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WccnepoBanu BnvsiHue rubbepennnHa Ha OesaTeslbHOCTb KaMOusi B CTOPOHY KCUNIEMBI
y B3pOcC/bIx AepeBbeB 6epesbl noBucnoi (Betula pendula Roth var. pendula, obbluHas
6epesa nosucnas). B kayectse MeTOONYECKOro NPMEMA NCMONb30BasIM BBEAEHME 3K30-
rEHHbIX PACTBOPOB. [ 3TOro Ha CTBOJIaxX AEePEBLEB AN «KaMepbl» NyTeM Bblpe3a-
HUSI HAPYXKHbIX CJI0EB KOPbI BMIOTb 0 HUXHE YaCTN HENPOBOASLLEN (PO3MbI, OCTaBNAS
HETPOHYTbLIMWN NPOBOASALLYIO0 GJIO3MY 1 KaMOUanbHyio 30HY. B kamMepbl C NOMOLLbIO LINpK-
Lua BBOAWIN pacTBOpbl rmbbepennmHa GA, pasHoin koHueHTpauum (0,005; 0,01; 0,02;
0,05; 0,1; 0,2 %) 1 cmecb rMbbepensiMHa c caxapo3on (GA,0,01 % + caxaposa 1-20 %).
YCTaHOBAEH CUMbHBI CTUMYNMPYOLWMA 3D DEKT ropMoHa Ha GopMmMpoBaHMeE NpMpocTa
KCWNEeMbl. 3aBUCUMOCTb BENNYMHbBI MPUPOCTa OT UCMOJIb30BaHHbIX KOHLEHTPALMIA Bbisi-
BUTb HE yOanocCb, MOCKOMbKY X 3HAYEHWUS, O4EBUHO, NPEBBLICUAN YPOBEHb, MPU KOTO-
pPOM [0OCTUraeTcs MakCMasibHO BO3MOXHbIA OTKIMK KaMOWanbHOM 30HbI Ha AEACTBME
rnébepennunHa npu 4aHHOM MeTaboNnM4eCcKOM CTaTyce KNIETOK 1 TKaHel. OTOo NoaTBep-
XpaeT apPeKT 0CTaTOYHOrO BANSHUSA 9K30TNEHHbIX PACTBOPOB, MPOSIBMBLLMIACS MOCe
npekpaLLeHns Nx BBEAEHWS: B BapnaHTax ¢ 6051ee BbICOKMMU KOHLEHTPALMSIMU FOPMOHa
OKOHYaTEeNbHbIA NPUPOCT KCWUieMbl Obl 60bLLE. BnepBble Noka3aHo, YTO BbICOKNE KOH-
ueHTpaumm caxapodbl (10 n 20 %) cHUXalT CTUMYNUPYOLWNK addekT rmbbepennmHa.
BbickazaHO NpeanofioXeHne, YTO B JAHHOM CJly4ae caxapo3a MOXET AelCTBOBATb Ye-
pe3 noBbllweHe ypoBHS YO MD-rnoko3bl, B3aMMOLENCTBUE KOTOPOM C rmbOepesiIMHOM
NPMBOAUT K €ro KOHbloraummn (MHakTnBaumm). Henb3s Takke NckoumTb peakumio YAdD-
rMoKO3bl C ayKCMHOM, B pe3yfibTaTe KoTopon obpasyeTtcs koHbiorat MYK-rntokosa, no-
CKoJbKy rn66epennnH obecneymBaeT yCKOpeHe KaMbmanbHOro pocTa TOJbKO Mpu Ha-
14K B TKaHW GU3MONIOrMYeCcKy akTUBHOIO, T. €. CBOOOJHOIro, aykCUHa.

KniouyeBble cnosa: Betula pendula Roth var. pendula; perynaumsa kambunanbHOro
pocTa; GA,; caxaposa.

L. L. Novitskaya, T. V. Tarelkina, N. N. Nikolaeva, D. S. lvanova,
L.l. Semenova. EFFECT OF EXOGENOUS GIBBERELLIN AND ITS
MIXTURE WITH SUCROSE ON XYLEM INCREMENT FORMATION IN SILVER
BIRCH

We studied the effect of gibberellin on cambial activity towards xylem formation in adult
birch trees (Betula pendula Roth var. pendula, common silver birch). The technique used
was the injection of exogenous solutions. To this end, “chambers” were made on tree
trunks by cutting out the outer layers of bark up to the inner parts of the non-conduct-
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ing phloem, leaving the conducting phloem and the cambial zone intact. GAS3 gibberellin
solutions (0.005, 0.01, 0.02, 0.05, 0.1, 0.2 %) and a mixture of gibberellin with sucrose
(GA30.01 % + sucrose 1-20 %) were injected into the chambers using a syringe. The hor-
mone produced a strong stimulating effect on xylem increment. We failed to determine
the dependence of the increment on the concentration, since its values obviously ex-
ceeded the level at which the maximum possible response of the cambial zone to the ac-
tion of gibberellin was attained with a given metabolic status of cells and tissues. This is
confirmed by the effect of residual action of exogenous solutions, which manifested itself
after the termination of their administration: the final xylem increment was greater in vari-
ants with higher concentrations of the hormone. It was demonstrated for the first time that
high sucrose concentrations (10 and 20 %) reduce the stimulating effect of gibberellin. It
is hypothesized that in this case, sucrose may act through an increase in the level of UDP-
glucose, whose interaction with gibberellin leads to its conjugation (inactivation). Neither
can one rule out a reaction of UDP-glucose with auxin, resulting in the formation of con-
jugate IAA-glucose, since gibberellin can accelerate cambial growth only in the presence
of physiologically active (free) auxin in the tissue.

Keywords: Betula pendula Roth var. pendula; regulation of cambial growth; GA,; su-

crose.

BBepeHune

B perynsaumn pestenbHoCTU kambus n and-
depeHumaumm kambuasnbHbIX NPOV3BOAHLIX yya-
CTBYIOT FOPMOHbI, B T. 4. rmbbepennuH [Sorce
et al., 2013; Aloni, 2015]. N'mb6epennunH (rndbe-
penHbl) — 3TO rpynna ropMoHOB, BKJIKOHatOLLLASA
6onee 100 coeamHeHuin, 6OMBLUNHCTBO N3 KOTO-
pbix He 06nagaloT GUONOrMYeCcKOn akTUBHOCTLIO,
a SBNSAITCSA NMpekypcopamMm OMOaKTMBHbIX GOPM.
Mb6epennnHbl CUHTE3NPYIOTCA B 3penbix Jn-
CTbsIX, MOC/Ie Yero TpaHCNopPTUPYOTCS Mo Gpnoame
B akuenTopHble opraHel [Hedden, Thomas, 2012].
Ha Tonone nokasaHo, 4YTO B CTBOJIE APEBECHbIX
pacTeHuin NpeBpalleHne NpekypcopoB B Guoak-
TUBHblE (DOPMbI MPOUCXOAMT B 30HE PaACTAXKEHUS
kcunemsl [Israelsson et al., 2005].

YcTtaHoBNeHO, 4TO rnobepennuH okasbiBaeT
CTUMyNVpylollee [enctene Ha GopMmpoBaHue
kcunembl. OgHaKko crnegyet OTMEeTUTb, HTO OCHOB-
Has 4acTb paboT Mo M3y4eHUo BAUSHUSA rnb6e-
pennHa Ha KCUnoreHes ApeBeCHbIX PaCTEHMWI Bbl-
nosiHeHa Ha noderax 1 Monodplx pacteHusx [Brad-
ley, Crane, 1957; Digby, Wareing, 1966; Philipson,
Coutts, 1980; Zakrzewski, 1983; Ridoutt et al.,
1996; Eriksson et al., 2000; Funada et al., 2008;
Guo et al., 2015]. Ha cTtBOnax B3pocnbix 4EPEBb-
€eB UCCnefoBaHUs B JAaHHOM HarnpaB/IEHUN OYEHb
HEMHOIMOYMCNEHHbI N OXBaTblBAOT TOJIbKO OOWH
BWA, TNCTBEHHbIX (OcnHa) [Israelsson et al., 2005]
M OOMH BUL XBOWHbIX (KPUNTOMEPUHA HANOHCKad)
[Kijidani et al., 2016, 2017] opeBeECHbIX PACTEHUIA.

Mmelowmecs B nutepatype cBefeHus no3Bo-
NS0T NPEANoSIOXUTb BINSHME caxapo3bl HA KOHb-
lorauuio rmbbepennuHa [Schneider, Schliemann,
1994]. Tak, B npouecce knybHeobpa3oBaHUS
y kaptodenss 1crnonb30BaHME IK30MeHHOW caxa-

PO3bl BbI3bIBASIO YMEHbLLUEHNE YPOBHSA BMOaKTUB-
Horo rn6bepenninHa U COOTBETCTBYIOLLLEE MOBbLI-
LEHNEe YPOBHSA KOHBIOMMPOBAHHOI0, HEAKTUBHOIO
ropmoHa [Simko, 1994]. Y 6onblunHCTBa ApeBec-
HbIX pacCTEeHU YMEPEHHOro kaMmMara caxapo3a
SIBNFETCS OCHOBHOM TPaHCMOPTHON ¢popmMoin $o-
ToaccumMmnaToB  [Zimmermann, Ziegler, 1975;
Turgeon, Wolf, 2009]. Ha npoTsxXeHnn MHOrmx net
Mbl MPOBOAVM UCCnenoBaHusa Ha dopmax bepe-
3bl nosucnon (Betula pendula Roth) [Novitskaya,
Kushnir, 2006; Hosunukas, 2008; TapenkuHa n gp.,
2015; Novitskaya et al., 2019]. B nepuog akTuB-
HOro kambuasibHOro pocTa caxapo3a SBNAseTCs
NPaKTUY4eCKN €AUHCTBEHHBIM CaxapoM, KOTOPbIN
obHapyxuBaeTcs BO GJIOSMHOM 3KCCydate 3To-
ro gpesecHoro pacrteHunsa [KonecHunyeHnko, 1985].
B paHHoW cBs3n Gepesa noBucnas npeacrasns-
eT coboii NepcnekTUBHbIA 0OBLEKT UCCNef0BaHNUS
0§ BbISIBNEHUS] B3aMMOCBA3U MEXY MOBbILLEHU-
€M YPOBHSI caxapo3bl 1 BAnsSHNEM rnbbepennnHa
Ha GopMMpoOBaHME OPEBECUHDI.

Llenb HacTosLLEen paboThl 3akioyanach B U3yye-
HUN OENCTBUS 3K30MEHHbIX PACTBOPOB, CoAepXa-
LLMX rnbOepensivH, caxaposy U cMecb rmbbepennn-
Ha C caxapo30M, Ha NPOAYKLMIO KCUNEeMbl B CTBOJIAX
B3pOC/bIX AepeBbeB 6epeskl nosucnoi (B. pendula
var. pendula, o6bl4Has 6epesa nosucnas).

MaTtepuanbl u meToAbl

O6bEKTOM 1ccnenoBaHus Obiia 0oblvHas bepe-
3a nosucnas (Betula pendula Roth var. pendula).
BospacT pactenunii 15-20 net. MNMogbupann nepe-
Bbsi C POBHbIMW CTBONAMU, 6€3 CYYKOB B HUXKHEN
TpeTu cTBosa 1 6€3 BUAMMbIX BHELLHMX NOBPEXae-
HUI. Bce onbITHbIE pacTeHUs npouspacTanu B O4n-
HAKOBbIX MOYBEHHO-KIMMATUYECKMX YCNoBUsaX (Ar-
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BapwuaHTbl 9kCnepuMeHTa ¢ BBeAEHNEM PAaCcTBOPOB rmbOepennHa n caxaposbl B TkaHW CTBONIA 6epesbl MOBUCON
Variants of the experiment with the introduction of solutions of gibberellin and sucrose into the birch trunk tissues

Mepwoa npoBeaeHns
aKcnepuMmeHTa
Experimental period

[encraytoLee BeLecTBo
Active substance

BapuaHT akcnepumMeHTa
Variant of the experiment

OkcnepumeHT N2 1
Experiment No. 1

15.07-21.08.2006

I66epennuH (GA,)
Gibberellin (GA,)

0,05 % GA,
0,1%GA,
0,2%GA,

KoHTponb — auctunnmposaHHas soga (0 %)
Control - distilled water (0 %)

OkcnepumeHT N2 2
Experiment No. 2

Im6GepennuH (GA,)
Gibberellin (GA,)

0,005 % GA,
0,01% GA,
0,02 % GA,

KoHTponb — guctunnuposaHHas Boaa (0 %)
Control - distilled water (0 %)

AkcneprmeHT N2 3
Experiment No. 3

06.07-12.08.2007 Caxaposa (Suc)

Sucrose (Suc)

1,0 % Suc
2,5 % Suc
5,0 % Suc
10,0 % Suc
20,0 % Suc

OkcnepumeHT N2 4
Experiment No. 4

rm66epennuH (GA,) + Caxaposa (Suc)
Gibberellin (GA,) + Sucrose (Suc)

0,01 % GA, + 1,0 % Suc
0,01 % GA, + 2,5 % Suc
0,01 % GA, + 5,0 % Suc
0,01 % GA, + 10,0 % Suc
0,01% GA, + 20,0 % Suc

pobuonoruyeckas ctaHums KapHLL PAH, 2 kv K tory
ot r. NeTposaBoacka, 61°45" ¢. w., 34°20" B. 4.).

B paboTe ncrnonb3oBaH pa3paboTaHHbIN paHee
MeToaudeckuni nogxon [Novitskaya, Kushnir, 2006;
Hoeuukas, 2008], no3BONSIOLLNIA N3yYaTb BANSHNE
Pa3NYHbIX COEOVHEHWI HA aKTUBHOCTb MHTAKTHO-
ro kamous n anddepeHUmaLmio ero NPOM3BoaHbIX.
paduryeckoe n3obpaxeHne 1 geTanm NoCTaHOBKU
3KCNepUMEHTa npencTaBfieHbl B cTaTbe [Tapen-
kmHa, Hosuukasa, 2019]. B xoge noarotoBUTENb-
HbIX onepaumit Ha BeicoTe 130 cM OT NOBEPXHOCTU
MOYBbI MO NEPUMETPY CTBONA HA PABHOM PaCCTO-
SAHUM Opyr OT Apyra nojyyann HECKOJbKO Kamep,
B KOTOPbIX HAapYyXHbIE C/IOM KOpbl OblIN yAaneHsbl,
a npoBoasas ¢soama u kamouin ocTaBaINCh He-
NOBPEXAEHHbIMU. B Kamepbl C MOMOLLLIO LLNpuLa
BBOAMIN OMbITHblIE PACTBOPbLI. KaxAablii BapuaHT
pacTBOpa BBOAWIM B OOHY U3 Kamep.

B 2006 n 2007 rr. nocTtaBfieHbl YeTbIPE aKCne-
pumMmeHTa (Tabn.). B AByx M3 HMX MCNonb30BaIn
pacTBopbl rmbGepennvHa (GA,) pasnmiHOM KOH-
ueHTpauumn: akcnepumeHt N2 1 — 0,05%, 0,1%,

0,2%, oakcnepumeHT N2 2 - 0,005%, 0,01%,
0,02%. 3kcnepumeHT N2 3 BkOYan BBegeHue
caxaposbl (Suc) - 1,0%, 2,5%, 5,0%, 10,0%,
20,0%, akcnepumeHT N2 4 — BBegeHMe CMecw,
cocTosen n3 rubbepennmna (0,01 % GA,, ¢o-
HOBbIN pacTBop) n caxapo3bl (1,0-20,0 % Suc).
Ons npurotoBneHms pacTtBOPOB MCMONb30Ban
GroNIornYeckn akTUBHbIA rmbGepennnH GA, (Sig-
ma Aldrich, lfepmaHns). [1OCKONbKY KOHLEHTpaums
pacTtBopoB GA, Obina 04€Hb HU3KOW, B 3KCNepu-
MEHTaxX C 4YUCTbIM IMOBEPENSIMHOM KOHTPOJIEM
CNYXWUN1 BapuaHTbl ONbITOB C AUCTUINIMPOBAHHOM
BOOOW. B onbiTax c BBEAEHMEM Caxap0o3bl U CMeCcu
«GA, + caxapo3a» BapuaHTbl CPaBHWUBaIN MEXAY
co06om. Kaxablii BapuaHT onbiTa NOCTaBMIEH B TPEX
NMOBTOPHOCTAX (Ha Tpex AepeBbsiX).

MorogHble ycnoeus B 06a roga npoBefeHus
3KCMEepUMEHTa HaxooMNMCb B npenenax kKavma-
Tnyeckon Hopwmbl (puc. 1). BBeoeHne pacTtBOpoB
OCyLLEeCTBASAAN B TedeHne 5 Hegenb. B 2006 r. aToT
OTPE30K BPEMEHU OXBaTbIBas Nepuos akTUBHOIO
kaMmOuanbHOro pocTa W 3aBeplleHne [eaTesb-

@)



2006

25 /\ 50
/ \ Bgezenue pacTBopoB §
20 40 5
c A AN
: \Af\/ \ /F o I o
= “®
2 ;
15 2}
; 10 v 20 £
5 s
= Z
5 10
0 /Y_x TT T T 1T T 10T TT M T \Y\ TT T T T T T TrrT A TT 11T /T\W_Y_—Y_YK T 0
c~ [y >~ 0 0 0 <o}
< < = < < = <
— S S — S S S
— o — [@\| on
— Cpennecyrounas remneparypa  —— Cymma ocaakoB
2007
25 50

BBgezienue pacTBopoB

. A ;
5 AN WVMAM

" A
10 \ 20
5 L .

T T LB

0
1.07 10.07 20.07 1.08 10.08

Temmneparypa ,°C
KosnuecTBo ocaakoB, MM

LI I I e 0

20.08 30.08

— CpennecyTtounas remneparypa ~ —— CyMMa 0cajikoB

Puc. 1. CpegHecyTo4Has TemnepaTypa BO34yxa U KONMYeCTBO OCaakoB BO Bpe-
Ms1 NpoBeAeHus akcnepumMmeHToB B 2006 1 2007 rr. JlaHHble NoJsly4eHbl C cepBepa
https://rp5.ru no r. NeTpo3aBoacky. CnioLwHOM BepTUKANLHOM NMHWEN 0603Ha4ve-
Hbl AaTbl HA4Yana N OKOHYaHUS BBEAEHNS PaCTBOPOB

Fig. 1. The average daily air temperature and precipitation during the experiments
in 2006 and 2007. The data was received from the server https://rp5.ru in the city
of Petrozavodsk. The solid vertical line indicates the start and end dates of the intro-
duction of the solutions

HocTn kambusa. B 2007 r. BBeOeHMe pacTBOPOB
npekpaTuiu, Korga Ha GoHe BbICOKUX CpeaHecy-
TOYHbIX TEMMEPATYpP 1 OOCTATOYHOrO KOJIMYecTBa
0caakoB kamMbuii ele npoaosixan paboTats.
OT60p 06pa3LoB NpoBoannu B oktadpe. K ato-
MY BPEMEHU CTPYKTYPHbIE 3/IEMEHTbI KCUJIEMbI TE-
Kywero roga Obinv NOJSIHOCTbIO CHOPMUPOBAHI.
Lna MUKPOCKOMUYECKUX NCCNefoBaHuiA U3 cpea-
Hel YyacTu kamepsbl Bbipe3dann 610K TkaHen 06b-

eMoM 5%X5x%x3 MM (OgnmHa X lWMpuHa X BbicoTa),
BKJIIOHAIOLLMIA CNIOM OT 30Hbl KOHTAKTa OMbITHOrO
pacTBopa C paHeBOW NMOBEPXHOCTLIO KOPbI A0 Ha-
yana rogM4Horo KoJsbla KCunembl npenblayuiero
roga. O6pasubl GUKCHUpoBann rnyTapaibaeruaom
C nocnegyower nocrtoukcaumen ocMmem 1 3a-
Knoyanm B anoH [Yuknu, 1975]. Ha ynbtpatome
LKB Ultrotome IV (LUBeuwns) narotasnmsanu cpesbl
TOJILLMHOM 2 MKM, KOTOpble okpawmsanu 1% soa-
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Puc. 2. TlonepeyHble cpe3bl KCU1EMbl N3 30Hbl 3KCNEPUMEHTaNIbHOrO BO3AENCT-
BUs. A — akcnepumeHT 2006 r., BapunaHT ¢ BBeaeHnem 0,2% rmnbbepennuna; b —
akcnepumeHT 2007 r., BapmaHT ¢ BBeageHnem 0,01% rnobepennmHa. YepHbimMu
cTpenkamn obo3HadeHa HGapbepHas 30Ha, CEPOI CTPESIKOM — MPOMEXYTOYHbIN
CJIOM YMJIOLLLEHHBIX KNEeToK, 6enbiMn CTpenkaMm — CoN TEPMUHANBbHOM KCUEMBI.
OnnHa otpeska = 100 Mkm

Fig. 2. Cross sections of xylem from the experimental zone. A — experiment
in 2006, a variant with the introduction of 0.2% gibberellin; b — experiment in 2007,
variant with the introduction of 0.01% gibberellin. Black arrows indicate the barrier
zone, gray arrows indicate the intermediate layer of flattened cells, white arrows

indicate the terminal xylem. Scale bar = 100 microns

HbIM PacTBOPOM cadpaHnHa. MMKpoCKonmM4eckuni
aHanmM3 NPoBOAVIN HA CBETOBOM MUKpPOCKone Ax-
iolmager A1 (Karl Zeiss, lepmaHuda), ncnonbay4
doTtokamepy ADF PRO03 » nporpammHoe obec-
neyeHne ADF Image Capture (ADF Optics, Knutan).
B xome aHaTOMMYeCKUx UccnenoBaHuni pykoBof-
CTBOBa/INCb pekoMeHJaumamMmn [AueHko-Xmernes-
ckni, 1954; IAWA ..., 1989]. Ha Tpex mmnkpodoTo-
rpapunax cpes3os C NOMOLLbLIO NporpaMmmsl Imaged
v.1.50 (NIH, CLLA) namepsam npupocTbl KCUAEMBI
B 3-KpaTHOM NOBTOPHOCTU AN KaXA0ro cpesa.

Cratuctmnyeckyto 06paboTky pesynbTaTtoB Mpo-
BOOMNN Ha 6ase nporpammbl Statistica, Bepcus 10
(StatSoft, Poccusa). OueHky [OCTOBEPHOCTU pas-
YN Mexay BapuaHTamu OCYLLECTBASAN C Mpu-
MEeHeHMEM npouenypbl 06LLMX IMHENHBIX Moaenen
(GLM). CTtatuctnyeckn OOCTOBEPHBbIMU CYATANUCH
pasnuums npu yposHe 3HaummocTn p < 0,05. Ecnu
3Ha4veHune p 6b1o MeHblwe 0,001, To p ykasbiBanu
B dopmate p < 0,001. Bce paHHbIE HA AyarpaMmmMax
npeactaeneHbl kak M = SD, roe M — cpegHee 3Ha-
yeHue, SD — cTaHAapTHOE OTKIIOHEHNME.

PesynbTaTtbl M 06CyXaeHne
B o6a ropa uccrnemoBaHuiA B KCUIEMeE BCeX

OMbITHbLIX OepeBbeEB Oblna OTYETINBO BMAOHa 6apb-
epHaa 30Ha, C/oXeHHasa CrUlloWeHHbIMX B pagn-

aJIbHOM HanpasieHNN 35IEMeHTaMn, MHOMMe 13 KO-
TOPbIX COXPaHWIY NPOTOMACT, T. €. NPeaCTaBNANn
coboli kneTkn napeHxmmbl (puc. 2). bapbepHas
30Ha — 3TO 4acTb KCueMbl, GOPMUPYIOLLAACH
B OTBET Ha pasfinyHble Hecneumduyeckne nopa-
KEHNSA TKAHEN CTBONA U BbIMOJHAOLLASA 3ALUUTHYIO
dyHKkumio [Shigo, Dudzik, 1985]. B Hawem akcne-
puMeHTe GapbepHasi 30Ha MOsiIBUIAaCb B pPe3ysib-
TaTe OTBETHOW peakuuu kambus Ha yganeHue ne-
pudepnyecknx CoeB Kopbl, MO3TOMY ee NIoKan-
3auUmd MOXET CIYXUTb aHAaTOMUYECKMM MapKepom
Ha4vasa 9KCneprMeHTaslbHOro BO34eNCTBUS.

B 2007 r. Bo Bcex oOpasLax, KpoMe akcrnepu-
meHTa N2 3 (BBeAeHMe caxaposdbl), B MPUPOCTE KCU-
nembl, COPMMPOBABLLEMCSH MOCIIEe HaYana aKcne-
pUMeHTa, Mbl HabsoanM MPOMEXYTOUHBIA CNOW
YMJIOLWEHHbIX KJIETOK, PacronoXeHHbI mexay 6a-
PbEPHOM 30HOM U CNIOEM TEPMUHASIBHON KCUNEMDI
Tekyulero roga (puc. 2, b). B otanume ot Tepmu-
HaNbHOW KCUIEMbI LUMPMHA 3TOro ciosi 6bina cyle-
CTBEHHO 60Jiblle, OH UMEeN AO0CTaTOYHO Pa3MblThle
oYyepTaHus, COCTaBNSAOWME €ro KJIETKNM COXPaHs-
JIN OTHOCUTENIbHO TOHKMEe 06o0noykn. B obpasuax
2006 r. NPOMEXYTOUHbIN CNOWN YNIOLEHHbIX KETOK
B MPUPOCTE KCUIEMbI OTCYTCTBOBAnN (puc. 2, A).

YMeHblUeHVe paamanbHOro guamerpa KieTok
CBUOETENbCTBYET O BO3AENCTBUM HEKOEro CTpec-
coBoro ¢aktopa. CpaBHUTENbHLIM aHann3 no-
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rogHbIx ycnosui B none—-asrycte 2006-2007 rr.
(puc. 1) ykasbiBaeT Ha TO, 4TO (OpMMpOBaHME
npomMexyToyHoro cnos B 2007 r. He 6bIno cBs3a-
HO C CWibHbIMMK MepenagaMmy Temnepatypbl Uim
onuTenbHoM 3acyxo. Kpome Toro, B nepmog, npo-
BEEHVS WCCNeOoBaHU Ha aepeBbsx Oepesbl
He OblNO BCMbILLEK Pa3BUTUS 3HTOMOMAyHbI, HYTO
Moro Obl NOBAUSATL Ha GOPMUPOBAHUE KCUTEMBI.
BmecTe ¢ TeM BaXHbIM pasnnynem Mexay aKcne-
pyMeHTamMu 6b1s10 TO, 4To B 2006 r. BBEAEHME pac-
TBOPOB B KamMepbl NMpeKkpaTuiv B CBA3M C 3aBepLLue-
HMeM kambuanbHOro pocta, Toraa kak B 2007 r.
Ha ¢pOoHe BNaronpUATHbLIX NOrOAHbIX YCNOBUM Oes-
TeNbHOCTb KamMbus Nocne NpekpaLleHns BBEAEHMS
pacTBOPOB elle npoaomkanacb. YoaneHve pac-
TBOPOB N3 KaMep 1 OeMOHTaX BOOOHENPOHMLae-
MOro martepuana, O4eBUOHO, NPUBESN K PE3KOMY
M3MEHEHMIO BJIAXXHOCTU TKAHEN CTBOJ1A B 30HE 3KC-
NepPUMEHTaNIbHOro BO3LENCTBUS, U 3TO 0OKasasno
BNINSIHME Ha pacTsXXeHne KneTok auddepeHumnpy-
loencs kcunembl. Takum o6pas3om, B aKkcrnepu-
MeHTe 2007 r. MPOMEXYTOYHbIA CAOW YMOLEH-
HbIX KJIETOK B KCWUJIEME MOXHO paccMaTpuBaTh Kak
MapKep OKOHYaHUS 3KCrepuMeHTa.

B cBasn ¢ BbiweckadaHHbIM, B 2006 r. nsme-
PEHHbIN NPUPOCT BKJIKOYAN KCunemy, chOopMmnpo-
BaBLUYIOCH OT Hayasia aKCcrnepmmeHTa 0O OKOHYa-
HUS KambuanbHOro pocta (0T 6apbepHoii 30HbI A0
BHELUHEN rpaHuvLpbl rTOANYHOIO KOJibLa TeKyLlero
roga - MP;). B 2007 r. npypoCT KCUnembl B 3Kcne-
pumMmeHTax N2 2 n N2 4 namepsanu oTaenbHO B ya-
CTAX, GOpMUPOBaHME KOTOPbIX npoxoaumno (1)
B Mnepuon BBeOEHUs pacTBOPOB (OT OapbepHoM
30Hbl 40 MNPOMEXYTOYHOrO CJl0s  YMIOLLEHHbIX
knetok — lP,) n (2) nocne OKOH4YaHWA IKcrnepu-
MeHTa (OT CNOos YIIOWEHHbIX KITETOK 40 BHELLUHEN
rpaHubl npupocTa Tekywero roga — lNP,). B akc-
nepumMmeHtTe N2 3 namepeHHbIn NPUPOCT KCUneMsbl
BKJ1IOYaAsT 30HY OT Havana aKcrnepmMeHTa 40 OKOH-
YyaHMsa KambuanbHOro pocTta (0T 6apbePHON 30HbI
[0 BHELUHEN rpaHunLbl FOANYHOIO KOMbLA TeKyLle-
ro ropa — NP;).

BseneHune pacTBopoB rubbepesiivHa
pPasJINYHOV KOHLeHTpaunum

B 2006 r. npmpocCT kcunemol, chopmMmMpoBaB-
LeNcsa nocne Havyana aKkcnepumMeHTa, 6bin 3Ha4n-
TeJNIbHO Bbille B BapuaHTax C BBeAEHNEM pPacTBO-
poB rmbo6epensivHa No CPaBHEHUIO C KOHTPOJIEM
(amctunampoBaHHasa Boga) (p < 0,001). B 1o xe
BPEMS pas3nuyms Mexay NpupocTamu npu pasHbix
KOHUEHTpaumax rmbbepennvHa oOTCyTCTBOBaIN
(p=0,419) (puc. 3, A).

B 2007 r. n3 Tpex oepeBbeB, y4aCTBOBABLUMX
B 9KCMEepUMEHTE, OOHO OepPeBO ObIIO UCKIOYe-
HO M3 aHann3a B CBA3M C TEM, 4TO B XO4€ Uccne-

[OBaHVs MUKponpenapaTtoB y Hero 6bino guvar-
HOCTMPOBAHO MOBpexAeHne kambus Ha cTaguu
N3roToBNIEHNS KamMep. Y OByX OCTaBLUUXCS Oepe-
BbEB Pa3nNnunsa Mexay KOHTPOIEM M OMbITOM, Kak
M B npeabiaywmii rog, Obliv 04eHb OONbLUMMU
(p =0,004) (puc. 3, b). B pa3dHbix BapraHTax onbita
NPUPOCTLI KCUSeMbl, CHOPMUPOBABLLENCSH B Ne-
pvoa BBeaeHus pactsopos ([P,), npakTuyecku
He pasnunyanuck (p = 0,283), 4uTo Takke coBnagaeT
¢ peasynbtatammn 2006 r. Obpalaet Ha ceds BHU-
MaHue, 4TO BENYMHA NPUPOCTOB, CHOPMMPOBAB-
LUMXCH B TedeHmne 5 Hepenb akcnepmumeHTa B 2006
n 2007 rr., nmeeT 6n3Kne 3HaYeHns n koneobnet-
csa B npeaenax 1480-2190 n 1330-1780 mkm co-
OTBETCTBEHHO. [locne OKOHYaHUS 3KCMEepUMEHTa
Haboaanach IBHO BblpaXeHHas TeHOEeHUWs yBe-
nunyenuns npupocta (MP,) no mepe pocTa KOHLEeH-
Tpaumn rnbbepennnHa B pacTeope (Oepesbsi 4
n 5). K coxaneHnunio, noaTBeEPANTb AOCTOBEPHOCTb
HabngaeMbIX pa3niMynii He NpeacTaBnseTcs BO3-
MOXHbIM 13-32 Manoro o6bema BbIGOPKM.

Takum 06pa3oM, B HalUMX OMbiTax BBeAeHne
rnbbepennnHa GA, B TkaHW CTBOJA B3POCIIbIX Pa-
CTeHuin 6epesbl MOBMCION, Mpom3pacTaloLmnX B eC-
TECTBEHHbIX YCIIOBUSIX, MPUBESNIO K 3HAYUTESTbHOMY
YBENMYEHUIO MPUPOCTa KCUEMbl MO CPaBHEHUIO
C KOHTponeMm. lNonyyeHHble pes3ynbTaTbl COrnacy-
IOTCS C AAHHBLIMU NIUTEPATYPbl, COMNACHO KOTOPbIM
NoBbILLEHME YPOBHS OMOAKTUBHOIO rnboepennn-
Ha B TKaHAX MPUBOAUT K YCUJIEHNIO KamMOuasbHOWM
aKTMBHOCTU U NPOAYKLMN KCUNEMbI Y JIMCTBEHHbIX
OpeBecHbIX pacTeHuin [Bradley, Crane, 1957; Wa-
reing, 1958; Digby, Wareing, 1966; Zakrzewski,
19883; Eriksson et al., 2000; Guo et al., 2015; Jeon
et al.,, 2016]. OTtcyTCcTBME pa3nuunii Mexay Ba-
puaHTamMun onbiTa C Pas3HOW KOHLEHTpaumen rmb-
6epennuHa (0,005% - 0,02 %, 0,05% - 0,2 %)
NO3BONSET NMPEANONOXUTb, YTO MCMNONb30BaHHbLIE
KOHUEHTpauMn BbI3BaN MaKCUMaslbHO BO3MOX-
HbIA OTKMK KamMOuanbHOW 30HbI B YC/IOBUSX OaH-
HOro MeTaboNM4eckoro crtaTyca KieTok U TKaHewn.
B nonb3dy aTOro cBUOETENLCTBYET «OCTATOYHbIN»
adppekT 60os1ee BICOKNX KOHLLEHTpauui rmébepen-
JINHA, KOTOPbIA Mbl HAONOANM MOCAEe OKOHYaHWUSA
3KCNepuMeHTa B BUAE YBENNYEHUS MPUPOCTa KCU-
newmbl (MP,) No mepe pocTa KOHUEHTpauun paHee
BBOAMMOrO pacteopa (puc. 3, b).

BBeneHune pacTBopoB caxapo3bl i cMecu
rmbbepesvHa ¢ caxapo3ori

B akcnepumeHTe ¢ BBeAEHMEM PACTBOPOB ca-
Xapo3bl y BCEX OEepeBbeB Mbl Habnwganm spko
BbIPaXXEHHOE YMEHbLUEHNE LUMPUHBLI MPUPOCTA,
chOopMMpPOBaABLLErOCS BO BPEMSI 3KCMEPUMEHTA,
C YBEJIMYEHNEM KOHLIEHTPaLUM caxapo3bl B pac-
TBOpE (P < 0,001) (pUuc. 3, B). lNpn aTtom BeAndnHa
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Puc. 3. MpupocTbl kcunembl. A — akcnepumeHT N2 1, B — akcnepumeHT N2 2, B — akCnepumMeHT
Ne 3, I — akcrnepumeHT N2 4. TP, TP, — npyvpocT 3a nepvof, BBeAeHns pacTBopos, NP, — npupoct

nocne BBeAEeHNs pacTBOPOB

Fig. 3. Xylem increments. A — Experiment No. 1, B — Experiment No. 2, B — Experiment No. 3,
I" - Experiment No. 4. MNP, MNP, - the increment over the period of solution injection, MNP, - the

increment after solution injection

npupocTa Obina HeGONbLLIOK: 3a UCKIIOYEHNEM Of-
HOro BapuaHTa onbita (gepeso 8, caxaposa 1 %)
oHa konebanacs B npegenax 60-530 MKkm.

ConocTaBfieHne pe3ybTaToB 3KCMNEPUMEHTOB
C BBEAEHNEM YMCTOM caxapo3bl (puc. 3, B) n cme-
cu caxapo3sbl ¢ rmbbepennmHom (puc. 3, ) noka-
3blBAET 3HAYUTENIbHOE YBEeNWYeHME MNPUPOCTOB
Kcunembl npu godasneHnn ropmoHa. 970 elle pas
CBUOETENbCTBYET O CTUMYIMPYIOLWEM OENCTBUM
rmébepennnHa Ha GopMMPOBaHME KCUTIEMBbI.

B onbiTe ¢ BBedeHuMemM cMecu «rnbbepen-
JINH + caxapo3a» CTaTUCTUYECKNIA aHANN3 He Bbisi-
BUJ1 JOCTOBEPHLIX Pasfiyunii Mexay BapuaHTammu
C pa3Holi KOHLEHTpaLMen caxapo3abl No BeNNYMHE
npupocTa Kcuiembl, COOpMMPOBABLLETOCS Kak BO
Bpema akcnepumenTa (MP,) (p = 0,54), Tak n no-
cne ero okonyanusa (MP,) (p = 0,406). Tem He me-

Hee B 80 % cnydaeB abCOMOTHbIE 3HAYEHUS MpPU-
pOCTOB OblNn HUXe, Yyem npu BeBegeHun 0,01%
rmbbepennnHa 6e3 caxaposbl (puc. 3, b, I'). Y10
KacaeTCsl BbICOKMX KOHUEHTpauui caxapo3dbl (10
n 20 %), TO OTMEeY€eHHbI NoAaBnsoLWwmn apdexT
ouncaxapupa Habnopancs B 100 % cny4aes.
YCTaHOBNEHO, YTO KOHbLIOTMPOBaAHHbLIE TN6-
6epennvHbl  cogepXaTt  MKO3WSbHbIA  OCTaToKk,
KOTOpbl nonyyaloT oT  YO®D-rnoko3wl (YODPI)
[Sembdner et al.,, 1991]. bbina npegsioxeHa Mo-
Oenb, COrnacHoO KOTOpPOK 9K30reHHasa caxapo3a Mo-
XeT OerCTBOBaTb Yepe3 MOBbILLEHME KONMMYEeCTBa
YOOI, 4To NPUBOAUT K YBENNYEHWNIO YPOBHS KOHb-
IOrMPOBaAHHbLIX U MOHUXEHWIO YPOBHS CBOOOAHbIX
rn66epennuHos [Simko, 1994]. CunTtes YADT B pa-
CTEeHUSX MPOUCXOAMNT MPU PacLLEnieHnn caxapo3sbl
C y4acTueM caxapo30cuHTa3bl (caxaposa + YAD «
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YOOI + dpykToza) nam YOADIr-nupodocdopuna-
3bl (rnoko3o-1-docdar + YTD « YODI + PDH).
PaHee mbl nokasanu, 410 (1) BBEAEHME 9K30reH-
HOW caxapo3bl B TKaHW cTBONa 6epesbl MPUBOAUT
K POCTYy akTMBHOCTW anomnjacTHOM WHBEPTA3bl
[TapenkuHa n gp., 2015], (2) rekcoabl, 0bpa3syto-
Lpmecs B MHBEPTA3HOW peakuuu, MOryT MUCMOSb-
30BaTbCs Ha obpasoBaHWe rnoko30-1-dpocdata
(Fn-1-®d) [Novitskaya et al., 2019]. MiccneposaHus
Ha MyTaHTax apabugoncuca npoaeMOoHCTPMpPoBa-
I cNOCOBHOCTbL MHBEpPTa3bl obecrneyrBaTb Kou-
yectBo YA®PI, Heobxoammoe Anst HOPMasibHOIO
pocTa 1 pasButusa pacteHus [Barratt et al., 2009].
OTO CBMOETENLCTBYET O TOM, YTO rekco3bl, 06pasy-
IOLLMECH B MHBEPTA3HOM peakumm, NpeBpaLlaloTcs
B [N-1-®, koTOpLIN B3aMmMogencTyeT ¢ nupodoc-
dopunazamm KneTku, pe3ynbTaTtoM Yero CTaHOBUT-
csl cuHTesd YADI. Takum obpa3om, noaaBnsiioLmi
9 dEKT BbICOKMX KOHLLEHTPALUUWIA caxapo3bl B OMbl-
Te C BBeAEeHMEM CMecu «rnbbepenninH + caxaposa»
MOXET ObITb CNeACTBMEM KOHbIOrauumm rubbepen-
NvHa Ha GoHe noBbIweHns yposHsa YADI. C gpyroit
CTOPOHbI, HE0BXOANUMO YHUTBIBATb, HTO CTUMYNPY-
oLwmin adpdekT rnbbepennnHa Ha KCunoreHes npo-
ABNAETCS TONIbKO B NPUCYTCTBUM aykcuHa [Wareing,
1958; Digby, Wareing, 1966; Doley, Leyton, 1968;
Zakrzewski, 1983]. lMoka3aHo, 4TO ayKCUH BbI3biBa-
eT nameHeHue akcnpeccum 83 % rnbbepennnH-3a-
BMCUMbIX FEHOB, YTO yKa3blBaeT Ha 0OLHOCTb ABYX
nyTen ropMmoHansHon perynaumn [Bjorklund et al.,
2007]. B cBS3M C 3TUM HENb3s UCKIIOYUTb, 4YTO
B HalleM 3KCMEPUMEHTE YMEHbLUEHNE CTUMYNn-
pyloLero aencTemsa rmb6bepennnHa B NpucyTCcTBUN
caxapo3bl MOrfio GblTb CBA3AHO C WMHaKTUBaLMeln
cB0OOAHOIro (PU3NONOrMYEecKn akTUBHOIO) ayk-
CuHa BcreacTeBme obpasoBaHus koHbiorata MYK-
rnoko3a. Tem 6onee 4to cuHTe3 MYK-rnokossbl, kak
M B Clydae KOHblorauuu rubbepennnHa, naet npu
B3anmogencTemn aykcuHa ¢ YOPr [Michalczuk,
Bandurski, 1982].

3aknioyeHue

BnepBble nccnenoBaHo BAMsHUE rubbepennnHa
Ha GOpPMUPOBaHME KCUIEMbI Y B3POCIIbIX NpeacTa-
BUTEnen pona Betula. B kayecTBe MeTOONYECKO-
ro npvemMa Wncnosib3oBaH pa3paboTaHHbI Hamu
cnocob BBeOEHUSI 3K30reHHbIX PAaCTBOPOB B TKaHU
CTBOMA ApeBECHbIX pacTeHuin. OnpoboBaHo Oeit-
cTBME PacTBOpoB rmbGepenmHa GA, B LUIMPOKOM
JmnmanasoHe KOHLEHTpauMii; Mosy4eHHble AaHHble
OyayT MCMNosib30BaHbl NMpu BblOOpe YCAOBWUIA Ons
MakcuMasbHO 3OdEKTUBHOM CTUMYNALUMN KaMbu-
aJIbHOr0 POCTa B XOA4€ AaJIbHENLLNX NCCNeaoBaHNN.

BeeneHne pacTBOpoOB rnodbepennvHa B Tka-
HWU cTBONa AepeBbeB Oepe3bl NMOBUCION Bbl3Ba-
IO CWbHOE YBENNYEeHME TMPUPOCTOB KCUNEMBI

NoO CpaBHEHUIO C KoHTponeM. OTcyTCcTBME pasnu-
4Mi1 N0 BENNYMHE NMPUPOCTA NPU Pa3HbIX KOHLEHT-
pauusx onbITHOro pacTBopa MOXET ObITb CBA3aHO
C TeM, 4YTO Auanas3oH MCMOJIb30BAHHbIX KOHLLEHT-
pauuii HaxoAWJICS Bbllle MakKCUMaslbHO BO3MOX-
HOro OTK/MKa kamMbuanbHOW 30HbI Ha CTUMYNU-
pyloliee OencTeme ropmMoHa. Ha aTto ykasbiBaeT
yBeNMYeHNEe NPUPOCTOB B BapuaHtax ¢ 6osbLueit
KOHUEeHTpaumeln rmbbepennmHa, Kotopoe Habsto-
[anocb nocne npekpalleHns BBEAEHUS PacTBO-
poOB, T. €. B YC/IOBUSX, KOrga KOHUEHTpauus rop-
MOHa B TKaHsIX pe3k0 CHMU3uNach.

Bnepeble nokazaHo aencteue rubbepennvHa
Ha MHTEHCMBHOCTb KaMbuanbHOro pocta Ha doHe
pa3HbIX KOHLEHTpauuin caxapo3dbl. [loctynneHne
B TKaHW cMecu rmbbepennnHa ¢ caxapo30i cro-
CcoOCTBOBAIO akTUBN3ALMN AeATENIbHOCTU KaMbus
B CTOPOHY KCWuJieMbl, ogHako abconoTHas Benu-
4yMHa NMPUPOCTOB OblNa HMXE, YEM MPU BBEOEHUN
ToNIbko rn6b6epennunHa. B paHHOM crnydae nopas-
naouee PocT AeNCTBUE caxapo3bl MOXET ObITb
cnencrTerMem ob6pas3oBaHns Ha ee OCHOBE B60JbLLIO-
ro konuyectsa YAMd-rniokosbl, B3anmMoaencTene
KOTOpOW ¢ rmb66epensiMHoM NpUBOAUT K ero KOHb-
toraumn. Kpome TOro, BO3MOXHO, YTO AeNCTBuE
caxapo3bl Ha rMbbepesnsiH MMesno ornocpenoBaH-
HbIA XapakTep, Nockonbky YAMD-rnokos3a y4acTBy-
€T TakXe B MHaKTMBauus aykCuHa, a NpucyTcTeme
ero cBo60ogHOM HOpPMblI HEOOXOAMMO O/ CTUMY-
nmpytowlero agpdekta rmbbepennnHa.

duHaHCcOBOE o0becriedeHne  uccaenoBaHui
OCYLLECTBJIS/IOCh U3 CPEeACTB ¢enepasbHOro
6romxeTa Ha BbIMOJIHEHNE rocyaapCTBEeHHOro 3a-
AaHus KapHLU PAH (UHctutyT neca KapHL, PAH).

JintepaTtypa

KonecHun4eHko B. M.  [OuHamuka copepXaHus u
rnpeBpaLlleHns acCUMUISATOB Y OPEBECHbLIX PaCTEHWIA:
ABToped. Auc. ... kaHa. 6uon. Hayk. BopoHex, 1985.
22c.

Hosuukasi /1. J1. Kapenbckass 6epe3a: MexaHU3Mbl
pocTta 1 pas3BUTUS CTPYKTYPHbIX aHoManui. eTposa-
Boack: Verso, 2008. 144 c.

TapesnkuHa T. B., Hosuukas J1. JI. BnusgHue 3K30-
reHHoWn caxapo3bl Ha GpopmMmpoBaHne GyiIo3Mbl Bepesbl
MOBUCIION, OJIbXM CEPOM 1 OCuHbI // Tpyabl KapHL, PAH.
2019. N2 12. C. 43-54. doi: 10.17076/eb1103

TapenkuHa T. B., Hosuukas /1. J1., TannbuHa H. A.
CoaepxaHne pacTBOPMMbIX CaxapoB B TKaHAX CTBONA
6epesbl, 0/lbXM N OCUHbLI B SKCMEPUMEHTE C BBEAEHU-
€M 3K30reHHom caxapoasbl // Tpyapl KapHL, PAH. 2015.
N2 12. C. 135-142. doi: 10.17076/eb215

Yuknn b. DNeKTpoHHasA MUKPOCKOMNSA A1 HAUMHAI0-
wmx. M.: Mup, 1975. 324 c.

AueHko-Xmenesckuri A. A. OCHOBbI U MeTOApbl aHa-
TOMMYECKOro nccnenoBanus gpesecuHbl. M.: AH CCCP,
1954. 337 c.

)



Aloni R. Ecophysiological implications of vascular
differentiation and plant evolution // Trees. 2015. Vol. 29.
P. 1-16. doi: 10.1007/s00468-014-1070-6

Barratt D. H. P., Derbyshire P., Findlay K., Pike M.,
Wellner N., Lunnd., FeilR., Simpson C., Maule A. J.,
Smith A. M. Normal growth of Arabidopsis requires cy-
tosolic invertase but not sucrose synthase // PNAS.
2009. Vol. 106. P. 13124-13129. doi: 10.1073/pnas.
0900689106

Bjorklund S., AnttiH., Uddestrand|l., MoritzT.,
Sundberg B. Cross-talk between gibberellin and auxin
in development of Populus wood: gibberellin stimulates
polar auxin transport and has a common transcriptome
with auxin // TPJ. 2007. Vol. 52. P. 499-511. doi: 10.1111/
j-1365-313X.2007.03250.x

Bradley M. V., Crane J. C. Gibberellin-stimula-
ted cambial activity in stems of apricot spur
shoots // Science. 1957. Vol. 126. P. 972-973. doi:
10.1126/science.126.3280.972

Digby J., Wareing P. F. The effect of applied growth
hormones on cambial division and the differentiation
of the cambial derivatives // Ann. Bot. 1966. Vol. 30.
P. 539-550. doi: 10.1093/oxfordjournals.aob.a084095

Doley D., Leyton L. Effects of growth regulating sub-
stances and water potential on the development of se-
condary xylem in Fraxinus // New Phytol. 1968. Vol. 67.
P. 579-594. doi: 10.1111/j.1469-8137.1968.tb05485.x

Eriksson M. E., Israelsson M., Olsson O., Moritz T.
Increased gibberellin biosynthesis in transgenic trees
promotes growth, biomass production and xylem fiber
length // Nat. Biotechnol. 2000. Vol. 18. P. 784-788. doi:
10.1038/77355

Funada R., Miura T., ShimizuY., Kinase T., Naka-
baS., KuboT., SanoY. Gibberellin-induced formation
of tension wood in angiosperm trees // Planta. 2008.
Vol. 227. P. 1409-1414. doi: 10.1007/s00425-008-0712-6

GuoH., WangY., LiuH., HuP., JiaY., Zhang C.,
Wang Y., Gu S., Yang C., Wang C. Exogenous GA3 ap-
plication enhances xylem development and induces
the expression of secondary wall biosynthesis rela-
ted genes in Betula platyphylla // Int. J. Mol. Sci. 2015.
Vol. 16. P. 22960-22975. doi: 10.3390/ijms 160922960

Hedden P., Thomas S. G. Gibberellin biosynthe-
sis and its regulation // Biochem. J. 2012. Vol. 444.
P. 11-25. doi: 10.1042/BJ20120245

IAWA list of microscopic features for hardwood iden-
tification // IAWA Bull. 1989. Vol. 10. P. 219-332.

Israelsson M., Sundberg B., Moritz T. Tissue-specific
localization of gibberellins and expression of gibberellin-
biosynthetic and signaling genes in wood-forming tis-
suesinaspen // TPJ. 2005. Vol. 44. P. 494-504. doi: 10.1
111/j.1365-313X.2005.02547.x

Jeon H.-W., ChodJ.-S., ParkE.-J., HanK.-H.,
ChoiY.-l., Ko J.-H. Developing xylem-preferential ex-
pression of PdGA200x1, a gibberellin 20-oxidase 1 from
Pinus densiflora, improves woody biomass production
in a hybrid poplar // Plant Biotechnol. J. 2016. Vol. 14.
P. 1161-1170. doi: 10.1111/pbi.12484

Kijidani Y., KogaS., SakagamiH., Matsunaga H.
Effects of application of trans-zeatin on tracheid diffe-
rentiation in mature sugi (Cryptomeria japonica) trees
// J.Wood Sci. 2016. Vol. 62. P. 370-376. doi: 10.1007/
s10086-016-1559-2

Kijidani Y., Nagai T., Suwashita T., Tsuyama T. Sea-
sonal variations of tracheid formation and amount
of auxin (IAA) and gibberellin A4 (GA4) in cambial-re-
gion tissues of mature sugi (Cryptomeria japonica) cul-
tivar grown in a Nelder plot with different tree densities
// J.Wood Sci. 2017. Vol. 63. P. 315-321. doi: 10.1007/
s10086-017-1626-3

Michalczuk L., Bandurski R. S. Enzymic synthesis
of 1-O-indol-3-ylacetyl-B-D-glucose and indol-3-ylace-
tyl-myo-inositol // Biochemd. 1982. Vol. 207.
P. 273-281. doi: 10.1042/bj2070273

Novitskaya L. L., Tarelkina T. V., Galibina N. A., Mo-
shchenskaya Y. L., Nikolaeva N. N., Nikerova K. M.,
Podgornaya M. N., Sofronoval. N., Semenova L. l. The
formation of structural abnormalities in Karelian birch
wood is associated with auxin inactivation and dis-
rupted basipetal auxin transport // J.Plant Growth
Regul. 2019 (B neuatn). doi: 10.1007/s00344-019-
09989-8

Novitskaya L. L., Kushnir F. V. The role of sucrose
in regulation of trunk tissue development in Betula
pendula Roth // J. Plant Growth Regul. 2006. Vol. 25.
P. 18-29. doi: 10.1007/s00344-004-0419-2

Philipson J. J., Coutts M. P. Effects of growth hor-
mone application on the secondary growth of roots
and stems in Picea sitchensis (Bong.) Carr // Ann. Bot.
1980. Vol. 46. P. 747-755. doi: 10.1093/oxfordjournals.
aob.a085972

Ridoutt B. G., Pharis R. P., Sands R. Fibre length
and gibberellins A1 and A20 are decreased in Eucalyptus
globules by acylcyclohexanedione injected into the stem
// Physiol. Plant. 1996. Vol. 96. P. 559-566. doi: 10.1111/
j-1399-3054.1996.tb00227.x

Schneider G., Schliemann W. Gibberellin conju-
gates: an overview // Plant Growth Regul. 1994. Vol. 15.
P. 247-260. doi: 10.1007/BF00029898

Sembdner G., Schliemann W., Schneider G. Bio-
chemical and physiological aspects of gibberel-
lin conjugation // Gibberellins / Eds. N. Takahashi,
B. O. Phinney, J.MacMillan. Springer-Verlag, New
York, 1991. P. 249-263. doi: 10.1007/978-1-4612-3002-
1.24

Shigo A. L., Dudzik K. R. Response of uninjured cam-
bium to xylem injury // Wood Sci. Technol. 1985. Vol. 19.
P. 195-200. doi: 10.1007/BF00392048

Simkol. Sucrose application causes hormon-
al changes associated with potato tuber induction
// J. Plant Growth Regul. 1994. Vol. 13. P. 73-77. doi:
10.1007/BF00210950

Sorce C., GiovannelliA., Sebastiani L., Anfodillo T.
Hormonal signals involved in the regulation of cambi-
al activity, xylogenesis and vessel patterning in trees
// Plant Cell Reports. 2013. Vol. 32. P. 885-898. doi:
10.1007/s00299-013-1431-4

Turgeon R., Wolf S. Phloem transport: cellular path-
ways and molecular trafficking // Annu. Rev. Plant Biol.
2009. Vol. 60. P. 207-221. doi: 10.1146/annurev.arplant.
043008.092045

Wareing P. F. Interaction between indole-acetic acid
and gibberellic acid in cambial activity // Nature. 1958.
Vol. 181. P. 1744-1745. doi: 10.1038/1811744a0

Zakrzewski J. Hormonal control of cambial ac-
tivity and vessel differentiation in Quercus robur

)



// Physiol. Plant. 1983. Vol. 57. P. 537-542. doi: 10.1111/
j.1399-3054.1983.tb02782.x

Zimmermann M. H., Ziegler H. List of sugars
and sugar alcohols in sieve-tube exudates // Trans-
port in plants Encyclopedia of plant physiology / Eds.

References

Kolesnichenko V. M. Dinamika soderzhaniya i prevra-
shcheniya assimilyatov u drevesnykh rastenii [Dynamics
of the content and conversion of assimilates in woody
plants]: Summary of PhD (Cand. of Biol.) thesis. Voro-
nezh, 1985. 22 p.

Novitskaya L. L. Karel’skaya bereza: mekhanizmy
rosta i razvitiya strukturnykh anomalii [The Karelian
birch: mechanisms of growth and development of struc-
tural anomalies]. Petrozavodsk: Verso, 2008. 144 p.

Tarelkina T. V., Novitskaya L. L., Galibina N. A. So-
derzhanie rastvorimykh sakharov v tkanyakh stvo-
la berezy, ol’khi i osiny v eksperimente s vvedeniem
ekzogennoi sakharozy [The content of soluble sugars
in the tissues of the trunk of birch, alder and aspen
in the experiment with the introduction of exogenous
sucrose]. Trudy KarNTs RAN [Trans. KarRC RAS]. 2015.
No. 12. P. 135-142. doi: 10.17076/eb215

Tarelkina T. V., Novitskaya L. L. Vliyanie ekzogen-
noi sakharozy na formirovanie floemy berezy povisloi,
ol’khi seroi i osiny [Exogenous sucrose effect on phloem
formation in silver birch, grey alder and aspen]. Trudy
KarNTs RAN [Trans. KarRC RAS]. 2019. No. 12. P. 43-54.
doi: 10.17076/eb1103

Weakley B. Elektronnaya mikroskopiya dlya nachi-
nayushchikh [A beginner’s handbook in biological elec-
tron microscopy]. Moscow: World, 1975. 324 p.

Yatsenko-Khmelevskii A. A. Osnovy i metody ana-
tomicheskogo issledovaniya drevesiny [Fundamentals
and methods of anatomical studies of wood]. Moscow:
AN SSSR, 1954. 337 p.

Aloni R. Ecophysiological implications of vascular
differentiation and plant evolution. Trees. 2015. Vol. 29.
P. 1-16. doi: 10.1007/s00468-014-1070-6

Barratt D. H. P., Derbyshire P., Findlay K., Pike M.,
Wellner N., Lunnd., FeilR., Simpson C., Maule A. J.,
Smith A. M. Normal growth of Arabidopsis requires cy-
tosolic invertase but not sucrose synthase. PNAS. 2009.
Vol. 106. P. 13124-13129. doi: 10.1073/pnas.0900689106

Bjorklund S., AnttiH., Uddestrand|l., MoritzT.,
Sundberg B. Cross-talk between gibberellin and auxin
in development of Populus wood: gibberellin stimulates
polar auxin transport and has a common transcriptome
with auxin. TRJ. 2007. Vol. 52. P. 499-511. doi: 10.1111/j.
1365-313X.2007.03250.x

Bradley M. V., Crane J. C. Gibberellin-stimulated cam-
bial activity in stems of apricot spur shoots. Science. 1957.
Vol. 126. P. 972-973. doi: 10.1126/science.126.3280.972

Digby J., Wareing P. F. The effect of applied growth
hormones on cambial division and the differentiation
of the cambial derivatives. Ann. Bot. 1966. Vol. 30.
P. 539-550. doi: 10.1093/oxfordjournals.aob.a084095

Doley D., Leyton L. Effects of growth regulating sub-
stances and water potential on the development of se-
condary xylem in Fraxinus. New Phytol. 1968. Vol. 67.
P. 579-594. doi: 10.1111/j.1469-8137.1968.tb05485.x

M. H. Zimmermann, J. A. Milburn. New York: Springer-
Verlag, 1975. P. 482-503.

lMoctynuna B peaakuymo 16.08.2019

Eriksson M. E., Israelsson M., Olsson O., Moritz T.
Increased gibberellin biosynthesis in transgenic trees
promotes growth, biomass production and xylem fiber
length. Nat. Biotechnol. 2000. Vol. 18. P. 784-788. doi:
10.1038/77355

Funada R., Miura T., ShimizuY., Kinase T., Naka-
baS., KuboT., SanoY. Gibberellin-induced formation
of tension wood in angiosperm trees. Planta. 2008.
Vol. 227. P. 1409-1414. doi: 10.1007/s00425-008-0712-6

GuoH., WangY., LiuH., HuP., JiaY., ZhangC.,
Wang Y., GuS., Yang C., Wang C. Exogenous GA3 ap-
plication enhances xylem development and induces
the expression of secondary wall biosynthesis rela-
ted genes in Betula platyphylla. Int. J. Mol. Sci. 2015.
Vol. 16. P. 22960-22975. doi: 10.3390/ijms 160922960

Hedden P., Thomas S. G. Gibberellin biosynthesis
and its regulation. Biochem. J. 2012. Vol. 444. P. 11-25.
doi: 10.1042/BJ20120245

IAWA list of microscopic features for hardwood iden-
tification. IJAWA Bull. 1989. Vol. 10. P. 219-332.

Israelsson M., Sundberg B., Moritz T. Tissue-specific
localization of gibberellins and expression of gibberellin-
biosynthetic and signaling genesinwood-formingtissues
in aspen. TRJ. 2005. Vol. 44. P. 494-504. doi: 10.1111/
j.1865-313X.2005.02547.x

JeonH.-W., ChodJ.-S., ParkE.-J., HanK.-H.,
ChoiY.-l., Ko J.-H. Developing xylem-preferential ex-
pression of PdGA200x1, a gibberellin 20-oxidase 1 from
Pinus densifiora, improves woody biomass production
in a hybrid poplar. Plant Biotechnol. J. 2016. Vol. 14.
P. 1161-1170. doi: 10.1111/pbi. 12484

KijidaniY., KogaS., SakagamiH., Matsunaga H.
Effects of application of trans-zeatin on tracheid diffe-
rentiation in mature sugi (Cryptomeria japonica) trees.
J. Wood Sci. 2016. Vol. 62. P. 370-376. doi: 10.1007/
s10086-016-1559-2

Kijidani Y., NagaiT., SuwashitaT., TsuyamaT. Sea-
sonal variations of tracheid formation and amount of aux-
in (IAA) and gibberellin A4 (GA4) in cambial-region tissues
of mature sugi (Cryptomeria japonica) cultivar grown
in a Nelder plot with different tree densities. J. Wood Sci.
2017.Vol. 63. P. 315-321. doi: 10.1007/s10086-017-1626-3

Michalczuk L., Bandurski R. S. Enzymic synthesis
of 1-O-indol-3-ylacetyl-B-D-glucose and indol-3-ylace-
tyl-myo-inositol. Biochem J. 1982. Vol. 207. P. 273-281.
doi: 10.1042/bj2070273

Novitskaya L. L., Tarelkina T. V., Galibina N. A., Mo-
shchenskaya Y. L., Nikolaeva N. N., Nikerova K. M.,
Podgornaya M. N.,  Sofronoval. N., Semenova L. I.
The formation of structural abnormalities in Karelian
birch wood is associated with auxin inactivation and dis-
rupted basipetal auxin transport. J. Plant Growth Regul.
2019. (In press). doi: 10.1007/s00344-019-09989-8

Novitskaya L. L., Kushnir F. V. The role of sucrose
in regulation of trunk tissue development in Betula

@



pendula Roth. J. Plant Growth Regul. 2006. Vol. 25.
P. 18-29. doi: 10.1007/s00344-004-0419-2

Philipson J. J., Coutts M. P. Effects of growth hor-
mone application on the secondary growth of roots
and stems in Picea sitchensis (Bong.) Carr. Ann. Bot.
1980. Vol. 46. P. 747-755. doi: 10.1093/oxfordjournals.
a0b.a085972

Ridoutt B. G., Pharis R. P., Sands R. Fibre length
and gibberellins A1 and A20 are decreased in Euca-
lyptus globules by acylcyclohexanedione injected into
the stem. Physiol. Plant. 1996. Vol. 96. P. 559-566. doi:
10.1111/j.1399-3054.1996.tb00227.x

Schneider G., Schliemann W. Gibberellin conju-
gates: an overview. Plant Growth Regul. 1994. Vol. 15.
P. 247-260. doi: 10.1007/BF00029898

Sembdner G., Schliemann W., Schneider G. Bio-
chemical and physiological aspects of gibberellin con-
jugation. Gibberellins. Eds. N. Takahashi, B. O. Phin-
ney, J. MacMillan. New York: Springer-Verlag, 1991.
P. 249-268. doi: 10.1007/978-1-4612-3002-1_24

Shigo A. L., Dudzik K. R. Response of uninjured cam-
bium to xylem injury. Wood Sci. Technol. 1985. Vol. 19.
P. 195-200. doi: 10.1007/BF00392048

Simko . Sucrose application causes hormonal
changes associated with potato tuber induction. J. Plant

CBEAEHWUSA OB ABTOPAX:

Hoeuukas Jliogpmuna JlioasuroeHa

rNIaBHbI HAaYYHbIV COTPYAHMK nab. GU3nNonornm n LMToaorum
OpPEeBECHbIX paCTeHui, a. 6. H.

MHcTuTyT neca KapHLL, PAH,

denepanbHbI CCNea0BaTENbCKUN LIEHTP

«Kapenbckui Hay4HbI ueHTp PAH»

yn. MywikmHekas, 11, MeTtposaBoack, Pecnybnuka Kapenus,
Poccus, 185910

an. noyrta: novits@krc.karelia.ru

Ten.: (8142) 568216

TapenkuHa TatbsHa BnagumupoBHa

Hay4HbIli COTPYAHVK N1ab. GU3NoNornm n LMToNorMm
[PEBECHbIX PaCTEHUN

MHcTuTyT neca KapHLL, PAH,

denepanbHbI UCCNea0BaTENbCKNA LIEHTP

«KapenbCckui Hay4HbI ueHTp PAH»

yn. MywikmHekas, 11, MeTtposaBoack, Pecnybnuka Kapenus,
Poccus, 185910

an. noyta: karelina.t.v@gmail.com

Ten.: (8142) 568216

Hukonaesa Hapexpaa HukonaeeHa

CTapLUMiA HayYHBbI COTPYAHUK Nab. GU3MONoruv 1 LUToNornm
OPEeBECHbIX PaCTeHUN, K. 6. H.

MHcTuTyT neca KapHLL, PAH,

denepanbHbI CCNea0BaTENbCKUN LIEHTP

«KapenbCckui Hay4HbI ueHTp PAH»

yn. MyuwikmHekas, 11, MeTtposaBoack, Pecnybnuka Kapenus,
Poccus, 185910

an. noyta: nnnikol@krc.karelia.ru

Ten.: (8142) 568216

Growth Regul. 1994. Vol. 13. P. 73-77. doi: 10.1007/
BF00210950

Sorce C., GiovannelliA., Sebastianil., Anfodillo T.
Hormonal signals involved in the regulation of cambial
activity, xylogenesis and vessel patterning in trees. Plant
Cell Reports. 2013. Vol. 32. P. 885-898. doi: 10.1007/
s00299-013-1431-4

Turgeon R., Wolf S. Phloem transport: cellular path-
ways and molecular trafficking. Annu. Rev. Plant Biol.
2009. Vol. 60. P. 207-221. doi: 10.1146/annurev.arplant.
043008.092045

Wareing P. F. Interaction between indole-acetic acid
and gibberellic acid in cambial activity. Nature. 1958.
Vol. 181. P. 1744-1745. doi: 10.1038/1811744a0

Zakrzewski J. Hormonal control of cambial activi-
ty and vessel differentiation in Quercus robur. Physi-
ol. Plant. 1983. Vol. 57. P. 537-542. doi: 10.1111/
j.1399-3054.1983.tb02782.x

Zimmermann M. H., Ziegler H. List of sugars
and sugar alcohols in sieve-tube exudates. Trans-
port in plants Encyclopedia of plant physiology. Eds.
M. H. Zimmermann, J. A. Milburn. New York: Springer-
Verlag, 1975. P. 482-503.

Received August 16, 2019

CONTRIBUTORS:

Novitskaya, Ludmila

Forest Research Institute, Karelian Research Centre,
Russian Academy of Sciences

11 Pushkinskaya St., 185910 Petrozavodsk, Karelia, Russia
e-mail: novits@krc.karelia.ru

tel.: (8142) 568216

Tarelkina, Tatiana

Forest Research Institute, Karelian Research Centre,
Russian Academy of Sciences

11 Pushkinskaya St., 185910 Petrozavodsk, Karelia, Russia
e-mail: karelina.t.v@gmail.com

tel.: (8142) 568216

Nikolaeva, Nadezhda

Forest Research Institute, Karelian Research Centre,
Russian Academy of Sciences

11 Pushkinskaya St., 185910 Petrozavodsk, Karelia, Russia
e-mail: nnnikol@krc.karelia.ru

tel.: (8142) 568216

@



UBaHoBa [lnana CepreeBHa

BeayLmin Gruonor nab. GU3nonorum 1 LUTONOrMN OPEBECHbIX
pacTeHui

MHcTuTyT neca KapHL], PAH,

depepanbHblil UCCNEAOBATENLCKNIA LEHTP

«Kapenbckuii Hay4HbIl ueHTp PAH»

yn. MywxkuHckas, 11, MeTtposaBoack, Pecnybnuka Kapenus,
Poccus, 185910

Ten.: (8142) 568216

CemeHoBa Jliogpmuna UropeeHa

BeayLmin Gruonor nab. GU3ronorum 1 LUTONOrMN OPEBECHbIX
pacTeHui

MHcTuTyT neca KapHL|, PAH,

depnepanbHblil UCCNEAOBATENLCKNIA LEHTP

«Kapenbckuii Hay4HbIl ueHTp PAH»

yn. MywxkuHckas, 11, MeTtposaBoack, Pecnybnunka Kapenus,
Poccus, 185910

Ten.: (8142) 568216

Ivanova, Diana

Forest Research Institute, Karelian Research Centre,
Russian Academy of Sciences

11 Pushkinskaya St., 185910 Petrozavodsk, Karelia, Russia
tel.: (8142) 568216

Semenova, Ludmila

Forest Research Institute, Karelian Research Centre,
Russian Academy of Sciences

11 Pushkinskaya St., 185910 Petrozavodsk, Karelia, Russia
tel.: (8142) 568216



