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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.
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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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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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AT d-cunmasa
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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
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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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