PACTUTEJBHBIE PECYPCbI 2019, Tom 55, Ne 2, c. 195-212

CTATBA U COOBHIEHUA
bNOJOIrnsa PECYPCHbBIX BU/IOB

YIIK 576.74:582.475.2:581.132

KJIETOYHBIV POCT OCHOBHOW IMAPEHXUMBbI CTEBJIA
B MOP®OTEHE3E IIOBETA PICEA ABIES (PINACEAE)

© 2019r. B.B. CkymueHko*

Canxkm-Ilemepbypeckuii eocyoapcmeennbiit siecomexnuyeckuil ynueepcumem um. C.M. Kuposa,
2. Cankm-Ilemepbype, Poccus

*e-mail: viask@VS16579.spb.edu

IMocrynuna B penakiuto 03.09.2018 r.
ITocne mopadorku 21.11.2018 r.
[Mpunsita K myonaukauuu 11.01.2019 r.

Mopdorenes u poct nobera Picea abies (L.) H. Karst. moxg mokpoBamMu MOYKHU U TIOCIIE €€
PacKpBITUSI MPOUCXOIUT TMyTeM Mpoiudepau KIeTOK y OOJIbIIMHCTBA €ro CTPYKTYp,
BKIIOYast cepaleBuHy. CKOpOCTh YIBOEHMS YMCJIa KJIETOK CepIIIEBUHBI TTPSIMOIUHEIHO
CBSI3aHA CO CpeiHell CyTOYHOI TeMIepaTypoii Bo3myxa B Meprojl OT Havajla BeCeHHel Be-
retauuu 10 39%-HOro roTMYHOro MpUpocTa cTedist B IMHY. B mocienyolieM 10 3aBep-
IIEHWSI CE30HHOTO TIPOIOJIBHOTO TMPUpOCTa CTeOisT (hOpMUpPOBAHUE CEpPILIEBUHBI OCY-
LLIECTBJSIETCS] B OCHOBHOM TTyTeM 0OBEMHOIO pOCTa KJIETOK. 3a rnepuoa MopdoreHesa ro-
JMYHOTO Mobera oT Havajaa npojudepalyu ero KJIeToK B MOoYKe BECHOM 10 3aBepLIEHUS
MPOIOIBLHOTO TIPUPOCTA CTEOJISI TIPOXOIUT OKOJIO MATU—IIECTH IIMKJIOB YIBOEHUsI YuCia
KJIETOK CepALIeBUHBI. B momnepeuyHbIX CTeHKax KJIETOK pacTyllei CepaLieBUHbI HaKaruiMBa-
ercst 60Jibllie MUKPODUOPUILIT KPUCTAJUTMYECKOM LIEJUTIOIO3bI, 00IaJaloIIMX JBOMHBIM JTy-
YeTpeJIOMJIEHUEM CBETa, YeM B MIPOIOJIbHBIX. MUKPOGUOPWILIBI HAPSITY C BHITTOJTHEHUEM
MeXaHU4YeCKO (YHKIIMU, BEPOSITHO, CO3MAIOT B MOMEPEUYHBIX CTEHKAaX OPUEHTUPOBAHHYIO
B paIMaJIbHOM M TAHTEHLIMAJIbHOM HaIlpaBJIEeHUSIX CUCTEMY arlorjiacTa cepaleBruHbl. B na-
peHXVMe CepIlIeBMHBI OT Hayajla BEreTallMOHHOTO TIeproia 1 JI0 MOMEHTa MaKCUMAaJIbHOTO
HaOyxaHUs TTOYKU TaKXe HaOJII0IaeTCsi CTPYKTYpHasi aHM30TPOIUS: MOCKOJIbKY TaHTEeH-
LIMATbHBII U paIuaibHbIA [UaMeTphl KJIETOK MpeodIafaloT Hal MPOI0JIbHBIM pa3MepPoM, B
TOTIEPEYHBIX HATIPABJICHUSIX BO3MOXEH 0oJiee JIETKMiI CUMIIACTHBIN TPaHCTIOPT MeTabo-
JINTOB, HA €IMHULLY JUIMHBI TTYTH KOTOPOTO MPUXOINUTCSI MEHBIILIEE YMCIIO KJIIETOUHBIX MEM-
OpaH M CTEHOK, YeM B IpoJojbHOM. Ha mo3mHux aTamax pa3BUTHUs CTeOJIsl B pe3yabTare
00pa3oBaHUs Y3KUX MEPBUYHBIX ITOP B TIPOAOJIBHBIX CTEHKAX KJIETOK CEPIIIEBUHbBI TaKXKe
CO3MAI0TCSl YCJOBUS MOAIEPXKAHUSI CUMITJIACTHOTO PaauaibHOrO TPAHCIOPTa META00JIUTOB
OT MPOBOASIIIMX MYYKOB LEHTPAIBHOTO LIMJIMHAPA K ocU cTebist. CTpyKTYpHBIe (haKTOpbI
aHU30TPOITMY CEePILIEBUHBI, BEPOSITHO, OOYCJIOBJIMBAIOT CUHXPOHU3ALIMIO OPUEHTAIIUU
MUTOTHUYECKOTO arnmnapaTa 1 (GOpMUPOBAHUE MOMEPEUHBIX KJIETOUHBIX IJIACTUHOK TTPU 11 -
TOKMHE3e KJIETOK.

Karouesule caosa: mopdoreHes mobdera, TeMneparypHasi 3aBUCMMOCTb CKOPOCTH YIBOSHUS
Yyuciia KJIETOK CEPILIEBUHbBI, OOBEMHbIN POCT KJIETOK, IBOMHOE JIyyerpeJIoMJIeHUe cBeTa
CTEHOK KJIETOK, OPUEHTALMsI KJIETOYHBIX TUIACTUHOK OEISIIINXCS KJIETOK
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Pa3Butue opraHoB pacTeHUsI HAUMHAETCS M3 MHULIMAJIBHBIX KJIETOK allMKAJIbHBIX MEpH-
CTEM T00EroB U KOpHE, KOTOphIE B pe3yJIbTaTe NeJeHMS BIYJICHSIIOT JOYEepHUE MeprUcTeMa-
THYeckue KjeTku. IlociieqHue B 3aBUCUMOCTH OT MOJIOXEHUSI B allMKaJIbHOII MepucTremMe
o IeCTBHEM KOMITJIEKCAa MaJIoOU3yYeHHBIX (haKTOPOB BKIIIOUAIOT KOHKPETHYIO Mopdore-
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HETUYECKYIO MPOorpaMMy pa3BUTUS U (GOPMUPYIOT MOMYJSILUU KIETOK, nuddepeHIIupyo-
LIMecs B ONpenesieHHble TKAHW opraHa pacTeHus. TOJbKO y BereTaTUBHbBIX TOOErOB €11 Ha-
CUMTHIBAETCS TOpsiaKa 62 TUIIOB CITELIMATM3UPOBAHHBIX KJIETOK U TKaHei. [Tporiecc hopmupo-
BaHUs alnUvKaJIbHBIMU MEPUCTEMaMU HOBBIX MOOETroB y mpencTtaButeneil pona Picea A. Dietr.
OCYIIECTBIISIETCS] B MPOJOIKEHNE IBYX BET€TALIMOHHBIX TTIEPUOIOB. XPOHOJIOTUS TIPOILIECCOB
¢opMuUpoBaHUS U3 aNMKAJIbHOW MEPUCTEMBI CTPYKTYp BEreTaTUBHOTO Nodera eau AocTa-
TOYHO TIOAPOOHO OMMcaHa Ha YpOBHE TKaHell aucTta, ctebist U mouku [1, 2]. Ocrtarorcs He-
BBISICHECHHBIMM MEXaHU3MBbI KJIETOUHOTO POCTa, OCYIIECTBIIsIIoNIMe (DOpMUPOBaHUE TKaHEeM
3TUX CTPYKTYp mobGera. B yacTHOCTH, HEsICHO Ha KaKWX 3Tarax pa3BUTUs (hopMUpoOBaHUE
CTPYKTYp Tobera OCyIIEeCTBISIETCS TOJIbKO YBETMUEHUEM YHMCIIa KJIETOK pe3yJIbTare ux IMpo-
nudepaim, a Ha KaKuxX — pocTOM pa3MepoB KJieToK. Hen3BecTHO, CKOIbKO LIMKIIOB yIBOE-
HUS YMCJIa MEPUCTEMATUYECKUX KJIIETOK MPOXOIMUT OT Havyaja BeCEHHeU nposuudepaiuu no
3peJIOro COCTOSIHYSI TKAHU M KaKasi OpUeHTALIMsI IeJIeHUsI KJIETOK MpeobianaeT B pa3InuyHbIX
TKaHsx. HenzydyeHHOIi ocTaeTcsi 1 3aBUCMMOCTb IMPOLIECCOB JISJICHUST U POCTa KJIETOK robera
e ot Temrepatypbl. [Tonpo6Hast uHdopmanust 06 3TUX Mpolieccax MO3BOJISIET pellaTh BO-
MPOC O TMHAMUKE MOTPEOHOCTH Pa3BUBAIOIIUXCS TKAHEH B dJIEMEHTaX MUTAHUS U DHepre-
TUYECKUX 3aTpaTax Ha OCYIIECTBIEHNE MPOILIECCOB POCTa CTPYKTYp Mobera, a TakKe BbISIBUTH
3aKOHOMEPHOCTH uX MopdoreHesa. [laHHbIe CBeAeHMS MPU ITOCISAYIOMMUX (PU3NOTOTMIECKIX
UCCJIEIOBAHUSIX TIPENOCTABIISIIOT MPAKTUYECKYI0 BO3MOXHOCTh OLIEHMBATh HaMpaBlIEeHUE TPO-
¢buky 1 MeTaboM3Ma BCEro pacTeHMsI Ha pa3IMYHbIX 3Tarax pa3BUTHUSI €r0 OPraHOB U TIPU
BBIpAIIMBAHUM €0 YacTei B KyJIbType TKaHU.

BiusiHue SHIOTEeHHBIX M 9K30T€HHBIX (PaKTOPOB Ha KJIETOYHBII POCT MPUBJIEKAET IIUPO-
KOe BHMMaHUWe uccienoBatesieii. OMbITHI TT0 BRIPAIIMBAHUIO PACTEHUN TTPU MUHUMATBLHO
BO3MOXKHBIX TeMITepaTypax MmokKa3ajiu, YTO CKOPOCTb POCTa U IEJIEHUST MEPUCTEMATUIECKUX
KJIETOK 3aMeIsSieTCsl B IeCSITKU pa3, HO KapTuHa MopdoreHe3a He OTJIMYAeTCsl OT TaKOBOM
Mpu onTuMajabHou Temneparype [3—7]. CTpyKTypa KJIETOUYHOIO LIMKJIa CYyIIIeCTBEHHO U3Me-
HSIETCSI TOJIBKO MO/ BJIUSIHUEM TaKMX 3KCTPEMaJIbHBIX YCIOBUI, KaK IIMPOKKE TeMIlepaTyp-
HbIe KOJIeOaHUsI, U3MEHEHHST PUTMA OCBEIEHUsI, TTOBPEXAAIOIIe TTPOLIeAYyPbl MUTO3a VTN
JIIOOBIe TTOMOOHBIE (haKTOPBI; CYUTAETCSI, YTO TEMIIepaTypHOE PEeryJIUpOBaHUE KIETOYHOTO
HuKIiIa eme Maiao u3lydeHo [8]. [Ipu ymepeHHBIX TeMIlepaTypax B JIUCTbSIX KYKypy3bl, IO~
coJiHeUHuKa U Arabidopsis thaliana cKkopocTb AejeHUs KJIEeTOK 1 UX POCTa, a TakKKe MPOoa0JI-
KUTEJILHOCTh 3TUX MPOLIECCOB JIMHEIHO U3MEHSIIOTCSI C TEMIIEPATypPO U UMEIOT OOILIMIT Xa-
paKTep, 4TO CIPABEUTMBO KakK JJIsi SKCIIEPUMEHTOB B KaMepax pocTa MpU MOCTOSTHHBIX TeMIIepa-
Typax, TaK ¥ B IOJIEBBIX YCJIIOBUSIX TP CBOOOIHO (OITyKTYMPYIOIIMX TeMIlepaTypax [9—11].

B perynsiiiium nejieHUsI M pocTa KJIETOK BasKHYIO POJIb BBITTOTHSIOT (DUTOTOPMOHBI. B yact-
HOCTH, Ha KOpHsIX Arabidopsis thaliana ycTaHOBJIEHO, YTO U30BITOK IIMTOKMHUHOB MHTOM-
DPYET POCT KOPHSI TTyTeM 3aMeJIeHUsI CKOPOCTH Mposrdepalny KJIeTOK MEpUCTeMbl KOPHSI.
IMoMumo 3amemyieHUsT TIpoJrdepaliy MPOUCXOAUT TAKXKE 3aMeJICHUE Tepexoa KIETOK K
pactskeHuto. B ciydae ecium KoHueHTpalus sHaoreHHbIX LIK yMeHblIeHa 1ubo ociabieHa
WX peLeTIs, HabIoaaeTCsT CTUMYJISIIUS TTpordepalnuu, BCISACTBHE YEro YBETNINBACTCS
CKOPOCTb TIepexoa KJIETOK K pacTsbkKeHHIo. Bce 3ToO MPUBOIUT K TOMY, YTO KOPEHb pacTeT
orsicTpee [12]. AykcuH 2,4-D cribHO BIMsieT Ha CKOPOCTh POCTa KOPHSI, IIOCKOJIBKY BO3Ieii-
CTBYET Ha BCe OCHOBHBIE TTPOIIECCHl POCTa KOPHS. BriepBble ObUIO MOKa3aHO, YTO Hapyllle-
HUe Tiepepacripeie/ieHs] ayKCUHOB y MyTaHTa Arabidopsis thaliana pin4, a Takxe HapyleHHe
OTBeTa Ha ayKCUHOBBIN cUTHa y shy2-31 BBI3bIBAIOT 3aJIepKKY KJIETOK B Mepucteme. B pe-
3yJIbTaTe 3TOTO HECKOJBKO YBEINIUBACTCS CKOPOCTh 00pa30BaHUs KJIETOK M CKOPOCTbH Te-
pexoza KJIeTOK MEpPUCTEMBI K 00bEMHOMY POCTY, a TAaKXKe YCUJICHUE TaKOTO POCTa KJIETOK B
30HE PACTSKEeHUSI, YTO IIPUBOAUT K yBEIMYSHHUIO 00beMa KopHs [ 13].

3HauNTEIbHOE BHUMAHUE YAEIeTCSl POJU KJIETOYHBIX 000JI0UYeK B JeTEPMUHALIMNA OPU-
EHTAllUM NIeJIEHUSI U POCTa KJIETOK, a TaKKe B MHULIMALIMKU JIMCTOBBIX MPUMOpPIMEB. YCTa-
HOBJICHO, YTO LIEHTPaJbHBIM IPOLIECCOM B MOP(MOTeHe3¢ MHOTOKJIETOYHBIX U OTHOKJIETOU-
HBIX OPTaHM3MOB SIBJISIETCS CO3IaHUe ClielrIecKoro rnarrepHa auddepeHaibHOro pocra
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KJIETOYHBIX CTEHOK, B OCOOEHHOCTM Ha BHEIIHEH rpaHulle opraHa Wjiu opranusma [14].
MmMeroTcs cBeleHUsT O CBSI3W MEXIY MTPOXOXKICHUEM TUIOCKOCTEM KJIETOYHBIX IeJICHUI, OpU-
eHTallMel MUKPOTPYOOUYEeK U pacrpeie/ieHUeM HarpsiKeHNi, BOSHUKAKIINX B MepucTeMa-
TUYECKMX TKAHSX IIpY 00pa30BaHUM JIMCTOBBIX mpuMmopaues [15, 16]. Poct kineTku Hanboee
WHTEHCUBHO MPOUCXOAUT B HAMpPaBJIEHUHN TOMEPEYHOM YIAKOBKM LIEJUTIOJIO3HBIX MUKPO-
Gubpw kiaerouHoit creHku [17, 18]. Ha ocHoBe aHaiu3a cepuu 3KCIEPUMEHTOB HaJl aIllv-
KaJIbHBIMU MepHCcTeMaMH1 Mo0eroB Tabaka Mo BJIUSIHUIO ASJIEHUS U POCTa KJIETOK Ha MOpGdo-
reHe3 cejiaH BbIBO O BaXKHOM POJIY KJIETOYHBIX CTEHOK B 3TOM B3aMMOJICMCTBUU C YPOBHEM
opranusmMa [19]. Y3ydyeHbl 0COOEHHOCTU KJIETOUHBIX JIeJIEHUIT HApY>KHOTO CJIOST KJIETOK Me-
pucteM couBeTuit Arabidopsis thaliana L-er pUBQI1: 2x-tdTomato-29-1, HaGIogaeMbIX IIpu
peaJbHOM WM300pakeHUM C MCIOJb30BAaHMEM JIAa3€pHOM CKaHUPYIOIIeil KOH(MOKaIbHOM
MUKPOCKONUU, U MOCTPOEHA TPEXMEPHAasi MOAE]b MPOTHO3UPOBAHUS TOJOXEHUSI HOBOM
KJIETOUHOM CTeHKU. B 4acTHOCTU T0Ka3aHO, YTO MPaBUIIO Dppephbl, COrJIACHO KOTOPOMY HOBast
KJIeTOYHasl CTeHKa (hopMUpyeTCs 110 MPUHILIMITY MBUIBHOTO ITy3bIPSI B TIJIOCKOCTU JIeJICHUS,
COOTBETCTBYIOIIIEH KpaTyalllleMy MyTH, KOTOPBII pa3fejuT Ha TOJOBUHY MAaTEPUHCKYIO
KJIETKY He BCerma BbIMOJIHMMO. Ha camoM nene mpaBwia OpUeHTAllMM HOBOW KJIETOYHOM
CTEHKM OKa3bIBAIOTCS Pa3HBIMU B 3aBUCUMOCTU OT MECTOIOJIOXKEHUSI KJIETOK B MEpUCTEME
[20]. KimeTouHbIit pOoCT MOOETroB XBOMHBIX, B YACTHOCTU Picea ocTaeTcsi Majio U3yYeHHbBIM.

MuToTnyeckoe JieJieHUe KIETKU OCYIIECTBIISIETCS B PE3YJIbTATe CJIOKHBIX OMOXUMUYECKUX
MMOJTOTOBUTEJIBHBIX TPOIIECCOB, TMPOTEKAIOIIMX B MPOJOLKEHUU TipecuHTeTndeckoro Gl,
CUHTeTHYECKOro S u npemurotTudeckoro G2 mepuonoB uHTepdassl muTo3a [21—24]. OHu
BKJIIOYAIOT HaKOTJIEHWE MCXOAHBIX MPOAYKTOB, U3 KOTOPBIX CUHTE3UPYIOTCS OMOOornye-
cKue MeMOpaHbl KJIETOUHOTO S/ipa U APYTMX OpraHesul KJIETKU, TPOUCXOAUT YIBOEHUE KOJIU -
yectBa JHK, yBennuusaercst konmnyectBo PHK, cTpykTypHBIX, SH3UMaTUYE€CKMX, IBUTA-
TEJIbHBIX OeJIKOB [25]. AKTUBU3UPYETCS NbIXaHUE, B pe3yJibTaTe KOTOPOTO HAKaTLUIMBAIOTCS
MaKpO3PTUYECKUE COCIMHEHUsI, a TaKXKe 0Opa3yloTCsl CTPOUTETbHbIE MOJIEKY/ISIpHbIE OJIOKH,
HeoOXOAMMBbIC IJIsi CUHTE3a LIeJIOr0 KOMIUIeKca BelecTB [26]. s 3Toro KijieTka Hapsay ¢
VIJIeBOJIaMU 10JIKHA ObITh 00ecTieueHa JOCTaTOYHBIM PEe3ePBOM COEIMHEHUI, COAePKaIIUX
a3or, ¢ocdop, Kaauii, MarHuii u ap. 3JeMEeHThl. DTU MPOLECCHl OCYIIECTBISIOTCS MPU y4ya-
CTMY COOTBETCTBYIOIIIETO COOTHOIIEHUST (PUTOTOPMOHOB.

Jist pocTa KJIeTKu B Tipoiiecce ee auddepeHanny Tpedyercsi UHoi Habop (UuToropmo-
HOB U MUTATEJbHBIX BEIIECTB. B 3TOT nepuom KieTka HyXIaeTcsl B MOBBIILIEHHOM CHabXe-
HUU MPOoayKTaMu (DOTOCUHTE3A [JIsI [TOCTPOCHUS YIJIEBOAHONH 000JIOYKU KIIETKU U, BEPOSITHO, B
MEHbLIEH Mepe, YeM MTPU MUTO3€, MUHEPaJIbHbIMU 3ieMeHTaMU. OO 3TOM, B YaCTHOCTU, CBUEC-
TEJLCTBYIOT TIOAPOOHBIE ILIMTOJIOTMYECKME MCCIeIOBaHUSI OCHOB IuddepeHIMaluy KIETOK
KcuneMbl KopHs enu Picea abies (L.) H. Karst. [27].

Llenp nccienoBaHuss — YCTaHOBUTh, Ha KaKMX dTamnax MopdoreHesa modera eau ¢hpopMu-
pOBaHUE CTPYKTYP OCHOBHOU TKaHU CTEOJISI OCYIIECTBISIETCS TOJbKO YBEIMUYEHUEM YMCIia
MEpPUCTEMATUYECKUX KJIETOK B pe3yJsibTaTe WX npoiudepalunu, a Ha KaKux — IMpeuMylie-
CTBEHHO POCTOM 00beMa KJIeTOK B npoliecce ux nuddeperHunannu. CKoJIbKO LIMKIOB Jeje-
HUSI MEPUCTEMATUYECKUX KJIETOK MPOXOMMUT OT MHULIMAIBHBIX KJIETOK IO 3pPEJIOrO COCTOSIHUS
TKaHU. BBISBUTH 3aBUCMMOCTb CKOPOCTH JIEJIEHUSI KJIETOK JAHHOU TKaHU OT TeMIIepaTyphl.

MATEPHUAII 1 METOIbI

OObeKTaMU UCCIEIOBAHUS CIIYXKWJIM MOOETH 2-To IMOpsiAKa BETBJICHUSI HA OKOHYAHUSIX
BeTBel enu eBporieiickoit Picea abies (L.) H. Karst. B Bo3pacte 80—90 net, mpomuspacralolieit
B neHapapuu CaHKT-IleTepOyprckoii jecorexHndecKoit akagemun. [loberu ¢pukcupoBamm
70%-HbIM 3TAaHOJIOM TEPUOINYECKH Yyepe3 1-2 Heme B TIPOAoKeHUe UX MopdoreHesa ot
paHHel BECHbI U 10 OKOHYaHUSI CE30HHOI'O OCEBOI'0 POCTA €ro CTeOJIsI B CepeIMHe BereTalu-
OHHOro nepuoja. MeTeoposioTuYecKrUe JaHHbIE TTOJyYeHbl Ha caiiTe “ApXuUB MOrolbl B TO-
ponax Poccum 3a rmocinegHue moiBeka” [28].



198 CKYITYEHKO

[MocTostHHBIE MUKpPOIIpenapaThl U3rOTOBJICHBI U3 MOIMEPEYHBIX U MPOIOIBHBIX CPE30B MO-
6eroB ToMmUHOM 15—20 MKM, MOJy4eHHBIX Ha BUOpanmoHHOM Mukpotome [29]. Cpesbl
OKpalllMBaJIM HyKJICAJIbHBIM KpacUTeJieM METWIOBBIM 3ejieHbIM — nupoHuHoMm G [30]. Uc-
clleJOBaHME MPETapaToB BHITIOJHEHO C TIOMOIIbI0 MUKpOcKona bumen 5 u mossipu3aiivioH-
Horo mukpockona [lomam C 111.

Mopdomerpuueckuit aHaIM3 TKaHE 1 KJIETOK MOOEroB BHITIOJIHEH B CBETOBOM MUKPO-
CKOTIE TIPY TTOMOIIM MOJIEPHU3UPOBAHHOTO aBTOPOM BMHTOBOTO OKYJISIPHOTO MUKPOMETpa
MOB-1-15* MeTOIOM UX JIMHEIHOTO MHTErPUPOBAHUS C IPUMEHEHUEM “(DOPMYJIbI IIPSIMO-
yrojbHUKOB” [31, 32]. laHHBII cmoco® nM3MepeHusl MO3BOJISIET MoaydyaTh CBEAEHUS O TUIO-
LIAJISIX CEYEeHUI TKaHeil B TIPOM3BOJIbHOM COYETAaHUM UX BCTPEYAEMOCTH B T10JI€ 3pEHMUSI CBE-
TOBOTO MUKpOCKoIia. Ha ocHOBe 3Toi1 METONUKHU T10 BCEM CpOKaM (puKcalluy Ha morieped-
HBIX cpe3ax OblIa U3MepeHa TJIoIaab CEYeHUs BCeX TKaHel B cpenHeit uactu ctebst. Takxke
U3MepeHa CpenHsis JyTMHA cTebJIsl, YTO MO3BOJIMIIO PACCUMTATh OOBEM €ro TKaHeil. 3aTtemM Ha
MPOJIOJBbHBIX U TTOTIEPEYHBIX CPe3ax OINpeesieHbl CPEAHUE TUaMETPhl KJIETOK B TPEX HaIpaB-
JIEHUSIX U pacCUMTaH ux o0beM. Ha ocHOBE 3TUX TaHHBIX ObLIIO OMpeaeeHO U3BMEHEHHE KO-
JIMYECTBA KJIETOK KOHKPETHOU TKaHU cTebJis B mpolecce (opMUpPOBaHUS TTOOETOB OT Haya-
Jla BECEHHETr0 Pa3BUTUS B TIOUKE JO OKOHYAHMUSI MPOAOJBHOTO CE30HHOTO pocta. CpemHsist
CYTOUHAst CKOPOCTb YJIBOEHUS YHCIIA KIIETOK MAPEHXUMBbI CEPALEBUHBI ([, ) ONpenensiach
o opmyie:

VAB.
P
rae: Nl — 061_1_[66 YUCJIO KJIIETOK IMap€HXMMBI CEPALCBMUHBI B HA4YaJIC IME€pUOIa Ha6J'HOI[eHI/I$I,

N, — oO1ee 4KuCiIo KJIETOK IMapeHXUMbl CEPALEBUHBI B KOHLIE Nlepuoa HabaoaeHus, P —
MPOIOJIKUTEILHOCTD TIepuoAa HaOMIOACHUS B CyTKax. AHAJOTMYHbBIA METOM OmNpeAcacHUs
yucja yIBOCHUI KOJWYECTBA KJIETOK B €AUWHMIYY BPEMEHU MPEAJI0XKEeH MPU aHAJIU3E pocTa
CYCITIEH3UOHHBIX KyJIbTyp [33].

Bce uzmepeHust BBIOOPOYHBIX CPEAHUX BBITTOJHEHBI C OLIMOKOI penpe3eHTaTUBHOCTH HE
6outee 5% [34].

PE3VJIBTATbBI MCCIIEJOBAHUA

B kauyecTtBe MOJEIBbHOIN CTPYKTYPHI MPU U3YYEHUM KJIETOYHOIO POCTa JIMCTOHECYIIEro
cTebJist Tobera B HaCTOsIIIEi paboTe TIPUHST BJIEMEHT €ro OCHOBHOM TKaHU — TapeHXuMa
cepleBUHBI. BbIOOp naHHOiT TKAHM 0O0OCHOBBIBAETCSI YETKMM XapaKTepOM OpUEHTALIUU Jie-
JICHUSI KJIETOK B €€ OHTOTeHe3e.

KneTku MepucTeMBbl MapeHXUMBbI CEPALICBUHBI CTEOJIST 3a4aTKa 1mobera HOBOM reHeparuu
TTOSIBJISTIOTCS B amlieKce Mobera Mpeablaylieii TeHepallny B TIpoliecce 3aBepIieHust GopMupo-
BaHUS UM 3PEJIbIX CTPYKTYP MOYKHM M OKOHYAHUST TIPUPOCTA CTeOJIsI B JUIMHY B CEpPeIHE Be-
retTalimoHHoro nepuona (puc. 2, Ne 7, 7) [2].

3aoXeHre OCHOBHOM MacChl KIIETOK MEPHCTEMbI TTAPEHXUMBbI CEPALIEBUHBI CTEOJIsT OyIy-
IIETO JTUCTOHECYIIIETO Mo0era OCYyIIEeCTBISIETCS alleKCOM BO BTOPOIi MOJIOBMHE BEreTallioH-
HOTO TTeproia BMECTE C JIMCTOBBIMU NpuMopaussMu. OT cepenrHbI 10 KOHIIA BEreTallMOHHO-
ro Tlepro/ia arMKajabHOW MepucTeMOii (hOPMUPYETCS TTOJTHBIN HAGOP JTMCTOBBIX TPUMOP/IM -
€B (DMTOMEPOB 3ayaTka Mmobera, YMcjao KOTOPBIX MpeaonpeaessieT JUIMHY, TMaMeTp CTeOIs 1
KOJIMYECTBO MHUIIMAJIBHBIX KJIETOK KOJOHOK TTapeHXUMBbI CEPIIIEBUHBI OYAYIIIETO JTMCTOHE-
cyuero mo6era [32].

Panneit BecHoii (17 anpenst — BereTalilMoHHBIN Tiepuon 1995 1.) npu cymme cpeaHux cy-
TOYHBIX MOJOXUTEJIBHBIX TeMIepaTyp Bo3ayxa nopsaka 130 °C y 3auaTkoB no6GeroB B MO4-
Kax ellle He OOHapyKMBaeTCs POCTOBBIX MpoleccoB. Kaxnplii 3auaTok nmodera mumMeeT credeb
KOHYCOBHMIHOM (DOPMBI C anmMKaIbHONK MEPUCTEMON U MHOTOYMCIEHHBIMU JTUCTOBBIMU MPH-
MOPIUSIMU, TTOTHO PACITOJIaralolIMMMCs Ha ero 60KoBoi moBepxHocTH (puc. 1, Ne 1, 2). Oce-
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Ta6auna 1. MopdoMeTprueckast XapaKTepUCTMKa 00bEMHOIO M KJIETOYHOT'O POCTa MapeHXMMbI Cepli-
LIEBUHBI B TIpoliecce MopdoreHesa nmoodera Picea abies (L.) H. Karst.

Table 1. Morphometric characteristics of volumetric and cellular growth of pith parenchyma in Picea
abies (L.) H. Karst. shoot morphogenesis.
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17 anpenst 3.59 1.39/1.1 0.2318 44600 5203 14.35 26.32 0 0
April 17
27 anpenst 8.56 3.45/2.8 0.7183 90900 7898 21.4 26.55 1.027 0.103
April 27
17 mast 5.31 5.52/4.4 1.3072 160100 8167 18.42 29.1 0.817 0.041
May 17
23 mas 15.45 110.20/8.2 3.189 318000 10027 15.85 34.76 0.990 0.165
May 23
29 mast 18.05 49/39.2| 27.522 1277300 25415 34.37 37.58 2.006 0.207
May 29
16 uroHs 21.34 125/100 | 119.28 2219300 140722 | 105.93 50.37 0.797 0.050
June 16

Basl 4acTh CTEOJIsI CIOKeHAa MEPUCTEMOM MapeHXUMbl CepALIeBUHbBI, KOTOpash OKpyXXeHa Cu-
CTeMOI MPOKaMOUaIbHBIX TSXKEN LIEHTPAILHOTO IMJIMHAPA C JIMCTOBBIMU JIAKYHAMMU U C OT-
XONSILUIMMM OT Hee TMPOKAMOWAIbHBIMU TSXKAaMU JIMCTOBBIX CJIEAOB, OKPYXKEHHBIX
MEPUCTEMOI MapeHXUMblI MEPBUYHON KOpBI. B KaXkIoM JTMCTOBOM MPUMOPAUU HAXOIUTCS
MpoKaMOMaIbHBIN TSK, BOKPYT KOTOPOTO pacroiaraloTcsi MepUCTEMbl SHIOAEPMBbI, CKJIaI-
yaTroro Me30(duiiia, rTunoaepMbl, OKPY>XKEHHbIE OTHUM CJIOEM KJIETOK ITPOTOEPMHBI.

MuTo3BI OTCYTCTBYIOT BO BCeX TKaHSX Imobera. B 3auatke cTe6is1, KOTOPBIM UMEET JUIMHY
1.1% OT MOJHOIO CE30HHOTO MPUPOCTA, MEPUCTEMA TTAPEHXMMbI KOPBI C IIPOTOAEPMOI Mpe-
001a1a10T MO0 00bEMY 1 YHCIY KJIETOK MO OTHOILIEHMIO K OCTaJlbHBIM TKaHSIM. Mepucrema
cepaueBUHBI 3aHUMaeT 22.7% obbeMa ctebst. [lonepedyHbie CTEHKHU ee KJIETOK OCHU CTeOIsT
001aa10T 6OIBITUM TBOMHBIM JIyYeTpeJIOMIEHUEM CBETa, YeM MpoaobHbIe. CpenHuit po-
IOJIbHBIN TUaMETpP KJIETOK MEpPUCTEMbI cepAlieBUHbBI B 1.83 pa3a MeHblIIe, 4YeM MOoTepedyHblit
(cm. Tabg. 1). O0BEM ee KJIETOK B 5 pa3 OoJibliie, Y4eM B IIPOKAMOUH U TTApEHXUME KOPHI.

[To mOCTMKEHMU CYMMBbI TTOJIOXKUTENIbHBIX TeMIlepatyp Bo3ayxa mopsiaka 220 °C npu
CcpelHel CyTOuHO# TeMmneparype Bo3ayxa 8.56 °C Bo BcexX TKaHsIX 3a4aTKa rmobera Ha4ajioch
nejieHue Kietok. [Ipu 3ToM cTebesib BBIpOC 10 JIMHE 110 OTHOIIEHWIO K paHHEBECEHHEMY
COCTOSTHUIO B 2.5 pasa, 4YTO COCTaBIISIET JIUIb 2.8% OT €ro IMOJTHOTO Ce30HHOTO MPUPOCTA.
Crebenb mpuobpelt 6oJjiee 0CTpOKOHMUYECKYIO (hopMy (puc. 1, Ne 3—5). Aniekc Hauan popMu-
poBaTh B OCHOBAaHUU BaJIMKOOOpa3Hble OYrOpKM KPOIOIIUX YElyil, KOTOpbIE, UHTEHCUBHO
pa3pacrasicb, 00pa30BaJii JIBYXCJOWHBINA CBOJ ITOKPOBOB HOBOM TEPMUHAJLHOM ITOYKU.
B nmpokamMOualibHBIX TsXKaX LEHTPaJIbHOTO LMJIMHAPA CTeOJIsI U JIUCTOBBIX CJIeA0B Havyalach
nuddepeHIManys KIeToK MpoTodIo3Mbl U MPOTOKCUIIEMBl. [IpuyeM 37eMeHTBl MPOTO-
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(b105MBI TTOSIBISIIOTCST TIEPBBIMU U AOCTUTAIOT IMapLMaIbHOrO o0beMa B CTebJie MopsiaKa
4.5%. IlporokcuieMa HapacTaeT MeJjIeHHee U UMeeT B 3.9 pa3a MeHbIINT 00beM, YeEM IIPO-
To(ioama. TpakTHIeCKU OMHOBPEMEHHO C MOSIBIEHUEM TTEPBBIX 3PEJIbIX DJIEMEHTOB ITPOBO-
IAIIMX TKAHEW B LIEHTPAJbHOM LIMJIMHIPE CTe0JIsI B MEPUCTEME MTAPEHXMMbI KOPBI HAYaJIOCh
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Puc. 1. ®opmupoBaHue cTpykTyp rodera Picea abies (L.) H. Karst. B mouke B TIepro OT paHHE BECHBI 10 TOCTH-
JKEHMSI JUTMHBI cTe01sT 4.4% OT TOMMYHOTO MPUPOCTAa.

Ne 1, 2 — 3ayaTok nob6era B TEepMUHAJIBHOI MOYKe paHHEH BECHOI 10 Hayaja IeJeHUs ero KJIeTOK; IJIMHA CTeOst
1.1% ot romuuHoro npupocra. Ne 1 — 3auaTok robera: / — anukajibHasi MepUCTeMa, 2 — 3a4aTOK XBOM, 3 — Mepu-
cTeMa MapeHXUMbI KOPBI, 4 — MPOKaMOMii LIEHTPAJILHOTO LIMJIMHAPA CTe0JIsI, 5 — MepucTeMa NMapeHXUMBbI ceplie-
BUHBI. No 2 — MepucTeMa MapeHXMMBbI CepIUEeBUHBI (TOJISIPU30BAaHHBIN CBET): 6 — CTEHKHM KJIETOK IMOIEepeYHbIe
IIPOIOJIBHOI OCH CTEOJISI C BBICOKHM JIBOIHBIM JIyUeTIpeJIOMJICHUEM CBeTa, 7 — MHTepdasHble siapa KIeToK. Mac-
mtabHast iuHerka: No 1 — 250 Mxm, Ne 2 — 20 MKM.

Ne 3, 4, 5 — 3auaTok nobera B TEPMUHAIBHON IMOYKE B NIEPHOJ Havyasla AeJIEHUs! KIETOK MEPUCTEMBI CEPILIEBUHBI;
niHa crebiist 2.8% ot rogruHOro npupocta. Ne 3 — Bepxyllka 3ayarka rooera: / — anuvkajibHas Mepuctema, 2 —
3aYaTKHU MIEPBBIX KPOIOIIMX YElIyil HOBOIA IMOYKH, 3 — 3a4aTOK XBOM, 4 — MepUCcTeMa CEPIALEBUHBI, 5 — MPOKaMOUi
LIEHTPATBHOTO LIWJINHIIPA, 6 — TAHUMHOBBIC KIIeTKU. Ne 4, 5 — MepucteMa cepaiieBUHbL. Ne 4 — ToJIsipu30BaHHbIN CBET: [ —
TMOTIEPEYHBIE CTEHKH KJIETOK C BBICOKMM JIBOHBIM JIyJeTIPEIOMJIEHUEM CBeTa, 2 — IPaHyJIbl KpaxMaiia, 3 — MO3IHSIs Te-
Johaza AessIierocs siipa MaTepUHCKOM KJIIETKU OceBOTo psina. MacinrabHast muHeiika: Ne 3 — 250 Mxm, Ne 4 — 50 MM,
5 — 20 MKM.

Ne 6, 7, 8 — 3auaTok nobera B TepMUHATIBHOI HaOyxatolliei mouke; uimHa crteost 4.4% ot roquyHoro npupocta. Ne 6 —
BepXyllIKa 3ayaTka nobdera: / — anukajibHasi MepucTemMa, 2 — MOJIOZbIE KPOIOIIME YeLIyr HOBOM MOYKU, 3 — MepH-
crema cepaueBUHbL. Ne 7, 8 — MepucTeMa cepaleBUHbl. Ne 7 — MosIpu30BaHHbIN CBET: / — CTEHKU KJIETOK IOIe-
peuHbIE MPONOIbHON OCH CTEOJISE C BBICOKMM JABOWHBIM JIYUEITPEJIOMICHUEM CBETA B UETHIPEXKJIECTOYHOM Dy, 2 —
rpaHyibl kpaxMana. Ne 8: 2 — unrepdasHeie snpa, 3 — no3aHsist tenodasa AeSUIerocs siapa B OAHON U3 KIETOK
MHOTOKJIETOYHOTO psina. MaciuraGHast iuHeiika: Ne 6 — 250 mxm, Ne 7 — 25 mxm, Ne 8 — 30 MKM.

Fig. 1. Formation of shoot structures in Picea abies (L.) H.Karst. apical bud form dormancy release until shoot reach-
es 4.4% of its annual elongation.

No. 1, 2 — shoot primordium in terminal bud in early spring before the cell division; stem length 1.1% of the annual
increment. No. 1 — shoot primordium: / — apical meristem, 2 — needle primordia, 3 — cortical parenchymal meri-
stem, 4 — stele procambium, 5 — pith parenchymal meristem. Bar = 250 um. No. 2 — pith parenchymal meristem
(polarized light): 6 — highly birefringent cell walls transverse to the longitudinal axis of stem, 7 — interphase cell nu-
clei. Bar =20 um.

No. 3, 4, 5 — shoot primordium in terminal bud in the early stage of the pith parenchymal meristem cell division, stem
length 2.8% of the annual increment. No. 3 — shoot apex primordium: 7 — apical meristem, 2 — bud scales primordia,
3 — needle primordia, 4 — pith meristem, 5 — stele procambium, 6 — tannin cells. Bar = 250 um. No. 4, 5 — pith mer-
istem. No. 4 — polarized light: 7 — highly birefringent cell walls transverse to the longitudinal axis of stem in four-cell
rows, 2 — starch granules, 3 — late telophase of dividing parent cell nucleus of the cell column. No.4 Bar = 50 um. No. 5
Bar =20 um.

No. 6, 7, 8 — shoot primordium in swelling terminal bud; stem length 4.4% of annual increment. No. 6 — shoot apex
primordium: 7/ — apical meristem, 2 — bud scales primordia, 3 — pith meristem. Bar = 250 mcm. No. 7, 8 — pith mer-
istem. No. 7 — polarized light: 7 — highly birefringent cell walls transverse to the longitudinal axis of stem in four-cell
row, 2 — starch granules. Bar = 25 um. No. 8: 2 — interphase nuclei, 3 — late telophase of the dividing cell nucleus in
one of the cells of multicellular row. Bar = 30 um.

00pa3oBaHNWe CMOJSTHBIX BMeCTHIUII. Hapsioy ¢ 3TuM Ipoun301ILio MHTEHCUBHOE pa3pacTa-
HUE TAHWHOBBIX KJIETOK, PACTIONIOXXEHHBIX C BHEIITHEN CTOPOHBI OT MPOTOdh103MbI. X 00beM
YBEJIMYUJICS 1O CPAaBHEHUIO C pAHHEBECEHHUM COCTOSTHUEM OoJjiee yeM B 4 pa3a B OCHOBHOM
3a CUeT pocTa B HaMpaBJIeHUU BAOJb OcU cTebist. [Ipon3onuio yBeJnueHre napiuaibHOro
o0beMa TKaHei, pacnooXeHHbIX Ha repudepun ot dyioaMbl. [TapiuanbHbiii 00beM 1IEH-
TPaJIbHOTO LIWJIMHIPA TTPY 3TOM CHU3WIICS.

CepaueBuHHas ITapeHXMMa yBeJImdmiach B oobeMe B 3.1 paza. B Hell B pesybraTe more-
PEYHBIX AeJICHU B CpeaHe yacTu cTeOJIsl Mo JUIMHE 00pa30oBaiCh BepTUKaIbHbIE PSIIbI U3
IBYX KJeTOK (puc. 1, No 4, 5), a B OCHOBaHUU — U3 TPEX KJIETOK. Y MOIMEePEUYHbIX CTEHOK KJIe-
TOK IO CPaBHEHUIO C TMPOIOJbHBIMU, ONTHUYECKAs aHU3OTPOIMSI 3HAYWTENIbHO BBIIIIE.
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B cepaueBuHe NMOSIBUINCH TJIACTUABI, COASPpKAlllMe MHOTO MEJIKUX IpaHya Kpaxmana (puc. 1,
Ne 5); B Tenoda3HbIX KJIETKaX OHU OTCYTCTBYET.

ITo Mepe Toro Kak mirHa cTebis 3auaTKa rmobera B rmouyke gocturia 4.4% oT moJaHOTo ce-
30HHOTO MPUPOCTA, Kaxaast MaTepUHCKasl KJIETKa MEpUCTEMbI CepALIEBUHBI c(hopMUpoBasia
OCEBYIO KOJIOHKY, COCTOSIIIYIO B BEpXHE YacTu cTeOJist U3 2—3 KJIETOK, B CPEeIHEI €ro 4acTy —
13 3—4 KJIEeTOK, a B OCHOBaHUM — U3 4—6 kieTok (puc. 1, Ne 6, 7, 8). IlonepeyHble CTEHKU
KJIETOK CEpIALIEBUHBI COXPAHSIIOT BBICOKOE IBOMHOE JIydenpesIoMIieHNe cBeTa. B 1ieHTpaib-
HOM HWIMHAPE 00BbeM ITPOTOdI03MEI IIPEBHIIIIAET 00BEM IIPOTOKCHIIEMBI B 2.7 pa3a. [lapeH-
XUMa JIMCTOBBIX JIAKYH cocTaBisieT 25.3% ot oobeMa LeHTpaTbHOTO MIMHIpa ctebs. 1o
CPaBHEHMIO C TAPEHXMMOM KOPBI B CEPAIIEBUHE CONEPKUTCS 3HAUUTEIHLHO MEHbIIIE TJIACTUL
C TpaHyJlaMu Kpaxmaja, 4TO, BEPOSITHO, CBSI3aHO C MHTEHCUBHBIM BJIMSIHAEM YIJIEBOJIOB Ha
MPOIECChl METAboIM3Ma ee aKTUBHO Jesuxcs KieTok. KpaxMalloHOCHbIE TIJIaCTUIbI CO-
CPEIOTOYECHBI B CJIOSIX JIaKYHapHON MapeHXUMBI OT YPOBHS (hJI03MBI M fasiee K repudepun
CTeOJIsT B KJIETKAaX MapeHXUMBI KOPBI, BOKPYT CMOJISTHBIX BMECTHJIMII Kopbl. KieTku maky-
HapHOI MapeHXWMbl UMEIOT panTuaIbHOE YIUTMHEHWE, YTO, OYEBUIHO, CIIOCOOCTBYET paivalib-
HOMY TPaHCITOPTY BEILIECTB OT MPOBOSIINX TKaHEl B HAITPaBJICHUH K KJIeTKaM CEpIIIeBUHBI.

B cocrosHMM MaKCMMaabHOTO HAOyXaHUSI IOYKU IJIMHA cTebist cocTaBisieT 8.2% OT 1oJi-
HOTo ce30HHOro mnpupocta (puc. 2, No 1—3). 3auaTKi XBOM UMEIOT IJUHY 5.6 MM, 4TO B
19 pa3 Gosbllle, YeM B paHHEBECEHHM TTepuo. 3a BpeMsl yIJInHeHus1 cTeost oT 4.4 no 8.2%
CE30HHOTO MPUPOCTa MPOU3O0IILIO TTpeobiagaHe POCTa XBOM Hall HUM Kak 1o 00beMy, TaK U
o JUIMHE: cTebelib BhIpoc 1o ocu B 1.6—1.8 pasza, a xBost — B 2.5—2.7 paza. OmTHOBPEMEHHO
aKTUBU3UPOBAJICS POCT OCHOBAHUSI XBOMHOK B BUJIE JIMCTOBBIX MTOAYIIEK, KOTOPbIE, TPUMbI-
Kas IpyT K Ipyry, oO6pa3oBaiu TJIOTHBIN ITOKPOB Ha TTOBEPXHOCTU CTeOJs. PocT cHOBaHMS
XBOMHOK TTPOMCXOIMJI B OCHOBHOM TyTeM TTposrdepanuu KJIeToK, MPpY HEKOTOPOM YBEJIU -
YeHMHU UX CpeIHero oobeMa. ATieKc cchhopMUpPOBajl CBOI U3 4—5 CJI0eB KPOIOIIUX YEITyid Tep-
MUHaJIbHOI Touku. TakuMm oOpa3oM, ellle IoJ IMOKpOoBaMK MaTEPUHCKOMN TMOYKU 3a4aToK
no6era cchopMrpPOBa HOBYIO MOJIOJYIO TEPMUHAJIBHYIO TTOUKY (puc. 2, Ne 1).

B pesynbrate neaeHus1 KIeTOK CEPALIEBUHBI MOTIEPEYHBIMU CTEHKAMM 00pa30BaJICh BEP-
TUKaJIbHbIE psAbl M3 8 KaeTok (puc. 2, Ne 3). B nMpoaoabHbIX CTEeHKAX KJIETOK chopMHUpoOBa-
JIUCH IIEJICBUIHBIC MTPUMOPAUATIbHBIE TIOPbI, BBITSHYThIE B IMOIMEPEYHOM HaMpaBJIieHUU U
obGecrieurBalolre 6oJjiee CBOOOIHBIN pamuabHbBIN U TAHTEHIIWAJTBHBINA TPAHCTIOPT MeTab0-
JINTOB. Y TIONMEPEUYHBIX CTEHOK KJIETOK CEPAIICBMHBI, IO CPAaBHEHUIO C TIPOIOJIbLHBIMU, CO-
XpaHWUJIOCh MpeobagaHne ONTUYECKOM aHu30Tponuu. Kpome 3Toro B ceplieBUHE MOSIBU -
JINCh OTAEJIbHBIE CKJIEPENIbl U OHA 3aMOJHUIACH OOJIBIIIMM KOJUYECTBOM IUIACTUI C Kpax-
MaJIbHbIMU IpaHyiamMu (puc. 2, Ne 2).

B paccmaTtpuBaeMBblii Tiepro MPOU30NIIO0 TTpeobiafaHne CKOPOCTH POCTa KCUJIEMBI HaJl
¢d03MOIi U TKaHell Ha mepudepuu OT LEeHTPAJIbLHOIO HJIMHAPA CTeOJIs1: TAHMHOBOM 00-
KJIaaKu (hJIO3MbI, CMOJISTHBIX BMECTUJIMILL, TAPEHXMMBbI KOPBI, SMMUAESPMbI U OCHOBAHMSI XBO-
nHOK. [TapranbHbIi 06beM cepaieBUHbBI cHU3MICS oT 11.8 1o 10.1%.

B k7eTkax nmapeHXuMbl OTHOCUTEIBHO IIMPOKUX JUCTOBBIX JJAKYH Ha MPOIOJIbHBIX CTEH-
Kax, TaKXXe KaK U B CEpALIEBUHE, 00pa30BaJUCh y3KUE MEPBUYHbBIE MTOPbI BBITSIHYThIE MOMEe-
pex ocu cTebasa. BepositTHo, 3To cmoco6CcTBOBaio 60Jiee MHTEHCMBHOMY paauaibHOMY
TPAHCITOPTY BEILIECTB IO MTapeHXUMeE JIAKYH OT ITPOBOASIIMX ITyYKOB [EHTPATbHOTO IIMJIH-
JIpa, KaK K CepIIeBUHE, TaK U B HAMpaBJIeHUU KopTeKca. B maHHBII niepruon KJIIETKU MepH-
CTEeMBI JIJAKYHapHOI ITapeHXMMbI YMEHBIIINCE B 00beMe B 1.3—1.4 pa3a, a ux 41CIIO BO3POCIIO
B 4.4—4.6 paza. B pe3ynbraTe X AeIeHUS MTOMTEPEYHBIMU CTEHKAMM, 00pa30Banuch 2—3 Kite-
TOYHBbIE KOJIOHKM; KJIETKU Mpouuiv 2.18 UKIOB AejieHus, YTO B 2.2 pa3a OoJjiblle, YeM B
CEpPALIEBUHE.

B mepuom ot pacKpbITUSI MAaTEPUHCKOM IMOYKHU 10 pa3pacTaHus cTebis, B 1IuHy Ha 39%
ITOJTHOTO CE30HHOTO MPUPOCTa, CHOPMUPOBATICS CBOI U3 6—7 CIIOEB KPOIOIIUX YEIITyil MOJIO-
IO TepMUHAJIbHOM MouKu (puc. 2, Ne 4). KjeTku napeHXMbI CepAlIeBUHbI COXPAHSIOT BbI-
COKYIO OTITUYECKYI0 aHM30TPOIIHIO MOTIEPEYHBIX CTEHOK. B Heil Tak:ke 06pa3oBaioch 3HAUYM -
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TeJbHOE KOJMYECTBO KJIETOK CKIIEpEU B BUAE JMH30BUIHBLIX Tpyrm (10 11.6% ot obbema
CepLIEBUHbI ), YIUIOLIEHHBIX TTonepek ocu ctedst. KileTku ckiepena nMeroT 3aMeTHO MEHb-
W TTPOIOIBHBIN IUaMETp, YeM TOHKOCTEHHBIE KJIETKHM CepIALEeBUHbBI, TPEKPATUB 00bEM-
HBIN pocT (puc. 2, Ne 5, 6). Ckiieperabl pacroiaraloTcsi TpOTUB JIMCTOBBIX JJaKYH B CUCTEME
MTPOBOJSIINX MTyYKOB LEHTPATBHOTO IIWJIWHAPA 1, BEPOSITHO, TIPU CBOEM POCTe JIydlile obec-
rneyeHbl (hJIOOMHBIMU METabOJUTaMU, COAEPXKAIIMMU aCCUMUJISATBHI, YeM TOHKOCTEHHbIE
KJIETKU CEPALICBUHBI.

B nieHTpaIbHOM LIWJIMHIpPE MapyaibHbIil 00beM (hJI03MBI MTPAKTUIECKU HE M3MEHMIICH,
HO yBeJIUUUWjIcs y mpokaMOuanbHOM 30HbI B 1.39—1.43 pa3a 1 0cOGEHHO BBIPOC Y KCUJIEMbI —
B 2.33—2.41 pa3a, a TakxkKe HE3HAYMTEJIbHO Y MMapeHXUMBbI cepaleBUHbI. OTHOIIEHUE TLIOIIa-
M cedyeHus oMbl K Keuiteme goctumio 1.02. M3 Bcero KoMriekca TKaHeil cTe0Jist Hau-
OOoNBIINI POCT cpeaHero oobeMa KiieTku (B 17—18 pa3) nmpowusoliien B BO3MYXOHOCHOM Ma-
PEHXVMeE JIMCTOBBIX MoayieK. KileTK mapeHXUMBI JIMUCTOBBIX JJAKYH BBIPOCIIH IO 00bEMY B
3.7—3.8 paza, pa3pacTasiCb B OCHOBHOM B IIPOIOJILHOM HampaBieHnu. QOOHapyKeHO TaKKe
yBeJIMUEHUE Yucia 3Tux kjetok B 1.39—1.43 paza, KoTopble 3a JaHHBIIA MEepUOA MPOIUTU
1.239 uuknos ynBoeHusi. [1pogonxkunacek TeHASHUUS OObLIEH CKOPOCTH pocTa 0ObemMa TKa-
Hel cTeOJ1sl, pacIooKEHHBIX CHAPYKHM OT LEHTPAJIbHOTO LIMJINHAPA.

XBos TIproOpena OKOHYATEIbHYIO IIuHY — Iopsinka 15.0 mMm. Huske otmenmrTelbHOTO
CJI0Sl XBOM Haj JIMCTOBOU MOMIYIIKON 00pa30oBajiCsl YKOPOUYEHHBIM YepelioK JucTa IJIMHOMN
oko0J10 0.38—0.42 mM. Ob111as AJIMHA JTMCTOBOM MOAYIIKHU 32 TIEPUO/ yBEINUMUIACh OoJiee ueM
B 3.5 pa3a.

B nepuon ynnmuHeHUs cre6is ot 39 mo 100% ce30HHOTO MPUPOCTa MEPUCTEMATHIESCKUMN
arekc rob6era 3aBepiinyl HGOPMUPOBAHUE CBOMA KPOWIIMX Yellyid TEepMUHAIBHON TTOYKH,
MproOpe MaKCMMaJIbHbIE Ce30HHbIE pa3Mephl. I1pr 3ToM chopMUpOBaICs YKOPOUEHHbI!
crebelib TIOYKM, HeCYIIMIA KPOIOIIMe Yelllyd U UMEIOIIUi 3aMeTHO OOJIBIINI TUaMeTp, YeM
PACIIONIOKEHHbBIN HUXKE YIUTMHEHHbIN JTUCTOHECYIINi cTebenb. OO0t 00beM cepaleBUHbI
nocjiemHero Beipoc B 4.33 pasa. Ilpu aToM ee kieTku mpouuid B cpeagHeM 0.797 LUKIIOB
ynBoeHUs. TOHKOCTeHHBIE KJIETKH CepAlIeBUHBI YBEINIMINCH B 00beMe B 5.54 paza (puc. 2,
Ne 6—8). OHM coOXpaHWIM BBICOKYIO OINTHYECKYH0 AHM30TPOMNMUIO MOIEPEUYHBIX CTECHOK.
B npomoabHBIX CTEHKaX 3TUX KJIETOK MPUCYTCTBYIOT 1IeJIeBUIHBIE IEPBUYHbBIC TTOPHI pa3Me-
poM 2.2 X 13.2 MKM, BBITSIHYTbIE B ITONiepedHOM HampasiaeHuu (puc. 2, Ne 6). O6beM KIIeTOK
CKJIEpen I BBIPOC He3HaunTeIbHO — B 1.173 pa3a. [TapuuanbHEI 00beM CepAlleBUHEI IO OT-
HOLIEHUIO K CyMMapHOMY O00ObeMy BCeX TKaHel crebist cHusuics ot 11.42 ua 1.3%. Ilpu
5TOM TMapIMATIbHBIN 00bEM CKIIEpEeI B CepALIeBUHE BBIpOC Ha 5.7%. B mpoBoasmmx mydkax
LIEHTPAJIbHOTO LIMJIUHApPA cTebJisi mpeobianano HapacTaHue o0beMa KCUJIEMbI U OH TIPEBbI-
cnt 00beM (1oaMBbI B 2.68 pasza.

OBCYXIEHMUME PE3YJIbTATOB

Temn YABOCHMUSA 4YUCJIa KIIETOK CCDHHCBMHHOﬁ MEPUCTEMBI JOBOJIBHO YE€TKO MNMPOABJIACT
JIMHEIHYIO 3aBUCUMOCTb OT CpPeHEil CyTOUHOI TeMIlepaTyphbl Ha 3Tare pa3BUTHSI modera oT
HayaJla BECEHHEro pocTa JO COCTOSIHUSI, KOTJa IJIWHa cTeOast mocturaeT 39% oT moyHoM
IUTMHBI TOAWYHOTO TIpupocTa (puc. 3). Ha atoM aTare pa3BuTus mmo6era MOBBIIICHUE CPell-
Hell cyTouHOo# TeMnepaTypsl OT 5 10 15 °C cOOTBETCTBYET YBETUYSHHUIO CKOPOCTH YIABOCHMS
yucia KJIEeTOK CepALEeBUHHON MepucTeMbl 3a cyTKU B 4.9 pasa. [longbeM cpenHeii cyTouHOM
TeMnepaTypbl B MHTepBaje 8—18 °C npuBOIUT K MOBBILIEHNIO CKOPOCTH YIBOESHMSI KIIETOK
3a cyTKM B 2.8 paza. TakuM o6pa3oM, B ITOCEIHEM TEMIIEPATYPHOM UHTEPBAJIC BHITIOJTHSIET-
cs1 n3BectHoe TipaBuiio BanT-T'odda, cormacHoO KOoTopomy TMOBBILIEHWE TeMIepaTypbl Ha
kaxable 10 °C cOOTBETCTBYET YBEIMUCHUIO CKOPOCTH XUMUIECKUX M OUOJOTHUYECKHUX peak-
uuit B 2—3 pasa (Q,y = 2—-3) [35].

Pe3ysibTaThl TMHEITHOI 3aBUCUMOCTU OT TEMIIEPATyphl YIBOCHUSI YKCIa KJIETOK Ceplie-
BUHBI CTeOJIsI B 1amna3oHe oT 5—18 °C Ha naHHOM 3Tare pa3BUTHUS NTOOera eu CoraacyloTcs



204 CKYITYEHKO

Puc. 2. ®opmupoBaHue cTpykTyp nooera Picea abies (L.) H. Karst. B mepuon ot 3aBepiieHusi HAOyXaHUs TTOYKH 10
OKOHYaHUSI MIPOIOJBLHOTO TOJMYHOTO MPUPOCTa CTEOISI.

Ne 1, 2, 3 — 3auaTok noGera B NepuoO.l 3aBepllieHUs] HaObyxaHWs TEPMMHAIBHOM MOYKU; [UIMHA cTebst 8.2% ot ro-
IUYHOTO mpupocTa. Ne 1 — BepxyliKa 3ayaTka rmooera: / — anukajibHas MEpUCTeMa, 2 — 3a4aTOK KPOIOILEH Yellyu,
3 — Kpolollye Yelyd HOBOM MoYKH, 4 — MepucTeMa cepaleBuHbl. Ne 2, 3 — MepucTeMa cepILeBUHBI C MHOTOKJIe-
TOYHBIMHM OCEBBIMU PsIaMK KJIETOK. No 2 — TMOJISIPU30BaHHBIN CBET: BHICOKOE IBOWHOE JIyUeIPEJIOMIICHUE CBETa
MTOTIEPEYHOM CTEHOK KJIETOK TOJICTOCTEHHOM KJIETKU CKJIepenIbl — / 1 TOHKOCTEHHOM MapeHXMMHOM KJIeTKU — 2; 3 —
rpaHyJibl KpaxMaia. Ne 3: uHrepdasHoe siipo — 2, mo3nHsis aHadasza aensiierocs siipa KIeTKU 0CeBOro psiza — 3.
Macmrabnas nuHeiika: Ne 1 — 250 mxm, Ne 2 — 25 mxm, Ne 3 — 30 MKM.

Ne 4, 5 — mostooii moGer, BRIPOCIINIA TIOC/IE PAaCITyCKaHUsST TEPMUHAIBHOM ITOYKH; [uTMHa cTe61st 39.2% ot roany-
Horo npupocTta. Ne 4 — BepxylKa rodera ¢ TepMUHAIBHOM MOYKO#i: / — anMKalbHas MepucTeMa, 2 — 3a4aToK Kpo-
IolIeil Jelryu, 3 — KpOIOIIKe Yellyd MOYKH, 4 — TapeHXruMa cepareBUHbL. No 5 — mapeHXuMa CeplaieBUHBI CO
ckieperaamu. Ne 5 — MoJIsipu30BaHHbBINA CBET: | — MOMEPeYHble CTEHKU TOHKOCTEHHOM KJIETKU C BBICOKUM [IBO¥i-
HBIM JIy4eIpeJIoMJICHUEeM cBeTa, 2 — cKilepenna, 3 — rpaHyJibl KpaxMaiia. MacitabHas auHeiika: Ne 4 — 250 MKM,
Ne 5 — 50 Mmkm.

Ne 6, 7, 8 — moGer B repuo/ 3aBepIlIeHUsT TPOAOILHOIO FOANYHOrO MpHUpOCTa; airHa cte6st 100% otr romnyHoro
npupocTa. Ne 6 — mapeHXuMa cepALeBUHbI (MOISIPU30BAHHbI CBET): [ — IIeJeBUAHBIC TIEPBUYHBIE TTOPbI, BHITSHY-
ThIe TIOTIEPEK MPOAOJIBbHON OCU CTebJIsT, 2 — MPOIOJIbHBIEC KIETOUHbIE CTEHKH, 3 — BBICOKOE IBOMHOE JIyYerpeoM-
JIEHUE CBeTa MOMEePEYHbIX KJIETOYHBIX CTEHOK. N 7 — BepXylliKa rmobera ¢ TepMUHAIbHON MOYKOM: | — anuKaibHast
MepucTeMa B TIepuoj OKOHYaHUsT (OPMUPOBAHUST KPOIOIIUX YEITyil MOYKKM U MEePEXONy K 3aJI0XKEHUIO JIMCTOBBIX
TPUMOPAKUEB Mobera Ceayollieii reHepalu, 2 — KPOIIIKe YelIyr MOYKH, 3 — MapeHXuMa CepaLeBUHbI TOYKH, 4 —
TpOKaMOUaIbHBIE TSIKU, COSMUHSIIONINE alleKC C HEHTPAIbHBIM HIUJIMHIPOM CTeOIsI, 5 — MapeHXruMa KOPbI ITOYKH,
6 — CMOJISTHOE BMECTUJIMIIE B OCHOBAHUM KPOIOIIUX YElIyil MOYKU, 7 — MHULIMATIbHbIE KIETKU MEPUCTEMBI Cepi-
1IEBUHBI IUCTOHECYIIIETO CTeOIst caemyolieii reHepanuu. Ne 8 — monepeuHblit cpe3 cTe6ist Ha cepenHe ero UTMHBIL:
1 — TOHKOCTEHHBbIE KJIETKHU MapeHXUMBbI CEPALIEBUHBI, 2 — IPYINa CKIepeua, 3 — KCujieMa LEeHTPATbHOTO LIUINH-
npa, 4 — npokambuanbHasi 30Ha, 5 — G103Ma LEeHTPATbHOIO LIWJIMHAPA, 6 — MapeHX1Ma JUCTOBOM JIAKYHbI, 7 — Ma-
peHX1Ma MepBUYHO KOPbI, § — OCeBbIE CMOJISTHbIE KaHAJIbI IEPBUYHOM KOPBI, 9 — BO3MYyXOHOCHAsI MApEeHXUMa JI-
CTOBOI1 monymiku, /0 — amuaepMa ¢ TunoaepMoii, /7 — MpoBOASsIINI MTyYOK JIMCTOBOTO ciena. MacitabHast u-
Hevika: Ne 6 — 25 mkm. Ne 7, 8 — 250 MKM.

Fig. 2. Formation of Picea abies (L.) H. Karst. shoot structures form the end of bud swelling until completion of stem
elongation.

No. 1, 2, 3 — shoot primordium at the end of terminal bud swelling; stem length 8.2% of the annual increment. No. 1 —
shoot apex primordium: / — apical meristem, 2 — scale primordium, 3 — scales of the new bud, 4 — pith meristem.
Bar = 250 um. No. 2, 3 — pith meristem with multicellular columns. No. 2 — polarized light: highly birefringent trans-
verse walls of 7 — thick-walled sclereid and 2 — thin-walled parenchymal cell; 3 — starch granules. Bar = 25 um. No. 3:
interphase nucleus — 2, late anaphase of dividing cell nucleus of cell column — 3. Bar = 30 um.

No. 4, 5 — young shoot, grown after terminal bud burst; stem length 39.2% of the annual increment. No. 4 — tip of the
shoot with terminal bud: 7/ — apical meristem, 2 — scale primordium, 3 — bud scales, 4 — pith parenchyma. 5 — pith
parenchyma with sclereids. Bar = 250 um. No. 5 polarized light: 7 — highly birefringent transverse walls of thin-walled
cells, 2 — sclereids, 3 — granules of starch. Bar = 50 um.

No. 6, 7, 8 — shoot at the completion of annual stem elongation; stem length 100% of the annual increment. No. 6 —
pith parenchyma (polarized light): 7 — slit-like primordial pits stretched across the longitudinal axis of stem, 2 — the
longitudinal cell wall, 3 — highly birefringent transverse cell walls. Bar = 25 um. Ne 7 — tip of the shoot with terminal
bud: / — apical meristem at the final of scales formation and transition to the initiation of leaf primordia on the shoot
of next generation, 2 — bud scales, 3 — bud pith parenchyma, 4 — procambial strands connecting apex with stele, 5 —
bud pith parenchyma, 6 — resin receptacles at the base of the bud scales, 7— initial pith meristem cells of the next gen-
eration leaf-bearing shoot. No. 8 — cross section of midpoint of stem: / — thin-walled cells of pith parenchyma, 2 —
sclereids with thickened cellular walls, 3 — xylem of stele, 4 — procambial zone, 5 — phloem of stele, 6 — leaf gap pa-
renchyma, 7 — primary bark parenchyma, & — vertical resin canals in the primary cortex, 9 — aerenchyma of leaf-
cushion, 70 — epidermis with hypodermis, /7 — vascular bundle of leaf trace. Bar = 250 um.
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Puc. 3. 3aBUCMMOCTb MEXIy CpeHel CYTOUHOM CKOPOCTBIO YABOESHMSI YMCIIa KJIETOK IMTAapeHXUMBI CEPILIEBUHBI CTE0-
151 mobera Picea abies (L.) H. Karst., cpokamu hrkcarmm oObeKTOB U CpeiHell CyTOYHOI TeMIepaTypoil Bo3myxa.

Ilo eopuszonmanu — cpelHsisi CyToyHasl TemIrepaTypa Bo3nyxa, °C; no eéepmukaiu — CpPeAHsisi CyTOYHasi CKOPOCTh
YIBOCHUSI KJIETOK.

Fig. 3. The relationship between average daily air temperature and average daily rate of pith parenchyma cell doubling
in shoots of Picea abies (L.) H. Karst. between sample fixation dates.

X-axis — the average daily temperature, °C; y-axis — the average daily rate of cell doubling.

C HaOJTIIONEHUSIMY 32 KJIETOYHBIM POCTOM MPU YMEPEHHBIX TeMITepaTypax y JUCThEB KyKypy-
3bl, MOJICOJIHEUHUKA U Arabidopsis thaliana [9—11]. BeposiTHO, CTpyKTypa KJIETOUHOIO LIMKJIa
MEPUCTEMBI CepLIEBMHBI PACTYIINX MTOOETOB €11 B MEPUOJ OT Havaja BECEHHEro pocTa o
COCTOSTHUSI, KOTIa MIMHA cTe0s mocTturaeT 39% OT MONHOM MIMHBI TOOIMYHOTO MPUPOCTa
nobera B quamna3oHe Temnepatyp 5—18 °C cyluecTBeHHO He U3MEHSIETCS, TIOCKOJIbKY B 3TOT
Mepyroa HabIoaaeTCs MPSMOJUHEWHBIN XapaKTep 3aBUCHUMOCTU YIABOEHMST YHCJIa KJIETOK
CepAlEeBUHBI OT TeMmepaTyphl. [Ipy 3TOM B mepuona OT Havala BeCeHHe# Mpoivdepamn
KJIETOK pa3BMBAIOIIErocs B TTOYKe 3a4aTka nmobera n0 4.4% rognudyHOTO MPUpPOCTa CTEeOIsT B
IUTMHY MTUTAHUE ero TKaHeM, BEPOSITHO, OCYIIIECTBIISIETCS TJIaBHBIM 00pa3oM I10 3JeMeHTaM
MpoTOodII03MBI, KOTOpasi TPOIOJIKAeT O60jiee aKTUBHBIN POCT MO CPaBHEHUIO C TPOTOKCUIIE-
MOA. BHCMCHTI)I IIPOTOKCUJIIEMBI B ﬂaHHblﬁ nepuoa HE MMCIOT BO3MOXKHOCTHU aKTHUBHOI'O
MPOSIBJICHUST TPAHCITOPTHBIX (DYHKIIMIA, TTOCKOJIBKY 3a4aTOK Mobera MOKPhIT MHOTOYMCIIEH-
HBIMU CJIOSIMM KPOIOIIMX YeIllyil MOYKU M He CIMOCOOEH K MHTEHCHBHOW TpaHCHUpPAIIUU.
TpaHCIUPalIMOHHBIN TOK OOYCJIOBIMBAET MEePeaBIKEHUE BOIbI B KCUJIEME IO TPaaueHTy
BOJIHOTO MOoTeHIMana [26].

B mepuon ymnmuHeHus cre6ns ot 39 mo 100% ce3oHHOTO MpHUpOCTa CKOPOCTh YIABOCHUS
Yuciia KIETOK CepIAleBUHBI CYIIECTBEHHO 3aTopMaxkuBaercsi, cocTaBisisi (0.047 LUKIIOB
VIBOEHUSI B CYTKU, XOTS CPemHsIs CyTOUHas TemIlepaTypa BO3[yxa COCTaBjsija Mopsiaka
21 °C. B aTOT nepuof pe3Ko akTUBU3UPOBAJICSI POCT 00beMa KJIETOK cepalieBUHbI. Ha aTane
BHYTPUIIOUYEYHOTO POCTa CTEOJISI MOJ0OHAsI CKOPOCTh YIBOEHUS YUcC/a KJIETOK ObLIa BO3-
MOXHa yXe IIpU CpeaHe CyTOYHOM TeMIepaType Beero juiib 5.2 °C. Habmogaemoe TopMo-
JKEeHHUe Mpoliecca YABOSHUS YHCIIa KJIETOK CepAlIeBUHBI TOOETOB €IV B TaHHBIN TTepUO, Be-
POSITHO, CBSI3aHO C BKJTIOUEHWEM DHIOTEHHBIX MEXaHW3MOB, CTUMYJIMPYIOIINX UX TTEPEXOJ
OT aKTUBHOTO JeJIeHUsI K 00beMHOMY POCTY, UYTO OOHApYKUBaeTCsl, HAIIPUMED, 10 U3MEHe-
HUIO COOTHOIIIEHUSI ayKCUHOB U LIMTOKUHUHOB y Arabidopsis thaliana [12, 13]. Bcero 3a ne-
PUOJ pa3BUTHSI TOAUYHOTO Mobera oT Hauasa npoiecca npojvdepalny KJIeToK ero 3auaTka
B ITOYKE BECHOI 10 3aBepIlIeHUs] MPOIOJbHOIO MpUpocTa cTebist, XBou U (hOPMUPOBAHUS
MOYeK KJIETKU CEPALIEBUHBI TPOXOIST B CpeaHeM 5.64 IIUKIIOB YABOCHHUS UX YUCJIA.
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[MonyyeHHBIC TaHHBIE O TEMIIE YABOCHMSI YMCJIa KJIETOK CEPALEBUHHON MEPUCTEMBbI MO-
0eroB eJiv MOoKa3bIBaIOT, YTO MPOJOIKEHNE JUHUU TPEHIA 10 OCU TeMIIepaTyphbl COMIaCHO
YpaBHEHUIO

y =0.0133x —0.0328,

IIe X — CpeAHsIs CyTOYHas TEMITepaTypa BO3ayXa, TEOPETUYECKHN COOTBETCTBYET BO3MOXKHO-
CTH TIOSIBJICHUSI MUTO30B IIPU CPeIHEN TeMIlepaType Bo3ayxa Boiie 2.5 °C.

B Hacrosgmieit pabote yCcTaHOBIIEHO, UTO B poliecce ¢OpMHUPOBAHUS B MOYKE 1 B HaYasIe
BHEMOYEYHOTO Pa3BUTHSI MOJIOJIOM MOOET OCYIIECTBIISIET POCT IMPEUMYIIECTBEHHO ITyTEM Je-
JieHus1 kieToK. COOTBETCTBEHHO ISl TIOAJIEPKAHUSI TAKOTO CJIOXHOTO (hU3UOJIOTMYECKOTO
rpoliiecca MOJIOble TTOOErn HYXXIAITCSI B TOCTATOYHO MHTEHCUBHOM TUMTAaHWUU, B OCOOEH-
HOCTU MUHEpPaJIbHBIMU 37ieMeHTaMH [21]. [Tocaenyromniuii pocT cepaueBUHEI OCYIIECTBIISICTCS
MMPENMYIIECTBEHHO MyTeM YBEJIMUeHUs 00beMa ee KIIETOK.

3a mepuoa OT Havyaja BereTallMu 10 3aBepIIeHUsI OCEBOTO POCTa CTeOJIs KIETKU Ceplle-
BUHBI TTOCTOSTHHO PACTyT B HalpaBJICHUSIX TTOMEPEeK OCU CTeOJisI U BIOJb Hee (CM. Tabu. 1).
IMpomonbHBINM TMaMeTp KJIETOK CepAlIeBUHBI OT Hayajaa BereTallMOHHOTO TTeproa U 10 MO-
MEHTa MaKCUMaJbHOTO HaOyXaHMsl MOYKM KOJIeOJIeTCS] B OTHOCUTEILHO HEOOIBIIIOM UHTEP-
Bajie 14—21 MKM, IIpu 3TOM IIOTepeyHbIil TMaMeTp BCerna 3aMEeTHO MPEBBILIAET MPOIOb-
Hblii. CTereHb YABOSHUSI UCXOIHOI MTJIUHBI CTEOJIsI 32 3TOT repuo, paBHas 2.830, npakTu-
YecKHM COBITAJAaeT C YMCJIOM YIBOCHMSI KoymdecTBa KiaeTok — 2.834. CrnemoBaTesbHO, Ha
OCHOBAHMU TTOKa3aTeslell pocTa B IJIMHY 3ayaTKa IMmoGera eJid B TTOYKe MOXHO CIeaTh 3a-
KJTIOYEHUE O TeMIIe YIBOSHUS YMCJIa KIETOK CEPIIIEBUHBI JeJIeHUEM TTOTepeYHBIMU KJIETOY-
HBIMU TIIACTUHKAMU. DTO COTJIACYETCS C TIPEIIOKEHUEM OTPEAEIISITh ONTUMAIIBHYIO TEMIIE-
paTypy IeJIeHUs 1 pocTa KJIeTOK Ha OCHOBaHMM aHaIu3a CKOPOCTU pocTa KopHeit [8].

IMpeobnagaHre ABOMHOTO JTYYETIPEIOMIICHHS B MIOTIEPEYHBIX CTEHKAX KJIETOK CepIIICBU -
HbI HaOIIOdaeTCd KaK B Havajie ee (popMUpoBaHMs U3 arekca nooera [36], Tak U B MpoaoJ-
JKeHHE BCEro ee OHTOTreHe3a. AHU3OTPOIHUIO KJIETOYHOM 000J0UYKM U €€ IBOMHOE JIyuenpe-
JIOMJIEeHUE OOYCJIOBIMBAIOT KPUCTALIMYECKUE YJYaCTKU MUKpOoGUOpMLT Leutoio3bl [37].
Takum o6pa3oM, eCTb OCHOBaHUE CUUTATh, UTO MOIEPEUYHbIE CTEHKM KJIETOK CEepAlLIeBUHBI
MOGETOB €11 ¢ OOJBIINM ABOMHBIM JTyYeTIPEIOMIICHUEM CBETa COMepKaT GOJIbIlee KOJTUYe-
CTBO KPMCTANTUYECKOM (T.€. MUIEJUISIPHOM) 1IeJITIONO3HEI, YeM MpoaoJibHbIe. Kak otMedaeT
K. Bcay, “IIpoyHOCTb Ha pacTszKeHUE — OMHO M3 3aMedaTeJIbHBIX CBOMCTB LIEJLIIONIO3bI”
[38]. CnenoBartenbHO, HabIIOOaEMOE HAMU HAKOIUIEHUE OOJIBIIETO KOJIMUeCTBAa KpUCTAILIN -
YeCKOI LIeJUTIONIO3bI B MOIEPEUHBIX CTEHKAX KJIETOK CEpALIEBUHBI, YeM B POIOJIbHBIX, 00eC-
MEYMBAET UX JTOMOJTHUTEIBHYIO YCTOMUYMBOCTD K PACTSKEHUI0. DTO 0OYCIOBIUBAET MOAIED-
JKaHUe CTaGMILHOCTH AUaMeTpa IMJIMHIPA pa3BUBAOIIEICST CEpALIEBUHBI U TIPUMBIKAIOIIEH K
Hell CUCTeMBI TIPOBOISIIMX ITy4KOB, HE TPETSITCTBYSI OCEBOMY POCTY cTeOJist. Bo3aMoOKHO,
OoJiblliee HAKOTUIEHUE KPUCTAJUTMYECKOM 1IeJITIONO03bI B IMTOMEPEYHBIX CTEHKAX KJIETOK CO3aeT
CHUCTEMY MEXaHUYECKUX HaMPSDKeHU, KOTOPbIe YYaCTBYIOT B CHHXPOHM3AlIMU OPUEHTUPOBKHU
TOMNEPEeYHOro HampanjieHus (GOPMUPYIOIIMXCS KIETOUHBIX TJTACTUHOK MPY HUTOKMHE3E KJle-
TOK MEPUCTEMbI CEPALIEBUHBI MOOETOB er. CBsI3b MEXIy MPOXOXAEHUEM IJIOCKOCTE Kiie-
TOYHBIX IEJICHUI U pacripene/iecHeM HaIpssKeHWI, BOSHUKAIOIIMX B MEPUCTEMAaTHIECKUX TKa-
HSIX, OOHapy>KeHa IIpY 00pa30BaHNM JIMCTOBBIX IIpUMOpINeB Vinca minor [15].

L{eT10J103HO-IEKTUHOBBIE 000JIOUKY KJIETOK MPEACTABIISIIOT COO0I BHEMIa3MaTUIeCKOe
CBOOOIHOE TIPOCTPAHCTBO C OOJIBIIIONH BHYTPEHHEH IMOBEPXHOCTHIO, (DYHKIMOHUPYIOIINE
KakK akTUBHBIN ancopbeHT [39, 40]. HeonpeBecHeBIMe 11eJUII0I03HO-TIEKTUHOBBIE 000JI0Y-
KU MTOCTPOEHHBI N3 OTHOCUTEIBHO PBIXJIO CJIOXEHHBIX (PUOPUIIT, MEXITY KOTOPBIMU OCTAIOT-
CS1 MHOTOUYMCJIEHHBIE MTYCTOTHI U XOJ1bl, BBITSIHYThIE MapasuieJbHO BoJIoKHaM. [To HUM MoXeT
pacIIpoCTpaHITbCS BOJAAa U PACTBOPEHHBIC B HEMl BEIIECTBAa, OMbIBasl BHELIHUI TEpUMETP
KJ1eToK [41]. TakuM 06pa3oM, MOXKXHO MPeANojararhb, YTo MonepeyHble CTEHKM KJIETOK Cepli-
LIEBUHBI o6era efu ¢ pUudpuIaMu KpUCTAUIMYECKOM 1IEJUTIONI03bI 00pa3yloT CUCTEMY allo-
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rjacra, OpUMCHTUPOBAHHYIO B paauvaJIbHOM HaIllpaBJICHWU OT IPOBOAJILINX ITYUYKOB LICH-
TPaJbHOTO LIWJIMHJpA OOera K ero ocu.

Ot Hayvasia BEreTallMOHHOTO MEepUoJa U 10 MOMEHTa MaKCUMaJIbHOIO HaOyXaHUsl MOYKU
IMaMETp KJIETOK B TOMEPEYHOM HampaBJICHUU CTeOJIsT BCeraa 3aMeTHO MPEBBIIIAeT UX Mpo-
IOJIbHBIN pa3dMmep. CrenoBaTebHO, B MapeHXUMe CEPALIeBUHBI B JaHHbII MEPUOJ pa3BUTUS
cTeOJIs Co3MaeTCsl CTPYKTypHasi aHU30TPOTIUS, CBSI3aHHAsSI C TEM, UTO B MTOTIEPEYHOM HaIpaB-
JICHUW Ha €IWHUIY IJIWHBI CUMIUIACTHOTO TYTU TPaHCTOpPTa MeTabOJUTOB BCTpeUYaeTCs
MEHbIIIee YMCIIO KJIETOYHBIX MEMOpaH U CTEHOK, YeM B MpoaobHOM. biaronapst atomy Be-
POSITHO YCUJIUBAETCSl TPAHCIIOPT METAOOJIMTOB OT MPOBOASIIUX MYYKOB LIEHTPAIBHOTO LIU-
JIMHAPA B ITOIICPCYHOM HaIIpaBJICHUUN K OCU CECPALICBUHDI.

Ha no3nHux aTanax pa3BuTus cTebJisl HabJrogaeTcs 00pa3oBaHUe NEPBUYHBIX Y3KUX TIOP
B IIPOJOJIBHBIX CTECHKAaX KJIETOK CEPALUECBUHBI. ﬂpn 39TOM B TCMHOM IT10JIE TTOJIAPU3ALIMOHHOTO
MUKPOCKOTIA MPOI0JbHbIE CTEeHKM TOHKOCTEHHBIX KJIETOK ITPUOOpPETAlOT HEOOIbIIIOE CBeYe-
HUE TIPU TaKOM YyTJIe TIOBOPOTA MPEIMETHOTO CTOIMKA, KOT[Aa HAYUHAIOT SIPKO CBETUTHCS 10~
MepevyHble CTEHKU. DTO CBUAETEILCTBYET O TOM, YTO B MPOJOJIbHBIX CTEHKAaX TOHKOCTEHHBIX
KJIETOK CEepALIeBUHBI MUIIEJUIBI LIEJUIIOJI03bl OPUEHTUPOBAHBI TMOTEPEK MPOIOJIbHONW OCHU
ctebJist. [lepBUYHBIE MTOPHI B TTOJISIPU3ALIMOHHOM MUKPOCKOIE HAOIIOAAI0TCS B BUAE TEMHBIX
YYaCTKOB MPOJOJbHBIX CTEHOK, JIMIIEHHBIX KPUCTAJUIMUYECKOM 1Leuttonao3bl. LlleneBuaHbie
MEePBUYHbBIC TTOPHI OPUEHTUPYIOTCS JUTMHHOM CTOPOHOM TapalieJIbHO y4acTKaM KJIETOYHOM
CTEHKM, COIepXXallluM MULIEJLJIbI LIEJITI0JIO3bl PACIIONIOKEHHBIX TTOTEepPeK Ocu cTeOis. 3a cuer
00pa3oBaHUsI IEPBUYHBIX Y3KUX MOP, BEPOSITHO, BO3MOXKHA JOTIOJHUTENIbHASI aKTUBU3ALIUS
CUMILUIACTHOTO PaaMaIbHOTO TPAHCIIOPTA BEIIECTB B CEPALIEBMHY OT MPOBOMSIIMX MTyYKOB
LIEHTPAJIbHOTO LIWJIMH/pA CTEOs.

JlaHHbIe CTPYKTYpHBIE (haKTOPbhl aHU3O0TPOIIUU PACTYIIE TTAPEeHXUMbI CepALIEBUHbBI TaK-
Ke oIpeeIeHHBIM 00pa30oM MOTYT O0eCIIeurBaTh JIydllliee pacpoCcTpaHeHNe 1 OMODU3MIECKIX
(aKTOPOB OT MPOBOMSIIMX MYYKOB LIEHTPAJILHOIO HWJIMHAPA K ocu cTedist. CTpyKTypHasl aHU-
30TPOIUSI CEPALIEBUHbBI, BEPOSITHO, OOYCJIOBJIMBAET TMOJISIPU3ALIUIO0 TPAHCIIOPTAa METabOoI1-
TOB OT MPOBOISIINX IMYyYKOB LIEHTPATbHOTO LWJIMHAPA K €ro OCH B TOTIEPEYHOM HarpasJie-
HUU U CIMOCOOCTBYET CUHXPOHU3AIIMU OPUEHTALIMU MUTOTUYECKOTO arrapara u (opMupoBa-
HUIO MOTIEPEYHBIX KJIIETOYHBIX TJIACTUHOK MPU IUTOKUHE3€E KJIETOK CePALIEBUHBI.

B niepuon ot MakcuMaibHOTro HabyxXaHMsI TTOYKH JI0 3aBEPILIEHUS TPOIOJIBLHOTO pOCTa CTeOIsT
B CEPILIEBMHE Pa3BUBAIOTCS JIMH30BUAHBIE TPYIIITBI TOJICTOCTEHHBIX KJIETOK CKIIEpEeUII. Xapak-
TEPHO, YTO JIMH3bI CKJIEPEn/] BCEra YIUIOIIEHBI TTOTNepeK OCU CTeOJIsl U pacriojiaraoTcs MpoTUB
JIUCTOBBIX JlakyH. Ckjiepeubl TakXke, BEPOSITHO, JOMOJIHSIOT BOZHUKHOBEHUE CTPYKTYPHOM
AHU3O0TPOITUN CCPALICBUHBI. CKJ’leel/lﬂHbIe I'pynribl KJICTOK ABJISIOTCSA KOMITIOHCHTOM IE€TCPO-
TEHHOW CEepLIEBUHBI, XapaKTepHoi 1151 pona Picea A. Dietr., Ha 3Tarne pocTa OIHOJETHETO MO-
oera. OHM 00pa3yIoT pebpa 3KeCTKOCTU 1 00eCIIeYMBaIOT CTE0II0 HEOOXOIUMYIO IIPOYHOCTD [42].

MaccoBblit XapaKTep OMMCAHHBIX BbIIIIE MPOIIECCOB KJIETOUHOIO POCTa, MPOTEKAIOIIUX B
MHOTOYMCJIEHHBIX TOYKaX pOCTa MoOEeroB B KPOHE JAepeBa, B KOHEYHOM WTOTe OKa3bIBaeT
BJIMSTHUE HA U3MEHEHUE OOIIero YpOBHS OOMeHa BEeIIEeCTB BCETO IPeBECHOTO OpraHM3Ma B
MPOJIOJIKEHNE PA3IMYHBIX 3TANOB ero Mop¢oreHe3a, YTo IOKHO OBITh TIPEIMETOM Hab-
HeWIIMX ucciaeqoBaHuii. Pe3yabTaTsl JaHHBIX UCCIEA0BAaHUN MOTYT OBITh MUCIOJIb30BAHBI B
paboTax, CBI3aHHBIX C U3YYEHMEM IPOLIECCOB POCTA €11 KaK MPU €€ UCKYCCTBEHHOM BbIpa-
LIMBAHUU, TaK U B €CTECTBEHHBIX IPEBOCTOSIX, PU BOCCTAHOBJICHUHU JIECOB, 3KOJOTMYECKOM
MOHMTOPUHTE, OMOUHIMKAIIMM M3MEHEHUII OKpyXalolleil cpelbl, B 001acTu (PeHOJOTUMN
3TOU APEeBECHOI MOPOJIbI.

BbIBO/1 bl

3aj0XXeHre OCHOBHOIM MacChl KJIETOK MEPUCTEMBbI CEPALICBUHBI OYIYIIEro JIMCTOHECYIIETO
cTeOJIsI OCYIIECTBIISIETCSI alleKCOM Mobera BO BTOPOi1 TMOJIOBMHE BEreTallMOHHOTIO Tepuojaa
BMECTE C MEpPUCTEMAaTUISCKIMHU 3a4aTKaMu ¢puToMepoB xBou. Ha ciemyromuii rom, mocie
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3MMHETO ITOKOSI, IIPU CYMME MOJIOXUTEIbHBIX TeMnepaTyp 220 °C HaunHaeTcs npoandepa-
1IMs KJIETOK BO BCEX TKaHSIX 3ayaTka robera Imoj MOKpoBaMM MaTepUHCKO# mouku. [Tpu
9TOM KaXIasl KJIeTKa MepUCTEMbI CePLIEBUHbBI TUCTOHECYIIIEro CTeOIsl 3auaTKa modera npu-
CTymnaer K JAEJICHUIO KJIETOUHBIMU TUIACTUMHKAMM, TMOIEPEYHBIMUA OCU CTEOJIsI, BBITIOTHSS
(GYyHKIIMM MaTEepUHCKON KIJIETKU BEPTUKAJIBHOTO pPsifa KJIETOK MapeHXMMbI CEpILIEBUHBI.
PocT cepnueBuHbl BECHOI B MPONOJKEHUE MEPUOa PA3BUTHS TOJ MOKPOBAMU MOYKU U
cpa3y MocJie €€ PacKpbITUSI OCYLIECTBJISIETCS IJIaBHBIM O0pa3oM OJjiarojaapsi YBeJIUYEHUIO
yucia KJIeTok myteM ux npoaudepanyu. CyTouHbI TEMIT YIBOSHUS YKCIa KJIETOK Cepale-
BUHBI MPOSIBJISIET JIMHEIHYIO 3aBUCUMOCTb OT CpPEIHE CyTOUHOI TeMIlepaTypbl Ha 3Tare
pa3BUTHS TTIoOEra OT Havyajaa BECEHHETO poCcTa 10 MOMEHTA, KOT/Ia IJIMHA PacTyIIero cTeost
nmocTuraeT ropsaka 39% ot MoJHO#M UIMHBI TOMMYHOTO TTpUpocTa rmodera. B mocienytoniem
[IO 3aBeplleHUSs YIUTMHEHHUS CTeOJIs1 pOCT CEpALIEBUHbBI OCYIIIECTBJISIETCSI B OCHOBHOM MyTEM
YBEJIMUEHUI 00beMa KJIETOK, a CyTOUHBII TEMIT YABOEHUS YMcia KJIETOK pe3KO CHUXKaeTcs,
HECMOTPSI Ha BBICOKYIO CPEIHIOI0 CYTOYHYIO TEMIIEpPATypy BO3IyXa.

Hanuuue Gosbliero KoauyecTsa KpUCTAUTMYECKOM 1IEJITI0NIO3bl B TTOMEPEYHBIX CTEHKAX
KJIETOK CEPJIIEBUHbBI, YEM B MPOJOJIbHBIX, 00ECIIEUMBAET MX ITOTIOJTHUTEIbHYIO MEeXaHWYe-
CKYIO TIPOYHOCTb. DTO OOYCJIOBIMBAET MOAAEPKAHNE CTAOMJILHOCTH DUaMeTpa LIMJIMHIpa
pa3BUBAIOLIEICS CEepILIEBUHBI U TIPUMBIKAIOLIEH K HEil CUCTEeMbl MPOBOASIIMX TYYKOB, HE
MPETSITCTBYSI OCEBOMY POCTY CTEOIsI.

Ot Havaja BEreTallMOHHOTO Mepuoja M 10 MOMEHTAa MaKCUMaJIbHOTO HaOyxaHUs TTOYKU
IMaMeTp KJIETOK CEPILIEBUHBI B IMOTIEPEYHOM HATIPaBJIEHNUM CTEOJIST BCEr1a 3aMEeTHO MPEeBbIIIa-
€T UX MPOJOJIbHBIN pa3Mep. B mapeHxume cepilieBMHBI B IaHHbBIN TEPUOA Pa3BUTUST CTEOIIsI
CO3/1aeTcsl CTPYKTypHAasi aHU30TPOITUsI OOJIErYEHHOTO CUMITJIACTHOTO MOMEPEYHOT0 TPAaHCTIOP-
Ta MCTa6OJ'lI/ITOB, CBsd3aHHas C TEM, UTO B OTOM HaIIpaBJICHWU Ha CAUMHUILLY JJIMHBI BCTPEYACTCH
MEHBIIIeE YMCJIO KJIETOUHBIX MEMOpPaH U CTEHOK, YeM B NpoaoJbHOM. Ha mo3aHux aTamnax pas-
BUTHSI CTEOJISI 32 CUET OOpa30BaHUS MEPBUYHBIX Y3KUX MOP B MPOMOJIbHBIX CTEHKaX KJIETOK
CepALEBUHBI TAKXKE CO3[AIOTCS YCIOBUSI MOANEPXKAHUS CUMIUIACTHOTO PAAMaIbHOTO TPaHC-
nopTa METaboJUTOB OT MPOBOASIIMX MTyYKOB LIEHTPAJIBHOTO LIMJIMHPA K OCH CTEOJIS.

B nepuon oTr mMakcuManabHOTO HaOyxaHMs MOYKW A0 3aBeplIeHUs] MPOAOJBbHOIO pocTa
cTe0JIs B CEPpALCBUHE pa3BUBAIOTCA JIMH30BUAHBIC I'PYIIIBI TOJCTOCTCHHBIX KJICTOK CKJIICPEU.
JIMH3BI ckiepeu Bceraa yITomEeHbl MOMepeK OCU CTeOJIsI U pacloIaraloTcs IpOTUB JIUCTO-
BbIX JIaKyH. OHM TIPUIIAIOT TOTIOJTHUTETBHYIO MEXaHUYECKYIO TPOYHOCTD CEPILIEBUHE OT 00-
KOBBIX HAarpy3oK Ha ctebesib, HO He TIPEMsITCTBYIOT ero oceBoMy pocty. CKIlepeuibl TakxkKe,
BEPOSITHO TOTIOJIHSIIOT BOBHUKHOBEHWE CTPYKTYPHOI aHU30TPOTIUY CEPALIEBUHBI.

CTpyKTypHasi aHU3OTPOIMS CEPALEBUHBI, BEPOSITHO, OOYCJIOBJIMBAET TMOJSIPU3ALIUIO
TpaHCIoOpTa METabOJUTOB OT MTPOBOSIIINX MTYYKOB LIEHTPAIbHOTO LIMJIUHIAPA B MOMIEPEYHOM
HarIpaBJeHWU, YTO CIIOCOOCTBYET CUHXPOHU3AIUM OPUEHTALIMY MUTOTUYECKOTO anrapara u
opMUPOBAHUIO TIOTIEPEUHBIX KJIETOUHBIX TJIACTUHOK MPU LIUTOKMHE3E KIETOK CEPAIIEBUHBI.
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in Picea abies (Pinaceae)
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Abstract—Morphogenesis and growth of Picea abies (L.) H.Karst. shoots, under bud scales
and after its burst, occurs by cell proliferation in most of its structures including pith. The
rate of pith cell doubling is positively related to the average daily air temperature from the
beginning of spring vegetation until the stem reaches 39% of its annual length increment.
Subsequently, formation of the pith is carried out mainly by cell expansion until the end of
seasonal stem elongation. The annual shoot morphogenesis from spring pith cell prolifera-
tion to completion of the stem extension takes about 5—6 cycles of pith cell doubling. In the
transverse walls, growing pith cells accumulate more abundant birefringent microfibrils of
crystalline cellulose, than in the longitudinal ones. Microfibrils, along with determining cell
mechanical properties, might be involved in pith apoplast formation in transverse, radial and
tangential cell walls. Structural anisotropy is also observed in pith parenchyma from the be-
ginning of vegetation until maximum bud swelling. Since the tangential and radial cell diam-
eters exceed the longitudinal one, the easier transversal symplastic transport of metabolites is
possible due to fewer cell membranes and cell walls per unit length. In the later stages of stem
development, upon formation of narrow primary pits on the longitudinal cell walls of pith
cells, the symplastic radial transport of metabolites from vascular bundles of stele to the stem
centre is maintained. Structure factors of pith anisotropy possibly control synchronization in
the mitotic apparatus orientation and formation of transverse cell plates in cell cytokinesis.

Keywords: shoot morphogenesis, the temperature dependence of the pith cell doubling rate,
cell expansion, double refraction of cell walls, orientation of the cell plates of dividing cells.

REFERENCES

. Skupchenko V.B., Ladanova N.V. 1984. Razvitiye khvoi Picea obovata (Pinaceae) [The development

of Picea obovata (Pinaceae) needles]. Botanicheskii zhurnal. 69(2): 203—206. (In Russian)

. Skupchenko V.B. 1985. Organogenez vegetativnykh i reproduktivnykh struktur yeli [Organogenesis

of vegetative and reproductive structures of spruce]. Leningrad. 80 p. (In Russian)

. Grif V.G. 1956. O vozmozhnosty deleniya kletok u rasteniy pri otritsatelnykh temperaturakh [On the

possibility of cell division in plants at below-freezing temperatures] — Doklady Akademii Nauk
SSSR. 108 (4): 734—737. (In Russian)

. Grif V.G. 1963. Deystviye nizkikh temperatur na mitoz i chromosomy rasteniy [Effect of low tem-

peratures on the mitosis and plant chromosomes]. — Tsitologiya. 5(4): 404—413. (In Russian)

. Grif V.G. 1981. Primeneniye koeffitsienta temperaturnoy zavisimosti pri izuchenii mitoticheskogo

chisla u rasteniy [Application of temperature dependence coefficient in plant mitotic cycles stud-
ies.]. — Tsitologia. 23(2):166—173. (In Russian)

. Grif V.G., Valovich E.M. 1973a. Deystviye nizkikh polozhitelnykh temperature na rost i deleniye kle-

tok pri prorastanii semyan [Effect of low positive temperatures on cell growth and division in seed
germinaton.]. — Tsitologia. 15(11): 1362—1369. (In Russian)

Grif V.G., Valovich E.M. 1973b. Mitoticheskiy tsykl kletok rasteniy pri minimalnoy temperature mitoza [ Mi-
totic cycle of plant cells at minimum temperature of mitosis. |. — Tsitologia. 15(12): 1510—1514. (In Russian)

. Grif V.G., Ivanov V.B., Machs E.M. 2002. Cell cycle and its parameters in flowering plants. — Tsito-

logia. 44(10): 936—980. (In Russian)

. Ben-Haj-Salah H., Tardieu F. 1995. Temperature effects expansion rate of maize leaves without change

in spatial distribution of cell length. Analysis of the coordination between cell division and cell expan-
sion. — Plant Physiol. 109(3): 861—870.
https://www.ncbi.nlm.nih.gov/pmc/articles/PMC161387/

. Granier C., Tardieu F. 1998. Is thermal time adequate for expressing the effects of temperature on

sunflower leaf development? — Plant Cell Environ. 21(7): 695—703.

. Granier C., Massonnet C., Turc O., Muller B., Chenu K., Tardieu F. 2002. Individual leaf development

in Arabidopsis thaliana: a stable thermal-time-based programme. — Ann. Bot. 89(5): 595—604.
https://dx.doi.org/10.1093%2Faob%2Fmcf085

. Filin A.N. 2015. Analysis of growth of Arabidopsis thaliana mutants with reduced rate of cytokinin

synthesis. — Bulletin MRSU: Natural sciences. 2: 14—17. (In Russian)



212

CKYITYEHKO

13.

14.

18.

19.

20.

2
22.

—_

23.

24.

25.

26.
27.

28.
29.

30.
31.
32.

—_

33.

34.
35.
36.
37.
38.
39.
40.

4

—_

42.

Filin A.N., Ivanov V.B. 2016. Effect of 2,4-D on cell proliferation and elongation in the roots of Arabidop-
sis thaliana. — Russ. J. Plant Physiol. 63(1) 166—171.

https://doi.org/10. 1134/51021443716010064

Barlow P.U. 1994. Deleniye kletok v meristemakh i znacheniye etogo protsessa dlya organogeneza i
formoobrazovaniya rasteniy [Cell division in meristems and its contribution to organogenesis and
plant form]. — Russ. J. Dev. Biol. 25(5): 5—28. (In Russian)

. Selker J.M.L. 1990. Microtubule patterning in apical epidermal cells of Vinca minor preceding leaf

emergence. — Protoplasma. 158: 95—108

. Green P.B., Selker J.M.L. 1991. Mutual alignment of cell walls, cellulose, and cytoskeletons: their

role in meristems. — In: Cytoskeletal basis of plant growth and form. London. P. 303—322.

. Gertel E.T., Green P.B. 1977. Cell growth pattern and wall microfibrillar arrangement. — Plant

Physiol. 60(2): 247—254.

https://doi.org/10.1104/pp.60.2.247

Hable W.E., Bisgrove S.R., Kropf D.L. 1998. To shape a plant — the cytoskeleton in plant morpho-
genesis. — Plant Cell. 10(11) 1772—1774.

https://doi.org/10.1105/tpc.10.11.1772

Fleming A.J. 2006. The co-ordination of cell division, differentiation and morphogenesis in the shoot
apical meristem: a perspective. — J. Exp. Bot. 57 (1): 25—32.

https://doi.org/10.1093/jxb/eri268

Shapiro B.E., Tobin C., Mjolsness E., Meyerowitz E. M. 2015. Analysis of cell division patterns in the
Arabidopsis shoot apical meristem. — PNAS. Apr 14; 112 (15): 4815—4820.
https://doi.org/10.1073/pnas.1502588112

. Meziya B. 1963. Mitoz i fiziologiya kletochonogo deleniya [Mitosis and cell division physiology].

Moscow. 427 p. (In Russian)

Alberts B., Bray D., Lewis J., Raff M., Roberts K., Watson J. D. 1994. Molecularnaya biologia kletki

[Molecular biology of the cell]. — 2-e izd. T.1. Tranls. from Engl. Moscow. 517 p. (In Russian)

http://biology.org.ua/files/lib/Alberts_et_al voll.pdf

Alberts B., Bray D., Lewis J., Raff M., Roberts K., Watson J. D. 1994. Molecularnaja biologia kletki

[Molecular biology of the cells|. — 2-e izd. T.2. Tranls. from Engl. Moscow. 539 p. (In Russian)

http://biology.org.ua/files/lib/Alberts_et_al vol2.pdf

Alberts B., Bray D., Lewis J., Raff M., Roberts K., Watson J. D. 1994. Molecularnaja biologia kletki

[Molecular biology of the cells|. — 2-e izd. T.3. Tranls. from Engl. Moscow. 504 p. (In Russian)

http://biology.org.ua/files/lib/Alberts_et_al_vol3.pdf

Hall J.L., Flowers T.J., Roberts R.M. 1981. Plant cell structure and metabolism. Ed. 2. London,

New York. 543 p.

Galston A.W., Davies PJ., Satter R. L. 1980. The life of the green plant. 3 edition. Englewood Cliffs. NJ. 552 p.

Gamaley Yu.V. 1972. Tsitologicheskiye osnovy differentsiatsyi ksylemi [Cytological basics of xylem

differentiation]. Leningrad. 144 p. (In Russian)

ﬁrkhlv p)ogody po gorodam Rossii. [Weather archives of Russian cities]. www.atlas-yakutia.ru (In
ussian

Skupchenko V.B. 1979. Vibratsionnaya mikrotomiya myagkikh tkaney [Vibrational microtomy of soft tis-

sues]. Ser. preprint. soobshch. “Novye nauchnye metodiki”. Syktyvkar: Komi filial AN SSSR, Vyp. 2.

56 p. (In Russian)

Pearse A.G.E. 1962. Gistokhimya teoreticheskaya i prikladnaya [Histochemistry: theoretical and

applied]. Transl. from Engl. Moscow. 963 p. (In Russian)

Vigodskiy M.Ya. 1983. Spravochnik po visshey matematike [Handbook of advanced mathematics].

Moscow. 870 p. (In Russian)

Skupchenko V.B., Ladanova N.V., Tuzhilkina V.V. 1997. Formirovaniye pobegov i ikh funktsionalnaya or-

ganizatsiya v krone Picea obovata (Pinaceae) [Shaping of shoots and their functional arrangement in the

crown of Picea obovata (Pinaceae)]. — Botanicheskii zhurnal. 82 (52): 16—27. (In Russian)

g(i)orggé F§7£9?eemster G.T.S. 2006. Quantitative analyses of cell division in plants. — Plant Mol Biol.

https://doi.org/10.1007/s11103-005-4065-2

Lakin G.F 1980. Biometria. [ Biometrics]. Moscow. 293 p. (In Russian)

Knorre D.G., Krylova L.F, Muzykantov V.S. 1990. Fizicheskaya khimya: Ucheb. dla boil. fakultetov uni-

versitetov i ped. VUZov [Physical chemistry: textbook for Biological schools of universities and teachers

training institutes|. — 2-e izdaniye, ispravlennoye i dopolnennoye. Moscow. 416 s. (In Russian)

Skupchenko V.B. 2012. Structural organization of ethe cell walls in shoot apical meristem of Picea

obovata and Picea abies (Pinaceae). — Botanicheskii zhurnal. 97(12): 1579—1588. (In Russian)

FEsau K. 1969. Plant anatomy. Transl. from Engl. Moscow. 564 p. (In Russian)

Esau K. 1980. Anatomy of seed plants. Transl. from Engl. Kn. 1. Moscow. 218 p. (In Russian)

Salayev R.K. 1969. Pogloshcheniye veshchestv rastitelnoy kletkoy. [ Nutrients uptake into plant cell]

Moscow. 206 p.

Salaeyv R.K., Shvetsova 1.V. 1969. Adsorbtsyonnie svoystva izolirovannykh stenok rastitelnoy kletki

[Adsorption properties of isolated plant cell walls] — Fiziologiya rastenii. 16: 447—451.

. Kursanov A.L. 1976. Transport v rastenii. [The transport of assimilates in plants.] Moscow. 647 s.

(In Russian)
Yeremin V.M., Chavchavadze E.S. 2015. Anatomy of vegetative organs of pine family (Pinaceae
Lindl.). Brest. 692 p. (In Russian)



	МАТЕРИАЛ И МЕТОДЫ
	РЕЗУЛЬТАТЫ ИССЛЕДОВАНИЯ
	ОБСУЖДЕНИЕ РЕЗУЛЬТАТОВ
	ВЫВОДЫ
	СПИСОК ЛИТЕРАТУРЫ
	REFERENCES


<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /All
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (Adobe RGB \0501998\051)
  /CalCMYKProfile (Photoshop 5 Default CMYK)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.3
  /CompressObjects /Tags
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize false
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages true
  /MonoImageDownsampleType /Bicubic
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile ()
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<

  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        14.173230
        14.173230
        14.173230
        14.173230
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 14.173230
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.000 842.000]
>> setpagedevice


