONAET 3aK/OYUTD,
4TO peakuuss pacTeHU Ha [[pPOon-BO3LENCTBUS
He 3aBUCUT OT UX MPUHALNEXHOCTU K ONpeaesieH-
HOM OTONEPNOJMYECKON rpynne, a npexzne sce-
ro onpegensercs ycioBuaMuy npoBeaeHns onbiTa,
a MIMEHHO NpPOOOJIKUTENBLHOCTLIO ¢GoTonepunoaa.
HanbonbLunii 3 dekT Apon-Bo3a4eNCTBMIAN HA KOM-
NakTHOCTb PACTEeHUN MNPOSABASETCA B YCNOBUSX
kopoTkoro ¢otonepunoga. C ysennyeHmem hoTo-
nepuopaa adppekT apon-Bo3aeincTeuin ocnabesaeT
nnn BoobLLe OTCyTCcTBYeT. [lnsa nposieneHus ad-
dekTa Opon-BO3LENCTBUIN B YCIIOBUSAX OJIMHHbIX
doTonepnoaoBs, Kak npasuno, TpebytoTca bonee
ONVTENbHbIE HU3KOTEMMNEPATYPHbIE BO3AENCTBUS.
BeposTHO, 9TO CBSA3aHO C YyCWIEHMEM CUHTe3a
rmébepennIMHoOB Npu yBennyeHun ¢ortonepunona,
4YTO CBOMCTBEHHO pacTeHUsIM BCeX poTonepmoau-
yeckmx rpynnm.

PaboTa BbIroJIHEHA C MCI0JIb30BaHNeM 0060-
pyaoBaHus LleHTpa KO//IeKTUBHOIrO r10J1b30Ba-
Hus denepanbHOro mMccaenoBaTesIbCKoro LeH-
TPa «KapesnbCkuvi Hay4HbIVi LEeHTPp Poccurickoin
akagemuy Hayk» rpu GuUHaHCOBOU [044EPXKKE
n3 cpeacTB enepasbHOro 6toaXxeTa Ha BbiroJ-
HeHue rocyaapcTBeHHoro 3aganus KapHL PAH
(0218-2019-0074) v npu 4aCTUYHOV MNOALEPXKKE
Poccuvickoro ¢oHaa ¢yHOameHTaslbHbIX Ucciie-
aosaHuyi (npoekt N2 14-04-00840a).
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BJINSHUE BEOULNTA UMHKA HA ®OTOCUHTETUYECKUA
ANMNAPAT NPOPOCTKOB O3MMOM NLWEHUL,bI

H. M. Ka3zHuHa, 0. B. BatoBa, I'. ®. JlaiianHeH, A. ®. Tutos

UHcTuTyT 6uonorum KapHL] PAH, ®UL| «Kapenbckuii Hay4Hbivi LeHTp PAH», lNeTposaBoack, Poccusi

B ycnoBursx KOHTPOAMPYeEMOW cpepl N3y4eHO BAnsSHUE aeduumTa LiMHKa Ha HEKOTOpbIe
nokasarenun pocta u ¢otocuHTeTudeckoro annaparta (PCA) 7-gHEBHbIX NPOPOCTKOB
03umon nwenuupl (Triticum aestivum L.) copta Mockosckas 39. NokasaHo, 4To Ha paH-
HUX dasax pPasBUTUS HELOCTATOK LIMHKA B KOPHEOOUTAEMON cpefe He BAMSET SBHbIM
006pa3oM Ha BbICOTY U HAKOMNEHNE Cyxoi Bruomacckl nobera pacTeHuiA, OAHaKo Okasbl-
BaeT HeraTMBHOE BO34ENCTBME Ha psaf nokasaTeneit @CA. B yacTHOCTH, Y NPOPOCTKOB
yMeHbLUanach nnowaaib JTMCTOBOWN NNACTUHKK 1-ro nnucTa, CHUXKaNMCb KOMYECTBO ¢o-
TOCUMHTETUYECKMX MUIMEHTOB (XNIOPODUNNIOB U KAPOTUHOUAOB) U YCTbUYHAs NPOBOAM-
MOCTb. BMecTe ¢ TeM npu fedpuumte MUKPOSSIEMEHTA OTMEYEHO NepepacnpeneneHme
XJ10podUNNIOB B CTOPOHY CBETOCOOMpaloLmx komniekcoB ¢potocuctem (CCK), Hanpag-
JIEHHOE Ha ycuNeHne ceeTonornoweHns. JocToBePHbIX Xe N3MEHEHN COOTHOLLEHUS
xnopodunnos (a/b) n aktueHoctn gotocuctemsl Il (OC Il), onpenensemoin Nno noka-
3atento Fv/Fm, xapakTepusyloLemMy NoTEHUMANbHbBIA KBAHTOBbLIN BbIX04, GOTOXMMUYE-
ckoi akTnBHocTn DC Il, He o6HapyxeHo. Kpome Toro, y NpopoCTKOB, UCMbITbIBAKOLLMX
nednunT UMHKa, Ha BbICOKOM YPOBHE NoaaepXvBanacb CKOPocTb GOTOCUHTESA, a Tak-
Xe COXpaHsnach LLeNOCTHOCTb KJIIETOYHbLIX MeEMOPaH, 4TO BO MHOrOM 0becneynBano nx
HOPMaJIbHbI POCT U HaKOMMEeHNe Ccyxol 6uomacchl. BeickazaHo NpeanonoxeHme, 4To
oTpuLaTeNbHOE BANSHME AednumnTa UnHKa Ha psa nokasateneii @CA y npopoCTKOB MO-
XeT B AanbHENLLEM SBNATLCS OAHOM N3 NPUYMH YKa3aHHOI0 B TUTEpPAType CHUXEHUS Ce-
MEHHOW NPOAYKTUBHOCTU MLUEHULbI B 3TUX YCIIOBUSIX.

KniwoyeBble cnoBa: o3umas nweHnua; aepuunt unHka; GoTOCUHTETUYECKUI anna-
paT; BbicOoTa nobera; buomacca nobera.

N. M. Kaznina, Yu. V. Batova, G. F. Laidinen, A. F. Titov. EFFECT OF ZINC
DEFICIENCY ON THE PHOTOSYNTHETIC APPARATUS OF WINTER WHEAT
SEEDLINGS

The effect of zinc deficiency on the photosynthetic apparatus (PSA) of 7-day-old winter
wheat seedlings (Triticum aestivum L.) cv. Moskovskaya 39 was studied in a controlled
environment. It was shown that in the early phases of seedling development, the lack
of zinc in the root environment did not have a tangible effect on shoot height and accumu-
lation of dry biomass, but negatively affected a number of PSA parameters. In particular,
the 1t leaf area, the content of photosynthetic pigments (chlorophylls and carotenoids),
and stomatal conductance decreased. At the same time, where the micronutrient was
in deficit, chlorophylls were redistributed towards the light-harvesting complexes (LHC)
of photosystems to promote light absorption. No significant changes were found in the ra-
tio of chlorophylls (a/b) and the photosystem Il (PS Il) activity determined from the pa-
rameter Fv/Fm, which characterizes the potential quantum yield of PS Il photochemical
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activity. In addition, the rate of photosynthesis was maintained at a high level in seed-
lings deficient in zinc, and the integrity of cell membranes was maintained, which largely
ensured their normal growth and accumulation of dry biomass. It is hypothesized that
the negative effect of zinc deficiency on a number of PSA parameters in seedlings may
subsequently be one of the reasons for the decrease in wheat seed productivity reported

in the literature under these conditions.

Keywords: winter wheat; zinc deficiency; photosynthetic apparatus; shoot height;

shoot biomass.

BBepeHune

MweHnya saBRgeTcs OAHOWM U3 BaXHEWLUNX
NMPOAOBOJIbLCTBEHHbIX KyNbTyp BO MHOIMMX CTpaHax
Mupa. B HacTosuwee BpeMsa ee noceBbl 3aHUMa-
toT cBbiwe 200 MUANVMOHOB FEKTAapPOB CENIbCKOXO-
3A9MCTBEHHbIX MAOLAAEN, HAXOOSALWMUXCSA B PaA3HbIX
NPUPOOHO-KNNMATUYECKUX  ycnoBusax [Pununc,
HopToH, 2012]. Hecny4aiiHOo coBpeMeHHble copTa
M rTMOPUAHbIE NMHUK MLWEHULbl XapakTepuayTcs
He TOJIbKO BbICOKOM NPOAYKTUBHOCTbLIO, HO 1 06na-
0aloT BbICOKMM aganTuUBHbIM NOTeHUManom. Bme-
CTe C TEM OTMEYaeTCs, YTO Cpeam 3epPHOBbIX 3/1a-
KOB MMEHHO MnueHunua Hambonee TpeboBaTtesnbHa
K YCNOBMAM MUHEPAJIbHOIO NUTAHUS N HEQOCTATOK
Makpo- M MUKPOJ3JIEMEHTOB B MO4YBE MPUBOOUT
K CHUXXEHWIO €€ NPOAYKTUBHOCTU U 3HAYUTENbHBLIM
notepsm ypoxas [AracdoHos n ap., 2012].

B HacTosLLee BpeMsi 0OHapyXeHO, YTO CamMbiM
pacnpocTpaHeHHbIM N Hanbonee onacHbIM AN
pPacTeHUN HapyLUeHUEM MUKPOINEMEHTHOIrO CO-
CTaBa MO4Bbl SIBASETCHA HEAOCTATOK B HEW LIMHKA,
CBSI3@HHbIM C MHOrOMIaHOBOW POJIbIO 3TOr0 MU-
KpoanemMeHTa B KJeTo4HOM meTabonuname [Mar-
schner, 1995; Hansch, Mendel, 2009]. Y 3nakoB
nedunumnT uMHKa B NOYBE BbI3bIBAET LENbIV psg, n3-
MeHeHul B poTocnHTeTndeckoMm annapate (PCA),
B TOM 4MCIE PeayKLUmio X0PpOoniacToB, CHUXEHNE
cogepxaHns GOTOCUHTETUYECKMX MUTMEHTOB, Ha-
pyleHne paboTbl YCTbMYHOrO annapara, 3amep-
neHne ckopoctn ¢poTtocuHTesa [Hajiboland, Bei-
ramzadeh, 2008; Chen et al., 2008; Holler et al.,
2014]. OpHako ykasaHHble NMpu3Hakn pgeduumta
LMHKa OOHapyXunBalTCs, Kak MNpaBuSio, TOJIbKO
B dasbl KyLLLeHUs nam Bbixoga B Tpybky [Alloway,
2004; Holler et al., 2014]. NoaToMy H60NbLUMHCTBO
MMEIOLLMXCA 3KCNepUMEHTasIbHbIX OaHHbIX, Kaca-
IOLMXCH BAUSIHUSA HepocTaTtka umHka Ha PCA, no-
JIy4EHO MMEHHO B 3T dasbl OHTOreHesa. BmecTe
C TeM M3BECTHO, Y4TO rabuTyc pacTeHus U ero Npo-
OYKTMBHOCTb BO MHOIOM 3aBUCAT OT aKTUBHOCTU
®CA Ha 6onee paHHMX dhasax pasBUTUS.

YuuTblBasi BblLIECKA3aHHOE, LENblo OaHHOM
paboTbl SABMIOCb U3y4YeHue BAUAHUA aeduuuTta
umHka Ha PCA 7-OHEeBHbIX MPOPOCTKOB 0O3UMOM
MWeHNLbI.

MaTtepuanbl u meToAbl

OO6bLEKTOM  UCCNEedOBaHUA  CIAYXWIM  MNpo-
POCTKM 03MMOM nuweHuubl (Triticum aestivum L.)
c. MockoBckas 39, KOTOpble BblpallMBanM B Ka-
Mepe NUCKYCCTBEHHOro knvmaTta B pyfoHax dusib-
TpoBasnbHOM Bymaru npu Temnepatype 22 °C, oT-
HOCUTENbHOM BNaxHOCTM Bo3ayxa 60-70 %, AP
100 mMkmonb/(m%c), 14-4yacoBom doTonepuoae,
Ha nuTaTtesibHOM pacTeBope XornaHoa — ApHoHa
c pobaBneHneM MUKPOISIEMEHTOB, B TOM 4uMCIle
UMHKa B onTumanbHOW (2 MKM) KOHUEeHTpauun
(KOHTPOJL). B ONbITHOM BapuaHTe UMHK B nuTa-
TenbHbI pacTBop He pobaenanca. Cnycta 7 cyT
y NPOPOCTKOB OLEHMBANW Crneaylolime nokasare-
nn, xapaktepuayowme ACA: nnowans NMCTOBOW
NIacTUHKM 1-ro nucrta, cogepxaHume Xxopodui-
JNIOB 1 KQpPOTMHOWAOB, OTHOLUEHME XNOPODUNIoB
(a/b), pona xnopodunnoB B CBETOCOOMPALOLLINX
komnnekcax (CCK), poTtoxmmmyeckas akTMBHOCTb
doTtocuctemsl Il (PC Il), nHTEHCMBHOCTL OTO-
CVHTE3a, YCTbMYHAA MPOBOAUMOCTb. [lOMMMO
3TOro y MPOPOCTKOB M3Mepsinn BbICOTY nobera
(OT KOpHEBOW LWelkn A0 Hanbosiee BbICOKOM TOUKM
nmcTta) n cyxyto bruomaccy nobera, a Takke NpPoHu-
LaeMOCTb MeMOpaH KneTok nucTa.

Mnowaab NMCTOBOW NIACTUHKM pacCYUTbiBa-
nn no dopmyne S =2/3ld, rae | — opnnHa, d — wn-
puvHa NUCTOBOM nnacTuHkn [AHuKneB, KyTy30B,
1961]. Cyxyio 6uomaccy nobera namMepsain Mno-
cne BbicywmBaHms npu 105 °C oo NOCTOSIHHOrO
Beca. CoaepxaHue xnopodunnos (a u b) n kapo-
TUHOMOOB OMpeaensnv Ha cnekTpodpoTomMmeTpe
CP-2000 («CnekTp», Poccusa), akcTparmpysa aue-
ToHOM [LWnbik, 1971]. Oonto xnopodpunnos B CCK
OT ux OOLLEN CYMMbl pacCHUTbIBa/IN C y4eTOM
TOro, 4To Becb xnopodpunn b Haxoantca B CCK,
a oTHoweHwue xnopodwunnos a/b B CCK pasHo 1,2
[Lichtenthaler, 1987]. TlMoTeHuUManbHbIA KBAHTO-
BbIi BbIXxon, poToxmmmyeckon aktmeHoctn DC I
(Fv/Fm) namepsanun nocne 20-MUHYTHOM TEMHOBOW
agantauum TMCTbEB C UCMOIb30BAHMEM aHanm3a-
Topa $oTOCMHTE3A C UMMYNbCHO-MOAYNPOBAH-
HbiM ocBelleHnem MINI-PAM (Walz, epmaHnsa).
YCTbMYHYIO MNPOBOAMMOCTb W WHTEHCUMBHOCTb
doTOCHMHTE3a ONPEeaensanm Ha yCTaHOBKE ANs UC-
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cneposaHua CO,-razoobmeHa 1 BOASAHbLIX MapoB
HCM-1000 (Walz, l'epmanusa). O npoHuLaemo-
CT1 MemMOpaH Cyaun Mno BbIXOAY 3/1EKTPOSINTOB
M3 TKaHEWN N1UCTa C UCMNONb30BAHNEM KOHAYKTOME-
Tpuyeckoro metona (koHaoyktometp HANNA, Uta-
nns) [puweHkosa, JlykatkmH, 2005].

Kaxabln BapmaHT onbiTa COCTOSAN U3 TPeX no-
BTOpHOCTeN, no 10 pacTeHun B Kaxaon. Ana ns-
MepEHUsT pasHbIXx MNnokasaTtenein Ouonornyeckas
NOBTOPHOCTbL B MNpefenax Kaxaoro BapuaHTa
onbiTa coctasnana ot 3 go 10 pacTeHuin, aHann-
Tnyeckas NoOBTOPHOCTb 3—4-kpaTHas. Becb onbiT
NnOBTOPSIN ABaxabl. JJOCTOBEPHOCTb pasnnyuni
OLLeHMBaNM C NOMOLLbIO KpuTepus CTeloaeHTa Npu
p < 0,05.

MccnepoBaHust BbIMOMHEHbI HA Hay4HOM 060-
pyooBaHun LleHTpa KONNeKTMBHOMO MoJSib30BaHUA
depnepanbHOro nccnefoBaTeNlbCkoro LeHTpa «Ka-
pPenbCKM Hay4dHbIn LeHTp Poccuiickon akagemmm
HayK».

PesynbTaTtbl M 06CyXaeHue

[MpoBegeHHbIE MCCNegoBaHMa nokasanmn, 4To
Ha paHHMX daszax pasBUTUS MEeHULbl HeocTa-
TOK UMHKA B KOpHeobuTaemon cpede He oKasbl-
BaeT HeraTMBHOIO BO34ENCTBMS Ha PoCT nobera,
OHaKO OTpMLATENbHO BAUSET HA HEKOTOPbIE MNO-
kasatenn PCA. B yacTHOCTU, cnycTa 7 CYyT 9KC-
no3nuumM NPOPOCTKN OMbITHOrO BapuaHta UMesnun

NPaKTUY4ECKM PABHYID C KOHTPOJIbHbIMU BbICOTY
1 cyxyto 6momaccy nobera. lNMpu aTOM nnowaab
JINCTOBOW NNACTUHKM 1-ro NnucTa y OnbITHbIX NPO-
POCTKOB OKa3anacb MeHblle Ha 12 % no cpasHe-
HWIO C KOHTPOJIbHBIMK (Tabs.). YMeHbLUeHNe pas-
MepoOB JINCTbEB MPU HeOoCTaTKe UMHKa OoTMeyva-
JI0Cb paHee 1 ApyrumMmmn astopamu. [lonaratoT, 4To
Noao6HbIN 9d@PEKT BO MHOrOM SIBNSIETCSA C/eACT-
BUEM 3aLEpPXKN OeNleHUd MepucTeMaTnyecKmx
KNeTOK, HaxXoOsALWMXCS Y 31aKOB B OCHOBAHUMW Nn-
cta [Hossian et al., 1997]. 310 npomncxoguT n3-3a
HapyweHuns 6uocuHteza PHK [Yppuc, Heinang,
1981] n/nnn cHmxenus yposHs NYK, cuHTes koTo-
PO Npu OTCYTCTBMU MeTasina 3aMeTHO TOPMO3UT-
csa [Broadley et al., 2007]. YmMeHblLueHNE pa3me-
poB 1-ro nucta, o6HapyXeHHOe B HalleM onbiTe,
MOXET B AajibHenweM OoTpuuaTelbHO cKasaTbCs
Ha GOPMUPOBAHUN NOCNEQYIOLLUX INCTLEB U B Lie-
JIOM Ha MNPOAYKTMBHOCTU pPaCTEHUS, MOCKOJIbKY
Yy 3/1aKOB VUMEHHO 1-11 INCT 9ABASETCA OCHOBHbIM
OOHOPOM aCCUMWNATOB AN 2-ro 1 3-ro IMCTLEB.
AHanu3 copepXaHust MUIMEHTOB BbISIBUT OT-
YeT/IMBO BblPaXEHHOE CHUMXEHME 00LLero konmye-
CcTBa X10podUNNoB (a+b) B INCTbAX OMNbITHLIX pa-
CTEHWUI MO CPaBHEHUIO C KOHTPOJSIbHbIMMK (Tabn.).
OpHako CooTHoLLEeHne xnopodunnos (a/b) B 060-
VX BapuaHTax OrbiTa OKa3asoCb NPakTU4eCKy pas-
HbIM. Mo gaHHbIM P. Balashouri [1995], ymeHbLue-
HMUE KONMMYECTBA 3€eeHbIX MMIMEHTOB Npu aedu-
UMTe UMHKA CBA3AaHO CO CHUXEHWEM aKTUBHOCTU

BnusiHne peduunta umHka B KopHeoBuTaemol cpene Ha HeKoTopble nokasaTesiv PocTa 1 akTMBHOCTU GOTOCUHTE-
TMYEeCKOro annapaTay NPOPOCTKOB 03MMOW NweHuLbl copta Mockosckast 39

Effect of zinc deficiency on some parameters of growth and photosynthetic apparatus activity in winter wheat plants

cv. Moskovskaya 39

[MokasaTenb KoHTponb OnbIT

Parameter Control Experiment

BbicoTa nobera, cm
’ + +
Shoot height, sm 17,76 £ 0,31 15,59 +0,73
2

fowane mcta, cm 3,26 £ 0,07 2,86+ 0,18*
Leaf area, cm
Cyxas 6V|ovv_|acca nobera, Mmr 12,93 + 0,86 12,31 40,82
Dry shoot biomass, mg
O6Lee copepxanne xnopodunos (a+b), Mr/r ceipoi Macchl . . .
Total chlorophyll content (a+b), mg/g fw 1,88+ 0,01 1,77+0,01
CooTHoLueHne xnopodunnos (a/b) . .
Chlorophyli ratio (a/b) 2,040,050 1,950,007
Cop,epxa.Hme KapOTUHOWAOB, Mr/I CbIPO MacChl 0,34+ 0,004 0,28 + 0,003
Carotenoid content, mg/g fw
CopepxxaHune xnopodunnos B CCK, % oT obLero konnyectea . . .
Chlorophyll content in light-harvesting complexes, % of the total amount 72.44x1,22 74,40£0,20
Fv/Fm 0,79 £ 0,002 0,78 £ 0,001
Bbixog anekTponnTos, % OT NOIHOrO BbIXOAa
Electrolytes leakage, % of total 4,02£0,05 3,32+0,04

lMpymedaHme. * Pa3nnyuns ¢ KOHTponem aoctoBepHbl npu p < 0,05.
Note. * Differences with the control are significant at p < 0.05.
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psoa GepMeHToB, yyacTBylOWMX B OGUOCUHTE3E
xnopodwunna. OTCYyTCTBME XE UBMEHEHUIN B COOT-
HOLEeHMN XNOPOdUANIOB YKa3blBAET HA COXpPaHe-
HVUE OMTMMAanbHOrO pacnpeneneHns xnopodun-
NIOB MexXAay OTAeNbHbIMU XITOpPodu-coaepxa-
wmMm komnnekcamu [PyouH, KpeHpenera, 2003].
Takke OblnnM OGHapyXeHbl W3MEHEeHUsl B pac-
npeneneHnn 3eneHblix nurmeHToB no nynam CCK
n poTocucTeM. 3HaYMMOE YBENMYEHUE 0NN XI10-
podunno B CCK y npopOCTKOB OMbITHOrO Bapu-
aHTa, No-BMAMMOMY, HAMNPaBAEHO Ha yfy4lleHue
CBETOMOrNOLLEHNS.

[ToMUMO 3eneHbIX NUIMEHTOB Mpu aeduum-
Te mMeTanna yMeHbluanocb (Ha 18 % no cpaBHe-
HUIO C KOHTPOJIEM) U COAEPXAHME KAPOTUHOMAO0B
(Tabn.). MpuUyMHbI Takoro CHWXeHus npu gedu-
LUMTE LMHKA NoKa HesiCHbl. OaHAaKo M3BECTHO, YTO
YMEHbLLUEHNE COAEPXAHNS ATUX MUTMEHTOB MOXET
OTPULLATENBbHO CKa3bIBaTbCS HA aKTUBHOCTU GOTO-
CUHTETUYECKMX MPOLECCOB. ITO CBSA3AHO C LEeNbiM
PSAOOM BaxXHeNLWnX OYHKLNN, KOTOPbIE BbIMOJIHSA-
IOT KAPOTUHOUAbI, — B TOM YMUCIE aHTEHHON (OeWn-
CTBYSl B KQ4ecTBe [0MOJIHNTENbHbIX «CBETOCOOp-
LLMKOB»), a TakxXe aHTMOKCUOAHTHOW (3aluuiias
KNeTKN OT OKUCNUTEeNbHOro ctpecca) [Lichten-
thaller, 1987; MokpoHocos u ap., 2006].

B psne paboT ykasdbiBaeTcsi Ha Habnogaemble
npu peduumnTe UMHKA W3MEHEHUSs, 3aTparuea-
lowme ceeToBylo ¢azdy ¢dotocmHTeda [Romheld,
Marschner, 1991; Wang, Jin, 2005; Chen et al.,
2008]. OpgHako B Hawem wuccnegoBaHuUM Ka-
KMx-nndo HapylweHuin B pabote OC Il obHapyxe-
HO He OblNo, O 4eM CBUAETENbCTBYET OTCYTCTBUE
[OCTOBEPHbIX U3MEHEHUI (MO CPABHEHUIO C KOHT-
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pPONEM) BENVYUHbI NOKa3aTenss MOTEeHLMaNbHOro
KBAHTOBOIro BbIXxO04a (MOTOXUMUYECKON akTUBHO-
ctn dC Il (Fv/Fm) (tabn.).

B xopne Halmx nccnenoBaHuin Takxke BbISIBIIEHO,
4YTO Y MPOPOCTKOB, NCMLITbIBAOLLNX AEDULIAT LINH-
Ka B KOpHeobOuTaemon cpene, 3ameTHo (Ha 23 %
MO CPaBHEHUIO C KOHTPONEM) CHMXAETCH YCTbUNY-
Has NPOBOAMMOCTb (pUC.). AHaNOrM4YHble JaHHbIE
NOJTy4eHbl paHee 1 ApyrMMmn aBTopamMu, B YaCTHO-
cTn, B onbitax ¢ pucom [Chen et al., 2008; Hajibo-
land, Beiramzadeh, 2008], kykypy3on [Wang et al.,
2009] n Tputnkane [Arough et al., 2016]. MNpen-
nonaraeTcs, YTO YMEHbLLUEHNE YCTbUYHOW MPOBO-
OVIMOCTU Npu HegocTaTke 3TOr0 MUKPO3NEMEHTa
MOXeT OblTb CBA32HO C HapyLUEHMEM YCTbUYHOIo
OBVXEHNS BCNEACTBUE CHUXEHNS aKTUBHOCTU O/ -
HOro M3 BaXHbIX LMHKCOAEPXALLMX HEPMEHTOB —
kapboaHrnppasbl, HeKoTopble N30POpPMbl KOTO-
poi (aKA1 n BKA4) yyacTBYIOT B KOHTPOJIE ra3oo0-
MeHa MeXxay JIMCTbAMW PacTeHUn 1 aTMocheponr
[Huetal., 2010].

B psge nccnenoBaHuii oTMevaeTcs TopMoxe-
HVYEe CKOPOCTU POTOCMHTE3A Y PaACTEHUN NMpU He-
[OCTaTKe UUHKa, 4TO SAIBASIETCS CNeACTBMEM U3MeE-
HeHWn n/unn HapyweHnin B CA [Li et al., 2013;
Munirah et al., 2015]. OgHako BCe 3TV OaHHblE
NOJTy4eHbl Ha PACTEHUSAX, HAXOAALLMXCH HA NO34-
Hux dasax passutus [Alloway, 2004; Holler et al.,
2014]. B Hawwmnx nccnegoBaHmsX y OMbITHbIX MPO-
POCTKOB 3aMe[JIeHUss CKOPOCTU (OOTOCUHTE-
3a He HabnAaNoOCb, HECMOTPS Ha CHUXEHUE
copepxaHns  GOTOCMHTETUYECKUX  MUTMEHTOB
M YMEHbLUEHNE YCTbMYHOW NMPOBOAUMOCTHU (puUC.).
Kak n3BecTtHO, O4HUM N3 YCJ/IOBUI NogaepXaHus
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BnusHue peduumTta umHka B KOPHEOOMTAEMON cpefe Ha YCTbUYHYI0 MPOBOAMMOCTL (a) U CKOPOCTb GOTOCUHTE-
3a (6) y NpopoCTKOB 03MMO NiueHnubl copta Mockosckas 39

Effect of zinc deficiency on stomatal conductance (a) and photosynthesis rate (6) in winter wheat plants

cv. Moskovskaya 39
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BbICOKOM CKOPOCTU (POTOCUMHTE3a B CTPECCOBbIX
YCNOBUSX SBASIETCA COXPaHEeHMe MNPOHULAEMO-
CTW KNETO4YHbIX MeMOpaH. B Hawem cnyyae yBe-
JINYEHNSA TMPOHULLAEMOCTU MEMOpPaH Yy OMbITHbIX
NMPOPOCTKOB (MO OTHOLUEHUIO K KOHTPOJIbHLIM)
He NPOUCXOAMI0, O YEM CBUAETENbCTBYET OTCYT-
CTBME 3HAYUMbIX U3MEHEHUN BeNVYUHbI BbIXOAa
9NEeKTPONINTOB U3 KIETOK (Tabn.). AHanoruyHble
OaHHble 0OHapyXeHbl, K NPUMEpPY, Y YCTONYMBBIX
K 0edunumTty LMHKa COPTOB pUCa, YTO KOPPECHOH-
ONPOBANOCh C BbICOKOW CKOPOCTbIO MPOTOCUHTESA
[Chenetal., 2008].

3aknioyeHue

[MpoBeneHHblE MccnefoBaHUa MNokasanu, 4YTo
HEeJoOCTaTOK UMHKA B KOpHeobuTaemonm cpene
yXe Ha paHHuX ¢azax pas3BuUTUS 03MMOWN MLUEHN-
Lbl OKa3blBaeT oTpuuaTtensHoe BnusHue Ha PCA.
Y 7-OHEBHbIX MPOPOCTKOB, UCMbITbIBAOWMX O€-
GUUNT UMHKA, YMeHbluaeTcs niaowanb 1-ro nu-
CTa, CHWXAalTCa coaepXxaHue GOTOCUHTETMYE-
CKMX TMUIFMEHTOB W YCTbMYHAA MPOBOAVMMOCTb.
BmecTe ¢ TeM nepepacnpeneneHve xnopodun-
noe B ctopoHy CCK, HanpaBneHHoe Ha ycune-
HVUE CBETOMOrJIOWEHNS, COXPAHEHNE AaKTUBHOCTU
®C Il n UenocTHOCTN KJETOYHbIX MemMOpaH nn-
cTa, cnocobCTBYET MOAAEPXaAHMIO B 3TUX YCIO-
BUAX HEOOXOOMMOW CKOPOCTU (POTOCUHTESA, YTO,
no KparHewn Mmepe otyacTu, obecneymBaeT aKTnUB-
Hbli pocT nobera pacTeHUn U HaKOMJIeHNe VMU
cyxon 6uomacchl. Tem He MeHee 0OHapy>XXeHHbIe
HamMu B ycnoBusax geduvuuta UMHKa oTpuuaTenb-
Hble n3aMeHeHus psaa napameTpos MCA niieHn-
Lbl C 6ONbLLOW O0NIEN BEPOATHOCTM MOIYT B Aalib-
HerleM HeratMBHO OTPasnTbCs Ha CEMEHHOM
NPOAYKTUBHOCTM pPacTEHU, YTO NOATBEPXAAETCA
MMerwmMMncsa B antepatype gaHHbimu [Alloway,
2004; Holler et al., 2014; Khattak et al., 2015;
Maetal., 2017].

®uHaHcoBoE obecnevyeHne uccnenoBsa-
HUI OCYLLECTB/IAZIOC, U3 CPeACcTB ¢enepasib-
Horo Oroaxera Ha BbINOJHEHWE roCcynapCTBEH-
Horo 3agaHus KapHL], PAH (0218-2019-0074)
u npuv ¢GuUHaHCOBOV nogaepxke rpaHta PPOU
(N2 20-516-00016 Ben_a).
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NMPUJTIO>KEHUE
http://transactions.krc.karelia.ru

NMPABUJIA 019 ABTOPOB

(TpeboBaHus kK paboTam, NpeacTaBAIEMbIM K MyOMKaLunm
B «Tpyaax KapenbCckoro Hay4Horo ueHTpa POCCUNCKOM akageMmnm Hayk»)

«Tpyaobl Kapenbckoro Hay4yHoro ueHTpa Poccuiickoin akagemumn Hayk» (ganee — Tpyabl KapHL, PAH) ny6nuky-
0T pe3ynbTaTbl 3aBEPLUEHHbIX OPUTMHANBHBIX UCCNEeN0BaHUI B Pa3nnyHbix 00NacTsX COBPEMEHHOW HayKu: Teope-
Tnyeckme 1 0630pHbIE CTaTbW, COOOLLEHUS, MaTepmasbl O HAY4YHbIX MEPOMNPUATUAX (CUMMNO3UYMax, KOHPEPEHLMAX
1 op.), nepcoHanuu (oéunen 1 gatbl, NOTEPU HAYKN), CTaTbl NO UCTOPUK Hayku. [peacTaBnsiemMble PaboTbl A0SKHbI
cozepXxaTtb HOBble, paHee He NyOMKOBaBLUMECS OaHHbIE.

Ctatbu npoxonaTt obga3aTenbHOe pelLeH3MpoBaHue. PeweHne o nybnukaumm npuHMMaeTcs
penakLMOoHHOW Konnernem cepmmn nnu Tematn4eckoro soinycka Tpynos KapHL, PAH nocne peueH3npoBaHus, C yye-
TOM Hay4yHOW 3HAYMMOCTU U aKTyaNbHOCTU NPEACTAaB/IEHHbLIX MaTepuanos. Peakonnerum cepuii U OTAENbHbIX Bbl-
nyckoB Tpynoe KapHL, PAH ocTaBnsatoT 3a coboi npaBo Bo3BpaLlaTb 6€3 perncrpaumm pykonmcu, He oTeedvatoLime
HaCTOSLUMM NPaBUIaM.

Mpn nonyvyeHnn penakumen pykonnucb PErMCTPUPYETCH (B Cly4ae BbINMOSHEHNS @BTOPaMU OCHOBHbIX MPaBu ee
0dOopMNEeHNS) N HaNpaBnsieTcs Ha OT3bIB peLeH3eHTaMm. OT3bIB COCTOUT U3 OTBETOB HA TUMOBbIE BOMPOCH! aHKEThI
N MOXET COAepXaTb AOMNONHUTENbHbIE PACLUMPEHHbIE KOMMEHTapun. Kpome Toro, peueH3eHT MOXET BHOCUTb 3a-
MeYaHUs 1 NpaBKn B TEKCT PyKOnMcu. ABTOpPaM BbICbIIAETCS 3NIEKTPOHHAS BEPCUSA aHKETbI 1 KOMMEHTapPUX PeLeH-
3eHTOB. [lopaboTaHHbI 9K3eMMASP aBTOP AOJIKEH BEPHYTb B PEAAKLMI0O BMECTE C MEPBOHAYAbHBLIM 3K3EMMIIPOM
1 OTBETOM Ha BCE BOMPOCHI PELIEH3EHTA HE MO3AHEE YEM HYEPES MECSL, MOCIE NOoNy4YeHnst peueH3un. Mepen onybnum-
KOBaHMeM aBTOPaM BbICbIIAeTCS pacnevyaTaHHas BEpPCUs CTaTbW, KOTOPas BblYUTLIBAETCSH, MOONVUCHIBAETCS aBTopa-
MW 1 BO3BPALLLAETCH B PeAaKuMIo.

KypHan uMeeT NONHOLLEHHYIO 3NEeKTPOHHYlO Bepcuio Ha 6asze Open Journal System
(OJS), no3BongioLLyto NepeBecTn NpenocTaBeHre U pegakTupoBaHue pykonmcu, obLeHne aBTopa ¢ peakonnern-
MU CEPUI U PELLEH3EeHTaMM B 3N1EKTPOHHbIN dopmMaT 1 o6ecneymBaioLLyto NPO3paYyHOCTb NPOLLECCa PELLEH3MPOoBa-
HUS NPY COXPaHeHN aHOHUMHOCTU peueH3eHToB (http://journals.krc.karelia.ru/).

PenakunoHHbIN coBeT xypHana «Tpyabl Kapenbckoro Hay4yHoro ueHTpa PAH» (Tpyabl KapHLL PAH) onpenenun
ons cebsa B Ka4eCTBE OAHOMO M3 MPUOPUTETOB MOJIHYIO OTKPLITOCTb M3AaHus. OTO O3HA4YaeT, YTO NOb30BaTENSAM
Ha YyCNoBUsSIX CBOOOAHOr0 A0CTYNa PaspeLLaeTcs: Yntarb, CKaunmBaTth, KOMMPOBATb, PACMPOCTPaHATL, NevaTaTb, UC-
KaTb UM HAXOAWTb MOJIHbIE TEKCTLI CTATEN XypHasna no ccbinike 6e3 npeasapuTesibHOro paspeLleHns oT n3gaTens
n aBTopa. Yupeoutenu xypHana 6epyT Ha cebs Bce pacxobl Mo peaakuMoHHO-N3aaTeIbCkol NOAroToBKe cTaTein
N UX ONyBIIMKOBAHMIO.

CopepxaHne Homepos Tpynos KapHLU, PAH, aHHOTaumMm 1 NOAHOTEKCTOBbLIE 3NIEKTPOHHbBIE BapUaHTbl CTaTew,
a Takxke gpyras nonesHas nHpopmaumsa, Bkaovas HactToswme MNpasuna, AOCTynHbl Ha canTax — http://transactions.
krc.karelia.ru; http://journals.krc.karelia.ru

MoutoBbIN agpec pepakumm: 185000, r. MNeTtpo3daBoack, yn. MywkuHckas, 11, KapHL, PAH, pegakuys Tpyoos
KapHL, PAH. TenedoH: (8142) 762018.

NPABUJIA ODPOPMJIEHUSA PYKOMUCHU

CrtaTtby Ny6nnkyoTCs Ha PYCCKOM MU @HMIMMCKOM a3blke. Pykonucu AomkHbl 6bITb TWATebHO BbIBEPEHLI 1 OT-
penakTMpoBaHbl aBTOPAMMU.

O6BbemM pykonucu (BkoYasa Tabnuubl, CMUCOK NUTEPATYPbI, MOANMUCU K PUCYHKAM, PUCYHKN) HE OO/MKEH MNPEBbI-
waTtbk: ans 0630pHbIX cTatenn — 30 cTpaHuL, AN OpPUrMHanbHbIX — 25, Ang coobueHnn — 15, ans XPOHUKM N PeLeH-
3uni — 5-6. O6beM PUCYHKOB HE A0JKEH NpeBbIlWaTh 1/4 o6bema cTaTbu. Pykonmcu 6onbLuero o6bema (B UCKI4M-
TENbHbIX CJly4asix) NPUHUMAOTCS NPY A0CTAaTOYHOM 06OCHOBAHMM MO COM1aCOBaHMIO C OTBETCTBEHHBIM PEAAKTOPOM.

[Mpy odopmneHnn pykonmcm NPUMEHSIETCS NOJSTYTOPHbIM MEXCTPO4HbIN nHTepsan, wpudT Times New Roman,
kernb 12, BblpaBHMBaHWE No 06ovM kpasm. Paamep nonei ctpaHuubl — 2,5 cM Cco BCex CTOPOH. Bce cTpaHuubl,
BKJIOHAsA CNUCOK NnTepaTypbl M NOANUCU K PUCYHKAM, OO/MKHbI UMETb CMJIOLLHYIO HYMEepPauMiO B HUXXHEM MPaBOM
yray. CTpaHuubl C pUCYHKaMU HE HYMEPYIOTCS.

Pykonvcu nopatoTcs B anekTpoHHOM Buae B ¢dopmate MS Word Ha caite http://journals.krc.karelia.ru nnéo
Ha e-mail: trudy@krc.karelia.ru nnn npencrasngaTca B pegakumio nnyHo (r. Netpodasoack, yn. MNywknHekas, 11,
kab. 502).
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OBLUUA NOPAAOK PACIMOJIOXXEHUS YACTEW CTATbU

OnemeHTbl CTaTbM AOJKHbI pacnonaratbCa B cregyowem nopsaake: YK KkypCuUBOM Ha NepBON CTpaHu-
ue, B JIEBOM BEPXHEM YrJly; 3arfiaBue CTaTby Ha PYCCKOM $3blke 3arnaBHbIMU OGyKBaMU MONYXUPHbBIM
wpunodToM; nHmumansl, amMmanm BCeEX aBTOPOB Ha PYCCKOM A3bIKE MONTYXUPHBLIM WP KO TO M; NOJHOE Ha-
3BaHWe opraHmM3aummn — MecTa paboTbl KaXka0ro aBTopa B UMEHUTENIbHOM MNaZlexXe Ha PYCCKOM Si3blke KYP CUBOM
(ecnn aBTOPOB HECKOJIbKO 1 PabOTaT OHM B Pa3HbIX YUPEXAEHUSX, ClieayeT OTMeTUTb apabckumn umdpamm co-
OTBETCTBUE DaMUINIA aBTOPOB YYPEXAEHMSM, B KOTOPbIX OHM paboTaloT; ecnv Bce aBTopbl CTaTbl paboTaloT B 04-
HOM Y4pEXIAEHNM, MOXHO He yKasblBaTb MECTO paboThl KaX40ro aBTopa OTAE/bHO); aHHOTaLMS HA PYCCKOM SI3bIKE;
KJII04YEBble CJI0BA Ha PYCCKOM fA3blKe; nHuumasbl, GaMuimm BCEX aBTOPOB Ha aHIMIMNCKOM A3bIKE MO JTY XU P HbIM
W pundTOoM; Ha3BaHME CTaTbW Ha aHMINNCKOM s3blke 3arfnaBHbIMU GyKBaMW MNONYXUPHBIM WpUod -
T 0 M; aHHOTaUMA Ha aHIJIMNCKOM A3bIKe; KJI0YEBbIE CI0BA Ha aHIJIMNCKOM A3blKe; TEKCT CTaTbW (CTaTbu 3KCNepu-
MEHTa/IbHOrO XapakTepa, Kak npaBwusio, OOMIXHbI UMeTb pasaesnbl: BBepeHne. MaTtepuansl u metoabl. Pe3ynb-
TaTbl 1 00cyxaeHue. BeiBogbl 60 3aknovyeHue); 61arogapHOCTU U ykasaHUe MCTOYHUKOB GUHAHCUPOBaHUS
BbINOJIHEHHbIX NUCCIEA0BaHNA; CNUCKN NUTepaTypbl: ¢ 6ubnnorpaduyeckumMmm onucaHusaMm Ha a3bike 1 andasuTte
opurvHana (Jiutepatypa) 1 TpaHCIUTEPUPOBAHHLIN B JTATUHULLY C NEPEBOLOM PYCCKOSA3bIYHbLIX NCTOYHUKOB Ha aH-
rnuiickunin a3bik (References); ABysA3blUHbIE TABNULbI (HA PYCCKOM W @HTJIMACKOM A3blKax); PUCYHKWN; MOAMNUCH K pU-
CYHKaM Ha PYCCKOM U @HIJINNCKOM A3bIKaX.

CeepeHus o6 aBToOpax: damMuinm, MMeHa, OTYECTBA BCEX aBTOPOB MOJIHOCTLIO HA PYCCKOM U @HMTIMACKOM
A3bIKe; MOJIHLIA MOYTOBLIN aapec KaXaom opraHm3aunmn (C ykasaHMem no4ToBOro MHAeKca) Ha PyCCKOM U aHrinim-
CKOM 413blKe; OOJ/HKHOCTU, YYEHble 3BaHWS, YYeHble CTerneHn aBToOpPOoB; aapec 3J1eKTPOHHOM NMOYThl KaX40ro aBTopa;
TenedoH A9 KOHTaKTOB C aBTopamMu CTatbh (MOXHO OOMH HA BCEX aBTOPOB).

SATTIABNE CTATbW fomkHO TOYHO OTpaxaTb COAEpPXaHMe CTaTbn™ 1 COCTOATb N3 8—10 3HAYMMBbIX CNOB.

AHHOTAUUA ponxHa 6biTb NnLLeHa BBOAHBLIX ¢hpas, co34aBaTb BO3MOXHO MOJIHOE NpeacTaBileHune
O cooepXaHUWN cTaTbu U KUMeTb 06beM He MeHee 200 cnoB. Pykonnuck ¢ HEA0CTAaTOYHO PackpbiBaOLLEN CO-
nepaHve aHHoTaumen MoXeT OblTb OTK/TOHEHA.

OtmenbHom cTpoko npusoanTcs nepederb KIKOYEBDBIX CJIOB (He meHee 5). KnoueBblie cnosa nunn CloBOCO-
yeTaHua OTOAENATCS APYr OT Apyra TOYKOW C 3ansTol, B KOHUE ¢pasbl cTaBuTca Touka. Cnosa, ¢purypupyoLime
B 3aroJIOBKe CTaTbl, K/TOYEBLIMU ABAATLCSH HE MOTYT.

Paspen «Matepuanbl 1 MeETOAbI» O0JIKEH coaepXaTb cBeaeHns 06 00bekTe UccnenoBaHus ¢ 06s3aTesbHbIM
yKasaHVeM NaTUHCKMX Ha3BaHUM 1 CBOOOK, MO KOTOPbLIM OHWU NPUBOAATCH, aBTOPOB Kiaccudukauuii u np. TpaHc-
Kpunuma reorpaduryecknx HasBaHUM A0JKHa COOTBETCTBOBATL aT/iacy nocniegHero roga nsgaHua. EanHuusl eu-
3M4EeCKMX BEeNNYMH npuBoaatcs no MexayHapoaHon cucteme CU. XenatenbHa ctatuctuieckas obpaboTka Bcex
KOJINYECTBEHHbIX AaHHbIX. HE0BX0AMMO BO3MOXHO TO4YHEE 0603HaYaTh MECTOHAXOXAEHMS (B uaeane — C TOYHbIM
yKkadaHnem reorpaduyeckmnx KOopamHar).

M3noxeHve pe3ynbLTaToB AO/MKHO 3akJl04aTbCs HE B Nepeckase comepxaHus Tabnuy, u rpadurkos, a B BbisiBie-
HUW CNenyLwmnx N3 HUX 3aKOHOMEPHOCTEN. ABTOP A0J/IKEH CPABHUTL MOJIYYEHHYIO UM MHPOPMALMIO C UMEIOLLLENCA
B IMTEpaType 1 nokasaTtb, B 4HeM 3ak/tloHaeTcs ee HoBU3HA. CrnefyeT ceblinatbCs Ha TabNNYHbIA U UNTIOCTPATUBHbIN
MaTepwuarn Tak: Ha pUCyHku, dotorpacdun n Tabnunusl B Tekcte (puc. 1, puc. 2, 1abn. 1, 1abn. 2 T. O.), dpotorpadun,
nomMetaemble Ha Bkelikax (puc. |, puc. ll). ObcyxaeHume 3aBepluaeTcs GOPMYIMPOBKO B pasaene «3akovyeHme»
OCHOBHOI0O BbIBOAA, KOTOpas LOJKHA coaepXaTb KOHKPETHbLIA OTBET Ha BOMPOC, NOCTaBJ/IEHHbIN BO «BBegeHum».
Ccbinkn Ha nuTepaTypy B TekcTe paloTtca damunmamu, Hanpumep: Kapxy, 1990 (oamH aBTOp); PameH-
ckasi, AHgpeeBa, 1982 (oBa astopa); Kpytos v ap., 2008 (Tpv aBTOpa unm 6onee) NMb0o HavasnbHbIM CJI0BOM 6UBMO-
rpadryeckoro onnMcaHus CTOYHUKA, NMPUBEAEHHOIO B CMUCKE NUTEPATYPbI, Y 3aK/04aOTCS B KBaApaTHbIE CKOOKN.
Mpy NepeyncneHnn HeCcKONbKMX UCTOYHMKOB paboThl pacrnosiaraloTcs B XPOHOJIOMMYECKOM MOPSAKE, Hanpumep:
[MBaHoB, Tonopos, 1965; YcneHcknia, 1982; Erwin et al., 1989; Atnac..., 1994; Longman, 2001].

TABJIMLbI HymepytloTCcs B Nopsiake yNoMUHaHWUS UX B TEKCTe, Kaxkaas Tabnuvua nMeeT CBOM 3arofioBOK. 3aro-
NOBKKM Tabnuu, 3aronoBKM U codepXaHue CTONOLOB, CTPOK, a Takke NMpuMeyaHust MPUBOAATCS Ha PYCCKOM U aH-
rMMACKOM a3blkax. Ha nonsax GymMaxHoro aksemnisipa pykonucu (crneea) kapaHaalloM yKasblBalOTCA MecTa pac-
NosioXkeHus Tabnuu, Npu NepBOM YNOMUHAHUM UX B TekcTe. lmarpamMMbl U rpadmukm He [LOJNXKHBbI
oybébnupoBaTtb Tabnuubl. Matepuan Tabnuu O0KeH ObiTb MOHATEH 6e3 OonOoJIHUTENbHOrO obpalleHus
K TekcTy. Bce cokpalleHusi, MCnosib3oBaHHblE B TabuLe, NOSCHSIOTCS B [pyMeyaHnn, pacrnonoXeHHOM Mof, HE.
Mpu noBTopeHun undp B cTonbuax Hy>XHO MX MOBTOPSTh, NPU MOBTOPEHMM CJIOB — B CTONIOLLAX CTABUTb KaBbIYKU.
Tabnuubl MOryT OblTb KHWUXHOM MnM anbOOMHOM opuveHTauuun (Npu cobMloOeHN Bbilleyka3aHHbIX NapamMeTpoB
CTpaHuLbl).

PNCYHKW npu nepBu4yHOl nopade martepuana B pefakumio BCTaBASIOTCA B OOLLMIA TeKCToBbIA daiin. Mpu
choaye mMaTtepuana, NpUHATOro B MeyaTb, BCE PUCYHKU OO/MKHbI ObiTb NpencTaBfieHbl B BUOE OTAENbHbIX dait-
noe B ¢opmatre TIFF (*.TIF) wnnun JPG. paduyeckne maTtepumanbl OOMKHbI OblTb CHabGXeHbl pacre-
yaTkaMn C YyKa3aHWEM >XenaTesbHOro pa3Mepa PUCYHKAa, MOXeNnaHwin n TpeboBaHU K KOHKPETHbIM WIo-
cTpaumaM. Ha kaxgblii pucyHOK [ofikHa OblTb Kak MUWHMMYM OfHa CCbinika B TekcTe. MnnwocTtpayuu
06bEeKTOB, MCCNEAOBaAHHbLIX C NOMOWbI GOTOCHBEMKUN, MUKPOCKONa (ONTUYECKOrO, 3Mek-

* HasBaHusa BMOOB NPUBOAATCS Ha natuHckoMm si3bike KYPCKMBOM, B ckobkax ykasblBalOTCS BbICLUME TakCOHbl (CEMENCTBA),
K KOTOPbIM OTHOCSATCS! 0ObEKTbI UCCIeA0BaHNS.
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TPOHHOTO TPaHCMUCCUMOHHOIO W CKaHWPYIOLLEro), OOSKHbI COMPOBOXAATHCA MacLITabHbIMU NIMHEKaMK, Mpu-
4YeM B MOAPUCYHOYUHbIX MOAMUCAX HaQO0 yKasaTb AJIMHY NIMHENKU. MprUBOAUTL OaHHbIE O KPATHOCTU YBEMYEHUS
Heobsi3aTeNbHO, MOCKOMbKY Npu NyGankaumm pucyHKoB pa3mMepbl nameHaTcs. KpynHomacwTabHble kap-
Thbl XenaTenbHO NPUBOAMTbL C KOOPAMHATHOM CETKOW, 0603HAYEHUSIMU HACENEHHbIX MYHKTOB W/UNN Ha3BaHWUS-
MU GU3NKO-reorpadunyecknx 06bEeKTOB 1 pa3HoM GakTypoi onsa Boapl U cylin. B yray kapTbl XxenaTtenbHa Bpe3ka
C MenkomMacLuTabHo kapToi, rae 6bin 6bl yKasaH y4acToK, YBENIMYEHHbIV B KPYNHOM Maclutabe B BUAE OCHOBHOM
KapTbl.

noAnMCU K PUCYHKAM nprBoaAaTCS HA PYCCKOM W aHIMIMACKOM s13blKax, AOXKHbI CoAepXKaTbh 4OCTATOYHO NOJ-
HYI0 MHOPMaLMIO, AJ1S TOro YTOObI MPUBOAMMbIE AAHHbLIE MOT I ObITb MOHATHLI 663 06paLLEeHMs K TEKCTY (ecnv aTa
nHdOpMaLMa yXe He AaHa B Apyroi unocTpauun). Abbpesranmm paclindpoBbiBaOTCS B NOAPUCYHOUHbIX NOA-
nucsx, JeTann Ha pUcyHkax cnegyet o603HavaTb undpamm nnm 6ykBamm, 3Ha4eHUE KOTOPbIX TakxKe NMPUBOANTCS
B NMOAMUCSIX.

NATUHCKUE HASBAHNA. B paclumMpeHHbIX NaTUHCKMX Ha3BaHUAX TaKCOHOB HE CTaBUTCS 3ansaTtasa mexay da-
MWIMEN aBTOPOB M rooM, 4ToObl Obla NMOHATHA pasHMLA MEXIy MOJIHbIM Ha3BaHMEM TakCOHA M CCbINKOW Ha ny-
OnvKaumio B CnMcke nutepatypbl. Ha3BaHMa TakKCOHOB pojga M BMAa nNevyaTakwTCcd KYPCUBOM.
BnvcbiBaTh naTUHCKME HA3BaHUS B TEKCT OT PYKU HeQonycTumo. Ona pnopmnctmiecknx, GayHMCTUHECKUX U TaKCo-
HOMMYECKMX paboT Npu NEpPBOM YNOMMHAHUKN B TEKCTE U Tabnunuax NpuBOAUTCS PYCCKOE Ha3BaHue B1aa (ecnu Ta-
KO€ Ha3BaHME MMEETCS) U NOSHOCTLIO — ITATUHCKOE, C aBTOPOM U XeNaTesbHO C FOA0M, HanpuMep: BOASHHOM OCVK
(Asellus aquaticus (L., 1758)). B panbHenweM MOXHO ynoTpebnaTb TONbKO PYCCKOE Ha3BaHWEe UM COKpalleHHoe
naTuHckoe 6e3 damunuu aBTopa M roga onybnnkoBaHus, HanpuMmep, Aas G6pioxoHororo Monniocka Margarites
groenlandicits (Gmelin, 1790) — M. groenlandicus vwnv pna nogsuaa M. g. umbilicalis.

COKPALLEHW4. PaspeluatoTcs nvilb 06LWENPUHATBIE COKPALLEHUS — HAa3BaHUS Mep, GU3NYECKNX, XMMUYECKNX
N MaTeMaTunyeckux BEIMHUH 1 TEPMUHOB 1 T. M. Bce cokpalleHmsa AoxkHbl ObiTb paclumMdppoBaHbl, 3a UCKIIIOYEHNEM
HeBOoNbLLOro Yncna obLeynoTpeduTeNbHbIX.

BNAFOOJAPHOCTW. B atoii pybpuke BbipaXaeTCs NPU3HATENbHOCTb YaCTHbIM NLAM, COTPYAHMKAM ydypexae-
HUI 1 PpoHAAM, OKa3aBLLUMM COAENCTBME B MPOBEAEHUN UCCNEA0BAHUI U NOATOTOBKE CTaTbW, a TakXe yKa3blBaoTCA
WNCTOYHUKN PUHAHCMPOBaHUS paboThbl.

CMNNCOK JMIMTEPATYPbI. MNpucTaTenHble CChIIKU U/UAN CANCKX MPUCTATENHOM nuTepaTtypbl cnenyet odpop-
mnaTe no FOCT P 7.0.5-2008. Bubnuorpadudeckas ccbiika. Obwme TpeboBaHMS 1 MNpaBuia COCTaB/IEHMUS
(http://www.bookchamber.ru/GOST_P_7.0.5.-2008). Cnucok paboT npeacrasnseTcs B andaBUTHOM nopsake. Bece
CCbINIKM JAI0TCH Ha A3blke OpuUrnHana (Ha3BaHus Ha ANOHCKOM, KUTANCKOM U APYrnx a93blkax, MCMOJb3YIOLLMX HeNa-
TUHCKWIA WPpUGT, NULLYTCA B PYCCKOM TpaHckpunumm). CHavana npuBoamMTCs CNUCOK paboT Ha PYCCKOM Si3bIKE U Ha
A3blkax ¢ 61n3kMM andaBuUToOM (YKpanHCKuiA, 6oarapckuii u gp.), a 3atem — paboTbl Ha A3blkax C NaTUHCKMM anda-
BUTOM. B cnncke nutepaTypbl MeXAy MHMupuanamm ctaButcs npoodern.

TPAHCJ/IMTEPUPOBAHHBIN CMUCOK JIUTEPATYPbI (REFERENCES). MpuBOANTCS OTAENBHBIM CAMCKOM, MO-
BTOPSIS BCE NMO3MLMM OCHOBHOIO Cnucka nvtepartypbl. Bubnuorpaduyieckme onvcaHns pycckossbldHbIX paboT aa-
I0TCS B TATUHCKOM TpaHcnaMTepauuu, PsSaoM B KBaApaTHbIX CKOOKax MOMeLLAEeTCs X NEePEBOS, HA aHMUIACKUIA A3bIK.
BbIxogHble AaHHbIE MPUBOOATCS HA @HIMUIACKOM 43bIKe (OOMYyCKaeTCcsa TPpaHCAMTepauus Ha3BaHUs N30aTenbCTea).
Mpwn HanM4YUKW NepeBOAHOM BEPCUN NCTOYHMKA MOXHO yka3aTtb ee. OnucaHms npo4ymx paboT NpUBOASATCS Ha A3blke
opuruHana. lnsa coctaBneHus cnncka peKoMeHAyeTCcsl MCNofib30BaHWe 6ecnnaTHbIX OHNaliH-CePBMCOB TPAHCIUTE-
pauuu, BapuaHT BSI.

Brumanne! C 2015 roga kaxaon ctatbe, nydnukyemon B «Tpyaax Kapenbckoro Hay4yHoro ueHTtpa PAH», pepak-
uven npuceamBaeTCs YHUKasIbHbIA MAEHTUDUKALNOHHBIN HOMepP LmdpoBoro obbekTa (DOI) n ctaThs BkAYaeTcs
B 6a3y AaHHbIX Crossref. 0693aTenbHbIM YCIOBUEM SIBNIIETCA YKa3aHue B cnuckax nutepartypol DOl png Tex
paboT, y KOTOPbIX OH €CTb.

OBPAS3EL, O®OPMJIEHUS 1-W CTPAHULLbI
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OBPA3EL, OPOPMJIEHUA TABJIULbI

Tabnvua 2. YnbTpacTpykTypa KIeTok Me3odunna nucta B nocnegenctsmm 10-MuHyTHOro oxnaxaeHus (2 °C)
NMPOPOCTKOB UM KOPHEW MLLIEHWNLIbI
Table 2. Ultrastructure of leaf mesophyll cells after the exposure of wheat seedlings or roots to 10 min of chilling at 2 °C

NokasaTtenb KoHTponb OxnavkaeHme OXJ‘Ia)K.EI,el—! ne
Index Control NPOPOCTKOB KOpHel
Seedling chilling Root chilling

Mnowanpk cpesa xnoponnacTa, MKm? 10,0+0,7 13,5+1,1 12,7+0,5
Chloroplast cross-sectional area , um?
Mnowanb cpesa MUTOXOHAPUM, MKM? 0,4+0,03 0,5+0,03 0,6 £0,04
Mitochondria cross-sectional area, um?
Mnowaab cpesa nepokcncoMbl, MKM? 0,5+0,1 0,5+0,1 0,7+0,1
Peroxisome cross-sectional area, um?
Yucno xnoponnacTtoB Ha Cpese KNeTku, LWT. 9+1 8+1 10+1
Number of chloroplasts in cell cross-section
Yncno MUTOXOHAPWUIA Ha cpe3e KNeTKM, LWT. 8+1 8+1 10£1
Number of mytochondria in cell cross-section
Yncno NepokCMcoM Ha cpese KNeTKU, LWUT. 2+0,3 2+0,3 3+x0,4
Number of peroxisomes in cell cross-section

lNpumeyaHvie. 3aechb 1 B Tabi. 3: Bce napamMeTphbl ylbTPACTPYKTYPbl U3MEPSIN Yepe3 24 4 NOCe OXNaXAEHNS.
Note. Here and in Tab. 3 all ultrastructure parameters were measured 24 h after chilling.

OBPA3EL, O®OPMJIEHUA NOANMUCU K PUCYHKY

Puc. 1. CeBepHbIi TOunnbLUMK (Hadrobregmus confuses Kraaz.)
Fig. 1. Woodboring beetle Hadrobregmus confuses Kraaz.

Puc. 5. Pe3ynbTaThl U3y4eHUst KpUCTanIMToB 1 AemndepHbix 30H B 06pasue keapua ns dynsaypru:

(a) — anekTpoHHas MukpodoTorpadus keapua; (6) — kapTnuHa Mukpoandpakumm, NonydyeHHas ans ydactka 1 B o06nactu kpucran-
NINTOB; (B) — KapTMHa Mukpoaudpakumm, oTBevaioLlas y4acTky 2 B o6nactn geMndepHbIX 30H

Fig. 5. Results of the study of crystallites and damping zones in a quartz sample from Duldurga:

(a) — electron microphotograph of the quartz sample; (6) — microdiffraction image of site 1 in the crystallite area; (8) — microdiffrac-
tion image corresponding to site 2 in the damping area
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