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Ce3oHHOe pa3BuTHE (PJIO3MBI B CTBOJIAX JINCTBEHHUIIbI cOUpcKou (Larix sibirica Ldb.) u3ydanu B TeyeHue
AByX ce30HOB Ha 50—60-eTHHX iepeBhsIX, PACTYIIUX B IPHUPOIXHOM HACAKICHAN JIECOCTETHOM 30HbI Cnbn-
pu. [lepeBbsi B Bo3pacTe 20—25 neT UCNOAb30BaJH ISl U3yYEHUsI MeTa0OIUTOB B AU pepeHIUpPYIOIUXCS
U 3pEJIbIX 3JIEMEHTaX (PII03MBbI, B 30HE KaMOUsl U PACTYIIX B PaAHAIbHOM HAIIPaBICHUH KIIETKAX KCUIIEMbI
B nepuoybl (pOpMUPOBaHUS paHHEN M NO3[{HEN ApeBecuHbl. Pa3BuTHe (h103MBbI TEKYIETO IOfia B CTBOJIAX
50—60-1eTHUX IepeBheB HAUYMHAETCS B 3aBUCHMOCTH OT IOTOAHBIX YCIOBHI BO BTOPON-TPETHEN eKaae
Mas, 3a 10-20 cyT nepen (popMUpOBaHUEM KCUIEMBI, U 3aBEpIIAETCS OJHOBPEMEHHO C IPEKPAILlEHUEM PO-
cTa 1o6eroB B KoHIle utoiisi. HabmoneHust 3a Ce30HHOM aKTUBHOCTBIO KaMOUsl, TPOAYIHPYIOIErO CHTOBHU/I-
HBIE KJIETKH (hJI03MBI, ¥ TPOAOIKUTENBHOCTBIO UX U pepeHInalN B CDABHEHUHN C KCUIIEMHBIMH IIPOU3-
BOJIHBIMH KaMOMsI ITOKa3aJli, YTO MAaKCUMYMbI ITPOU3BOAICTBA (DIIOIMHBIX M KCHIIEMHBIX KIIETOK MOTYT COB-
najaTh JMOO HE COBMNAJaTh MO BPEMEHM CE30HA, TOrJla KaK aKTUBHOCThH MX AU epeHnuanud Bceraa
HaxofuTcs B mpotuBogase. CUTOBUAHBIEC KIETKHN paHHEH (PII03MbI OTAEISIOTCS OT CHTOBUAHBIX 3JIEMEH-
TOB MO3/IHEN (PII03MBI CIIOEM TAHMHOHOCHBIX KIIETOK, 00pa30BaHNe KOTOPBIX COBIIAaeT IO BPEMEHH C Ha-
yajoM (hopMHUpOBaHUS NO3AHEH KemieMbl. CoilepKaHne Kpaxmalla B CTPYKTYPHBIX 3JIeMEHTaX (hJI03MbI
3aBHCUT OT COCTOSIHUSI PA3BUTHSI TOAMYHOTrO ciiosi KemyeMbl. Cofepskannue HU3KOMOJIEKYJISIPHBIX YIIIEBO-
[I0B, aMUHOKWCJIOT, OPTraHUIECKUX KUCIOT ¥ (PEHOJIOB B KIIeTKaX (PII03MBbl, KaMOUaTbHON 30HBI M KCHIIEM-
HBIX IPOU3BOJIHBIX KaMOUs 3aBUCUT OT CIIeU(PUKH KIIETOK, CTA/IUN UX Pa3BUTHS, a TaKKe OT Tuna gop-
MUPYIOLICHCS APEBECUHbI — PAHHEH WM MO3HEH, OTINYAIOIIUXCSl TapaMeTpaMyl KJIETOYHBIX CTEHOK H,
CIIeIOBAaTENbHO, MOTPEOHOCTAMHU B accuMmisitTaX. OTMeueHbl 3HAaUUTENbHbIE Pa3iinuns B IUHAMUKE Be-
IIECTB Ha CTAANSAX Pa3BUTHUS KJIETOK IIPH pacueTe Ha CyXOH BeC U Ha KJIETKY.

Karoueswie caosa: oHTOTEHE3, (hI109Ma, CHATOBUHBIE KIIETKH, aKTUBHOCTD KaMOus, audpepeHnnanus, Me-

TaGOJII/ITI)I, JIUCTBCHHUIIA CI/IGI/IpCKaH.

drosma Kak CTPYKTypa, OTBEUaroIas 3a TpaHc-
MOPT aCCUMUJISITOB B IEPUOJ] pOCTA PACTESHHIA, U JIpe-
BECHBIX B YaCTHOCTH, Bceryja OblIa MPegMeTOM MHO-
FOYUCIEHHBIX HccnefoBaHuid. VccaenoBanu CTpyk-
TYpHBbIE U (PYHKIMOHAJIBHbIE OCOOEHHOCTH (PII03MBI,
AHATOMUYECKYIO XapaKTEPUCTUKY €€ 3JEMEHTOB U
HX CIIEIUAIN3AaLHI0, a TAKKE NU3MEHEHHUSI, BOSHUKAKO-
Iue TOJT BIUSIHIEM BHEITHUX (haKTOpoB (Srivastava,
O’Brien, 1966; Alfiery, Evert, 1968; Srivastava, 1969;
Epemun, PackaTos, 1971; Paramesvaran, Liese, 1974;
Kypcanos, 1976; Evert, 1977; Epemun, Cusak, 1978;
O3ay, 1980; 'amaneii, 1981 a, 6; [Tonona, 1983; Epe-
muH, 1984; JlotoBa, 1987). MexaHu3Mm TpaHcnopra
ACCUMIISITOB B PACTEHHSIX W €r0 PETYISIUI0 TOXKe
paccMmarpuBanu MHorue asTropbl (Kypcanos, 1976,
1984; T'amaneir, 1998, 2002; BunnenOpunk, 2002).
OO0yUM TpHHOWNAM OpraHM3alui TPaHCIOPTHON
CHCTEMBI B BBICIIUX PACTEHUSX, CTPYKTYPHO-(PYHK-
UOHATHLHOMY Pa3HOOOPA3UIO U POIIU TPAHCIIOPTHON

CHCTEMBbI B OpraHu3allly PACTEHNH MOCBSIIeHa (PYyH-
mameHTanbHast MoHOTpadus ['amanes (2004).

3HaYATENBLHO MEHBIIIE COOOIIEHNN, MOCBAIIEH-
HBIX Pa3BUTUIO 3JIEMEHTOB (PIO3MbI y XBOWHBIX.
WM3yuanu ynpTpacTpyKTypHbIE H3MEHEHUS B XOJie
puddepeHnanuu KJIETOK BTOPUYHON (PIO3IMBI
Pinus strobes (Srivastava, O’Brien, 1966; Srivastava,
1969); yabpTpacTpyKTypy CTEHOK (PIIO3MHBIX CHTO-
BUIHBIX 271eMeHTOB Pinus silvestris, Picea abies n
Betula pubescens (HoBuuikast u ap., 1999); pazsurue
BTOpIYHOU (p103MbI Pinus banksiana Lamb., P. resinisa
Ait. u P. strobes L. (Alfieri, Evert, 1968); anaTomuue-
CKYIO CTPYKTYpPY KOpbl Abies alba Mill. u uameHnenust
3JIEMEHTOB BTOPMYHON (DIIO3MBI B XOfI€ €€ (DYHKIMO-
nupoBanusl (Golinowski, 1971); ce3oHHBIE M3MeEHe-
HUS B KaMOUU U €ro IPOU3BOJIHBIX Y MUXTHI Oanb3a-
mudeckoi Abies balsamea L. Mill. (Kutsha et al.,
1975).

Kpome Toro, nccnefoBanu Takxke M3MEHEHHUS B
cofepxanun kpaxmana u accuMmigaToB (Parkerson,
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Whitmore, 1972; OceTposa, 1977; Cynaukosa, 1977;
Sauter, 1988; Sauter, van Clev, 1994; Hansen, Beck,
1994; Sudachkova et al., 2004), a TakXe OMOXuMHYE-
CKHE€ W IUTOJOTMYECKHE M3MEHEHHUS B KIIETOUHBIX
CTEeHKaxX (DIOIMHBIX W KCHJIEMHBIX HPOW3BOIHBIX
kam6us (Catesson, 1989; Catesson et al., 1994).

Bo Bcex cnyyasix u3MeHEHHE COCTaBa OTAEIIBbHBIX
CPYII aCCUMIIISITOB BCET/ia pacCMaTPUBAIIM B CBSI3H C
TOAMYHBIM [UKJIOM WIH B XOfi€ BET€TallMOHHOTO Tie-
puopa, Ho 0€30THOCUTEBHO K THITY (POPMUPYIOLIEN-
cs1 ipeBecuHbl. OHAKO B EpUOJ] BEreTalNuH B TIpefe-
J1ax TOAMYHOTO KOJbla (POPMHUPYIOTCS IBa THIIA Jipe-
BECUHBbI — PaHHSAS U MO3[HSS, OTIMYAIOIIMECS IO
MOpP(OJIOTHYECKUM IapaMeTpaM Tpaxeuj U, Kak
CIefiCTBUE, IO (PU3NKO-MEXaHMYECKUM CBOIicTBaM. B
CBSI3M C 3TUM CIIEAyeT, BEPOSITHO, OKUAATH N3MEHe-
HUSl YPOBHS AaCCHMMJISITOB, HCIIONb3YIOUIMXCS MJIS
Pa3BUTHS U IOCTPOEHUS CTEHOK KakK (PII03IMHBIX, TaK
1 KCHJIEMHBIX KJIeTOK. KpoMe Toro, pacueTsl Bcerga
BBINIOJTHSUIACH HA CYXOH BEC TKaHU, OJHAKO pealb-
HYIO I3MEHUYUBOCTh aCCUMWJISITOB B T€YEHHE Ce30Ha
UM B 3aBUCUMOCTH OT CTENEHM Pa3BUTHUS KJIETOK
MOXET IOKa3aTh TOJIBKO PACUET Ha KIETKY, TaK KaK
AKKyMYVJISIHS BEIIeCTB B CTEHKAX B XOJie Pa3BUTHS
KJIETOK YBEJIMYUBAET BeC TKAHU, YTO OTHOCUTEIIHLHO
YMEHBIIAET cofiepKaHue merabonutoB. MHpopma-
LSl O paclpefielieHuu 3epeH Kpaxmalla B 3aBUCUMO-
CTH OT cTajiu’ (pOpMHUPOBAHUSI KCUIIEMBI TOXKE OT-
CYTCTBYeT.

Lens paboTbl — U3ydyeHHE CE30HHON AMHAMUKH
00pa30BaHus CUTOBUHBIX 3JIEMEHTOB (PJI03MbI KaM-
O6MeM U MPOOIKUTEILHOCTH UX Pa3BUTHS, pacipe-
[elieHus KpaxMallbHbIX 3€peH B CTPYKTYPHBIX 3Jie-
MEeHTax (IIO3MbI, a TaKXKe COfEpPXKaHUS Pa3HbIX
rpynn MeTaOOJUTOB B pa3BUBarollelics U 3pesoi
¢noaMe B cBs3U ¢ POPMHUPOBAHUEM PAHHEN M MO3JI-
HEll APEeBECHHBbI B CTBOJIAX AEPEBBLEB JIMCTBEHHUIIBI
CUOUPCKOIL.

MATEPHUAII 1 METOJUKA

Hab6mntonenns mpoBopuiu Ha aecsatu 50-60-met-
HUX JIEPEBBSIX JUCTBEHHUIbI CUOMPCKOH, pacTyIiuX B
JINCTBEHHUYHO-COCHOBOM JIPEBOCTOE JIECOCTEIHON
3o8bI Cubupn (KpacHospckuit kpaii). [lepeBbsi BbI-
Oupany Mo YUCAy KJIETOK B TOUYHBIX CIOSIX KCUJIe-
MBIl JABYX NpPEABbIYIIAX CE30HOB, BBIOPAKOBBIBAs
CTBOJIbI C BBINAJAOIIAMU (OTHOCATEJIBHO rayCcCOBOMN
KpHBOI1) 3HAUEHUSIMU CPETHETO YKCciIa Tpaxeuy B pa-
JAMaJIbHOM PSIIy U C peaKUMOHHOU ApeBecuHon. Ta-
KOH MOAXON OBbLT UCIOJB30BAH paHee NPU U3yYCHUN
pa3BuTHS (PIO3MBI U KCHJIEMBI B CTBOJIaX COCHBI
OOBIKHOBEHHOII U3 TOTO K€ HacaxKaeHus: (AHTOHOBA,
Cracosa, 2006), 4TO MO3BOIMIO COOPaATh pENpPE3ECH-
TAaTUBHBIA 110 OTHOLIECHUIO K BHYTPEHHEMY pa3BH-
THIO TKaHeH flepeBa MaTepual U, CliefloBaTeIbHO, U3-
0e’KaTh MHAUBUYATbHON N3MEHYNBOCTH.

AHTOHOBA, CTACOBA

IMocne ymaneHusi BHEIIHETO CJIOSI KOPBI C TIOMO-
LIBIO CIIEIMATIBLHOTO I0JI0TA U3 CTBOJIOB BhIKANIbIBA-
71 00paspl, cofiepKallue 3peyro U GopMHUPYIOLTY-
1ocs itoamy (JienTom), KaMOMaTBLHYIO 30HY, Pa3BU-
BAIOLIYIOCS KCWJIeMy M 3penyio papesecuHy. COop
MaTepuaja IPOBOAMIIU B TEUEHHE BYX BereTalloH-
HBIX IEPUOJIOB, HAUNHAS C IEPBOII IeKaJibl Masl Yepe3
10 cyt. Touku oTOOpa pacnosaraiuch BOKPYT CTBO-
Ja Tak, 4ToObl M30exkaTh 3(pPeKkTa OKOJIbIOBBIBA-
HUsl. Paccrosinne Mexjy Toukamu OTO0Opa coCTaBIIs-
70 15 cMm. [Tnametp ob6pasnya — 0.8 cm. OGpasubl HY-
MEpoBajd B COOTBETCTBUU C HOMEPOM JiepeBa H
cpa3y nomMemjanu B pukcaTop ((popMaIuH—yKCyCHast
Kucnora—aTaHoid, 5 : 5 : 90). Cpesbl okpammBain
0.5%-HBIM BOIHBIM PAcTBOPOM KPE3WJIOBOT'O MPOU-
Horo ¢puoneroBoro (AHTOHOBa, lllebeko, 1981) u 3a-
KJIIOYaJ B IIMIEPUH WIK TTULepuH-KenaTuHy. Ha
cpese (IBa Ha KaxX/blil 0Opa3el) B BOCbMU pafiraib-
HBIX psiiaX ONpeesisiyiy o0lIee YUCIo KIETOK B KaM-
OMabHON 30HE, BKIIIOUasl (pI0IMHBIE U KCHIIEMHBIE
[IPOU3BOAHbIE KaMOusl, YACIO CUTOBHUAHBIX KIIETOK
opmupyromIerocs cnost poBopsIei (proaMbl, pa-
AMaTbHBIA pa3Mep CATOBUAHBIX KJIETOK, COCTOSTHIE 1
YUCIO KJETOK (pJI03Mbl HpPefbIAyIIUX TOJUYHbIX
cnoeB. [Iuddepennupyronyecs: u 3peiable CUTOBUII-
HbIE 3JIEMEHTHI Pa3nyald 10 U3MEHEHHUIO COCTOS-
HUSI IUTOITIa3Mbl. 3penoil (pro3aMoil cCUnTa N KiIeT-
KU ¢ 6oliee CBETIION U MPO3PavHOil, IO CPAaBHEHUIO C
IpeAbIAYIIIM €€ COCTOSIHUEM, uTomIasmMoi. Kpome
TOrO, IPU3HAKOM 3peoil (pJI03Mbl CUUTAIU IIOCTO-
SIHHYIO U OJIMHAKOBYIO JJIsi OOEMX CTOPOH KJIETKHU
TOJIIIMHY KJIETOUYHON 000I0UKH.

Yucno geneHnii KaMOMaabHBIX HHAIAIEH B CTO-
poHY (bJIO3MBI B OT/EbHbIE MEPUOAbLI BEreTalH
paccuuThIBaM, Kak U paHee (AHTOoHOBa, CTacoBa,
2006), ucnonp3ys metonpuky Maxmyma (Mahmood,
1971), ocHoBaHHyIO Ha HaOmofeHnsx HbromeHa
(Newman, 1956), coraacHo KOTOPbIM OJHO JeJIeHUE
MHUIMAIA B CTOPOHY (DIIOSMBI Ia€T MOCHE MOCIey-
IOIIETO JICTICHUsI MATEPUHCKON KIIETKH JIBa CATOBH/I-
HBIX aJieMeHTa. [IpogoiskurebHOCTE AuddepeHm-
anuu (pIIOIMHBIX 3JIEMEHTOB PACCUMTHLIBAIIN KaK pa3-
HUILy B IPUPOCTE YHCIIa CHTOBUIHBIX KJIETOK B 30HE
3peJIbIX 2JIEMEHTOB B TEKYII[EM W MOCIEYIOIIEM Te-
puoyax HabIIOIeHNs], IeJICHHYIO Ha [UIMHY TIepUOofIa.

ns1 HaOMIOAEHU 3a pacupeesieHueEM U COCTOS -
HUEM 3epeH Kpaxmaya B IpoBOfsIel oaMe u B
Onmsnexamux (pI03MHBIX 3JIEMEHTaX UCIOIb30Ba-
JIA PEAKIHIO C HOIOM.

CopnepkaHrne MeTabOJIUTOB B Pa3BUBAOIINXCS U
3peibIX (PJIO3MHBIX MPOU3BOJHBIX KaMOusl CpaBHU-
BaJIM C UX COIEPKaHNEM B KCUIIEMHBIX TPON3BOHBIX
B KaMOMaJIbHOU 30HE W B 30HE POCTA PACTSKCHHUEM.
KomnuuecTBo yrieBoioB, aMUHOKHCIIOT, OPraHUYEeCKUX
KHUCJIOT M (PEHOJIOB ONpPENENSNNA B KJIETKAaX COOTBET-
CTBYIOIIX 30H, COOpaHHBIX CO CTBOJIOB 20—25-7eTHIX
NEPEBLEB B IEPHUOABLI Pa3BUTUSA PAaHHEH (KOHeEI
WIOHS) W MO3[HEH (KOHEel UIOJS — Havyallo aBrycra)

OHTOTEHE3 Ne 4
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Yucno peneHnit KaMOUaIbHBIX HHUIMANIEH B CTOPOHY (pJI03MBI M KCHIIEMBI B CTBOJIAaX JIUCTBECHHUIIBI CHOMPCKOMT
JlaTel perucrpayyuu gejaeHuil
1979
Yucmo
JlesieHunit 23/V 1/VI 11/VI 21/VI 30/VI 10/VII 20/VII 30/vVID 10/VIIT
B cropony: 0.8 0.3 1.6 0.8 0.95 0.3 0.5 0.65 -
p105MbI
KCUJIEMBI - 1.0 1.8 2.2 2.60 1.5 0.6 1.20 -
1980
20/V 30/V 10/VI 20/VI 30/VI 10/VII 22/VIL 5/VIII 15/VIII
¢03MBbI 0.7 1.0 0.30 1.87 0.94 0.35 0.44 0.39 -
KCUJIEMBI - - 0.84 2.42 1.20 1.00 1.30 1.60 -

kcuneMbl. PasBuBarommecss U c(hOpMUPOBAHHBIE
KJIETKH B pafiajbHBIX psifaX TOAUYHOIO CIO0S CO-
OTBETCTBOBAIN B 3TU IEPUOABI (POPMHUPOBAHUIO
paHHell unu no3gHen kcuneMsl. CTauio pa3BUTUs
KJIETOK ONPENAEISIN ¢ TOMOIIBIO MEKPOCKOTA, AC-
MOJb3ysl THCTOXMMHUYECKHE peakuun (AHTOHOBA,
Ille6eko, 1981), Hayano pafpnanbHOrO pOCTa OLIEHU-
BaJIM MO BUIMOMY YBEJIMYEHHUIO pa3Mepa KIETOK.
IlepeBbsi pacnuiauBaid Ha MyTOBKM, BHEIIHHAN CJIOU
KOpPBI YAAJSIA U CKajbIllelIeM IMOCIONHO CHUMAIu
CIIOM KJIETOK 3peioil m puddepeHnupyromencs
(pm03MBI, a TakKe CIIoil KaMOusl, MPUMBIKAIOIMNAN K
KCUJIEME, U KJIETKU 30HBI POCTA PACTSA>KCHUEM.

CoOpaHHBIIT MaTepuail HeMeIeHHO (PUKCHPOBa-
JIM 3TAHOJIOM JI0 KOHIIEHTPANUH, HE MPEBbIMIAOMICH
80%, n xpanunu npu temnepatype +8°C. Bec co-
OpaHHBIX TKaHEH pAaCCUMTBHIBAIM C YYETOM Beca
CIIHPTA, UCTIOJIBL30BAaHHOTO st (pukcanuu. [Iist onpe-
[eJIeHNs BIIa>KHOCTY M KOIMYECTBA KIIETOK B 1 T cyxoit
TKaHU 9acTh MaTepuaja oToupanu 6e3 (puKcaIym.

Marnepanuio MaTepualia MPOBOJUIHA 1O OMKCAH-
HbIM paHee MeToaM (Mockanesa, 1958; OnuHIIOB 1
ap., 1967). Insa noacueta KIETOK B MallepUPOBAHHOM
TKaHU MCMONIb3oBanu Kamepy Pykca—Po3enrans, a 3a-
TEM UX YKCIIO PACCUUTHIBAIIN HA T CyXOTO Beca TKAHM.

OO6paboOTKy CIUPTOBBIX IKCTPAKTOB MOCIE OT/E-
JIEHUS TBEPAOrO OCTaTKa (PUILTPOBAHUEM U aHANIN3
MeTabOoIUTOB MPOBOAUIN IO YKa3aHHBIM METOUKAM
(AnToHOBa, CracoBa, 2006). Copmep>kaHne Bcex Be-
mecTB (YriieBogoB, (heHOJIOB, aMUHOKHCIIOT U Opra-
HUYECKMX KHUCJIOT) PaCCUUTHIBAJIM Ha CyXOH Bec U Ha
KJIETKY. AHATUTHYECKHE ONPEAeICHUS IPOBOANIIH B
2-3-KpaTHOH IOBTOPHOCTHU.

PE3YJIBTATBI

Pazeumue ¢paosmbi. O6pa3zoBaHme TEKYIIETO TO-
AUYHOTO CJIO0ST (DIIO3MBI B YCIIOBUSIX JIECOCTEITHOMN 30-
Hbl CuOMpM HAauYMHAETCS C Pa3BUTHUS IBYX CUTOBUJ-
HBIX 3JIEMEHTOB, KOTOPbIE 00Pa3yrOTCs MyTEM fiese-
HUSI MaTepUHCKON (PIO3IMHON KIETKH, NPOU3Be-
[IEeHHOI KaMOMalbHOW MHHUIUANBIO B IpPEbIAYIIEM
ce3oHe. [lpucyrcTBue AByX HegudepeHIupOBaH-

OHTOI'EHE3 Ttom 39 Ned4 2008

HBIX CHTOBHUJIHBIX KJIETOK OTMEYaJld Ha MONepeYHbIX
cpe3ax 00pa31oB, OTOOpaHHBIX B paHHEM Mae nepe
HaOyxaHUEM KJIETOK B KamOmanbHOU 30He. C Haua-
JIOM aKTUBU3AIMM POCTOBBIX MPOIECCOB TaKHUE He-
mucppepeHupoBaHHbie (PIIO3MHBIE KIETKU (OUH-
[Ba CIIOS1) HAUMHAJIN PAfNAIbHO PACIIUPSITHCS U IO-
clie 3aBepIIeHMs] Pa3BUTUS CTAHOBWINCH YacCThIO
TPaHCIIOPTHON CUCTEMBI IEpEBA.

IlepBbie (himoaMHBIE CHTOBUHBIE KIETKU, BHOBD
MpON3BefIeHHbIe KaMOueM, HaOJIoflalld B KaXKJOM M3
CE30HOB BO BTOpPOIi Aekaae mas, 3a 10-20 cyT o no-
SBJICHUS MEPBBIX KCIIEMHBIX IPOU3BOJIHBIX KaMOus
(Tabauna).

ITpopynupoBanne kaMOMeM CHTOBUHBIX KJIETOK
(p103MBI 3aBUCUT OT BHEHIHUX (paKTOpoB. Mail u
HIOHb BEreTalMOHHBIX MEPHUOAOB, B TE€UEHUE KOTO-
PBIX BeJU HAOMIOACHUS, OTINYAINCH 10 TeMIEpaTy-
paM ¥ OCOOEHHO KOJIMYECTBY OCaAKOB. B ofHOM H3
CE€30HOB MaKCHMallbHOE KOJIMYECTBO JIeJICHUI KaM-
OuabHBIX HHULMAJIEH B CTOPOHY (P103MbI Ha0II0a-
JIX B IEPBOY IEKAJIE UFOHS, TOTAA KaK BO BTOPOWi Be-
TETAIMOHHBIN MEPUOJ] TAKOW MAKCUMYyM MPUXOIUIICS
Ha BTOPYIO ieKafy utoHd (Tabnuna). B nepBom ciiyuae
KaMOHWaJlbHble WHUIMAINA TPOAYIUPOBATH CHUTOBH-
Hble KJIETKH Kaxjble 3 CyT, TOrja Kak BO BTOPOM —
Kaxgble 2.3 cyT. 3a Ba ce30Ha 3Ta ObLia camas BbI-
COKasi MHTEHCHUBHOCTH JIeJIEHUS KaMOWs B CTOPOHY
(h103MBI; TPOU3BOACTBO KaMOueM (PIIOSMHBIX KIIETOK
3aBEPIIANIOCH B 3aBUCHMOCTH OT IIOT'OIHBIX YCJIOBUI ce-
30Ha B KOHIIE UIOJIS WJT B PAHHEM aBTyCTe.

Yucno fgeneHnii BEpeTEHOBUHBIX KaMOUAIbHBIX
WHUIMAIEN B CTOPOHY (hII03MBI WIIN KCHIIEMBI B pa3-
Hble Mepuofbl ce3oHa pasnuyHo. [Ipu Gmaronpusit-
HBIX OTOJHBIX ycIoBUsAX (Antonova, Stasova, 1997)
3a OJHY JeKaly KamMOuil pOoRyLIUpOBaJI MaKCAMAab-
HOE YUCIIO KIIETOK Kak (pJI03MBbI, TaK U KCHiIeMbl. Ta-
KM€ MaKCHMyMbl HaOJrOfald BO BTOPOH [eKaje
HIOHS BTOPOTO BETETALMOHHOr O ce30Ha. MIHTepecHO,
YTO B 3TO K€ BPEMS UYUCIO fIeJeHNII KaMOnalbHbIX
WHULUAANEH B CTOPOHY (PJIO3MBI M KCUJIEMbI OBIIO
MaKCHUMAaJIbHbIM M y JIEPEBhEB COCHBI OOBIKHOBEH-
HOH, pacTyleil B TOM 3Ke HacaXpaeHun (AHTOHOBA,
Cracosa, 20006). [1ng TKaHe#t 00eux Nopoj 3TH BEIU-
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Puc. 1. VI3MeHeHue yucia KJIeToK B 30HaX KaMo6ust (7 ),
g epeHINPYIOMNXCS CATOBUHBIX 3JIEMEHTOB (PIIo-
oMbl () ¥ 3pednoil Kemnemsl ([J) npu (pOpMUPOBAHUHI
rogmaHOro ciost pmosmel. I1o ocu aGenuce — parta ordo-
pa 00pa31oB; IO OCH OPAMHAT — YHUCIIO KIIETOK.

YUHBI OB OMHAKOBBIME: YHCIIO JIEJICHUI COCTaBU-
70 B cTOpoHY (proambl — 1.87 u 1.90, a B cropony
Kkcunnemsl — 2.42 u 2.40.

B ocHOBHOM KaMOnanbHbIE MHULAAIN 1 INCTBEH-
HUIBI, M COCHBI IETWIIACE B CTOPOHY (PIIOIMBI peXKe,
YeM B CTOPOHY KcunneMbl. OTHOIIEHNE CPEHEro Ync-
Ja ieleHUil MHUNIAAJIe B CTOPOHY (DJIOSMBI B KCUJIE-
MBI Y JINCTBEHHUIIBI B KaK/IOM U3 CE30HOB COCTAaBHIIO

35
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25 e il
20
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1 3 5 7 9 11 13

Puc. 2. Pa3mepsI 3penbIX CHTOBAAHBIX 3JIEMEHTOB BIOJIH
pajuansbHOro psifa roguyHoro ciost ¢ioamsl. Ilo ocu
abcuuce — HOMep KIETKH OT Hayajla CJIOs; 10 OCH OpAu-
HAT — AUAMETP KIIETKH, MKM.

AHTOHOBA, CTACOBA

1 : 3. ViMeHHO B TaKOM OTHOUIEHUHN HaXOAATCS KIIET-
KH (pII03MBI U KCHIIEMBI, C(OOPMHUPOBABILIUECS B XOJIE
CE30HOB.

B xaxpplil U3 ce30HOB KaMOHaJbHble MHUIIAIN
HNOJENIUINACh B CTOPOHY (PJI0O3MbI NPUOIUZUTEIBHO
LIECTb pa3, B pe3yjbTaTe 4Yero roJU4HOE KOJbIO
oMbl cofiepkaiio no 12—13 cUTOBUIHBIX 3JIEMEH-
TOB. UNCI0 paHHUX U NO3[HUX 3JIEMEHTOB B TOUY-
HOM cji0€ ObLIO NPUMEPHO paBHbIM. OHU pa3zfens-
JHUCh CJIOEM IApEHXUMHBIX KJIETOK, COAep>Kalllux
TaHUH U BO3HUKABUIMX NEpef] HayaaoM (hOpMUPOBa-
HUs ITO3JHUX TPpaXEum.

3oHa nudepeHuanuy CATOBUIHBIX 3JIEMEHTOB
B OTJIMYUE OT KCUJIEMHbBIX OU€Hb y3Kas (puc. 1). B Ha-
Yajie pa3BUTHUSI TOAUYHOTO CIIOs (PII03MBI YHCIIO KITe-
TOK B 30He AudpepeHIuanui He MPEeBbIIaIo ABYX-
TpeX W BapbUPOBAJIO B 3aBUCHMOCTH OT aKTHBHOCTH
ux puddepeHnranuu U AeieHus Kamous. B 3oHe
KaMOusl YUCIIO KJIETOK HapacTajo MO Mepe aKTHUBH-
3aIiu JIeJIeHNsI MHATAJeN 1 ObLIO MAKCUMAJIBHBIM B
KOHIIE Masi WIN B MEPBOI fleKajie UIOHS B 3aBUCHMO-
CTH OT NIOT'OJTHBIX YCIIOBUIA ce30Ha. B xozie Beretanuun
30HA 3peJNbIX (PIIO3MHBIX 3JIEMEHTOB ITOCTETIEHHO Ha-
pacraia, a (pJI03MHbIe IPOU3BOJHbIE KaMOus Aud-
¢epeHupoBanuch B TeueHue 3—15 cyr.

PapuaneHbll pa3Mep paHHUX CUTOBHAHBIX 3Jie-
MEHTOB Bcerjja 0oJbllle, YeM Y MO3AHNIX, YBETUYNBa-
ercs ¢ 24 1o 29 MKM OT NepBoOii KO BTOPO#I KJIETKE B
HayaJje FOAMYHOTO CIOos (PII0O3MBI, a 3aTEM YMEHbIIIa-
eTcsl B CTOPOHY IO3[HUX 3JIEMEHTOB, COCTaBJISsl B
cpegHeM 26.1 MkM (puc. 2). Pa3Mmeps! no3gHux ane-
MEHTOB YMeHbIanuch oT 20 1o 14 MKM, Bapbupys B
OCHOBHOM OT 17.8 go 14.2 MKM, B cpeHEM IIUpPUHA
cnos (pIo3Mel cocTaBuna 273 MKM.

Pacnpeoenernue kpaxmana. I1o HammuMm HaGIIONE-
HUSIM, B 00JIaCTH KaMOHaIbHOHN 30HBI KpaxMallbHbIE
3epHa B MapEeHXUME JIyJeil OTCYTCTBYIOT BO BCE CPO-
ku Beretauuu. He HaOmroganu ux TakKe B Iy4eBOH U
aKCHaJIbHON MapeHXuMe BHOBb 0Opa30BaHHOTO CIIOS
(p7103MBI B MIFOHE, XOTSI B Mae OHU MPUCYTCTBOBAJIU B
Jy4eBOW TMapeHXUMe TOAMYHOTO CJIOS KCHIIEMBI
npeabIayiero rofa (puc. 3). To yka3bpIBaeT Ha ak-
THBHOE WCIOJIb30BAaHUE PACTYIUMHU KCUIEMHBIMA
KJIETKaMH HEe TOJBKO TPAaHCHOPTUPYEMBIX hoTOaC-
CUMWJISITOB, HO U 3aIIaCEHHOT'O KpaxMara.

B napeHxmMe sydeil mpepbIAyIIero roga 3epHa
Kpaxmajia OTCyTCTBOBAJIA B Hayalle MIOJS, HO MOSB-
JsUch yKe K 20-My HUIOJIs, B 3TO K€ BpeMs UX Ha-
GJIIOfaN B aKCHMAJIbHON MapeHXuMe TEKYIIero rojia
(puc. 3). B KOHIIE UFOJISI YUCIIO 3€PEH B 9TUX CTPYKTY-
pax (pI03MbI YBEIMYUBAETCS, B ABI'YCTE MPOJIOKAET
YBEJIMUMBATHCS HE TOJIBKO YHCIO 3epPEH Kpaxmalna,
HO 1 nX pazMepbl. OcO6GEHHO MHOTO 3€peH Kpaxmasa
HaOJIoflalIoCh B MTOCNeHeN iekafie aBrycra. B koHie
BeTeTaluu BJIOJb BCETO cIIOsT (hIIO3MBI MPUCYTCTBO-
BaJIO MaJO KpaxMmajla M ero 3epHa ObLIN MEJIKUMH,
OJHAKO pacHpefielisics OH MO CTPYKTypaM pasiud-
HO. OT KaMOus U 10 4-5-TOAUYHBIX CI0EB (PIOIMBI
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Puc. 3. PaciipefienieHne Kpaxmaia B TapEHXUMHBIX 3JIEMEHTaX CTBOJIA JINCTBEHHMIIbI CHOMPCKOI B XOfie BEreTaluy : d—6 — ce-
penuHa Masi (@ — KCUJIEMHBIH J1y4; 6 — KaMOnanbHast 30Ha; 6 — HEMPOBOASIas (pI0aMa); 2 — KOHeIl Masi; O — KOHel] HIOHST; € —
KOHEI] UIOJIST; Jic — TIepBast ieKajia aBrycra; 3 — KoHel aBrycra. Macmra6: 50 MKM.

Y1CJIO M pa3MeEp 3€PEH 3aMETHO YBEJIMIUBAJIUCH, TOTAA 6.TIIOIIaJII/I. B akcuanbHO#I NapE€HXUME YUCJIO U pasMep
KakK B IOCJIEAYIOIUX CITOSIX BUANMBIX N3MCHCHHUI HE Ha- 3€PCH YBC/INIUBAIUCH OT KaMOus K nepuuaepme.
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Puc. 4. ConepkaHue yrieBofoB B pacueTe Ha CyXOil Bec
(v/r; a) m Ha KIETKY (T X 107 ; 6) B 3pemnoii piosame (1),
KaMOHaJIbHBIX IPOU3BOAHBIX (pr103MBI (2), KCHIIeMBbI (3) 1
pacIIMpsIOIUXCS KIeTKaX paHHel KcuieMbl (5) B HIOHE,
a TakKe B KJIeTKaX KaMOnaIbHO! 30HbI (4), 3peoit ¢io-
oMbl (/) 1 30HBI POCTa KJIETOK HO3[HEH KcuieMbl (5) B
HayaJje aBrycra.
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Puc. 5. ConepxkaHne aMHHOKHCIOT B pacyeTe Ha CyXoit
Bec (I/r; @) U Ha KIeTKy (T X 10°°; 6) B 3penoil pioame
(1), kaMOHMaNIbHBIX TPOU3BOAHBIX (DIO3MBI (2), KCHIIEMBbI
(3) m pacmmpsIIOIMXCS KIETKaX paHHeHd KCIIeMsI (5) B
HIOHE, a TaKKe B KJIeTKax KaMOuaIbHO! 30HbI (4), 3pe-
701t (pi1osmbl (/) 1 30HBI POCTa KIETOK MO3[HEN KCHIe-
MbI (5) B Hayaje aBrycra.

Yro KacaeTcs APYIUX CTPYKTYp (PJIO3MBI, Xapak-
TEPHBIX 7S TUCTBEHHULBI — CKIICPEU/l, OHU HOSIBIISI-
JIUCh B IIPEJbIAYILEM POUIHOM cJ10€ (PI03MbI B KOH-
1[€ UIOHS ¥ pa3BUBAJINCh 10 KOHI[A CE30HA.

Accumunamol paosmwvt. B nepuon o6pazoBaHust
paHHEll ApeBECUHBbI KOJIMYECTBO ACCUMMIIATOB U3Y-
Yaad BO (PJIOIMHBIX M KCHIEMHBIX MPOM3BOAHBIX
KaMOus, a TakK>Ke B CTPYKTYpax, MpUJIesKaliix K KaM-
OuanbHON 30HE, T.€. B KJIETKAaX (PYHKIUOHUPYIOLIEH
(p7103MBI 1 B KJI€TKaX 30HBI POCTA PACTSKEHHEM KCH-
neMbl. B nepuon popmupoBaHus Mo3gHEN KCUIEMBI
KOJIMYECTBO aCCUMWJISATOB M3Yy4allHd B KJIETKaX Kam-
OuaTbHON 30HBI, IPOBOJSIIEN (PJIOIMBI U B 30HE PO-
CTa pacTsbKeHueM no3fgHux Tpaxenpa. CopeprkaHue
BCEX M3YYEHHBIX IPYNI METa0OIUTOB 3aBHCEIO OT
MIPUPOJIBI KIIETOK, MPON3BEEHHBIX KaMOUEM, CTETIEHN
UX Pa3BUTHA U THIA (POPMUpPYIOIIEIics PEBECUHBI.

B nepuop dopMupoBanusi paHHE# APEBECHHBI B
WIOHE B pacueTe Ha CyXOH BeC COepKaHWe yTIIeBO-
IOB B KCHJIEMHBIX MPOM3BOJIHBIX KaMOUS MIOHIKEHO
MO CPaBHEHHIO C KJIEeTKaM# (DIOSMBI, KCHIIEMHBIX
MPOM3BOHBIX KaMOWs W 30HBI POCTa PACTSIKEHUEM,
KOTOpbIE MO YPOBHIO CaXapoB OTINYAIOTCS MEKJTY
co6oii cna6o (puc. 4, a). HanpoTtus, coriacHo pacue-
Ty Ha KJIETKY, YPOBEHb CaxXxapoB B KaMOWAIIbHBIX
MPOU3BOHBIX (DIIOIMBI U KCUIIEMbI OUeHb HA30K, HO
yBEJNIMYMBAETCS MOUTH B TPH pa3a B 30HE poOCTa pac-
TSKEHUEM U B CEMb pa3 — BO (roame (puc. 4, 6).

B nauame amrycra, B mepmopd (opMUpOBaHUS
MO37HEN IpeBECUHbBI, HAOGTIOAAUCh TaKKE Ke pa3Jin-
ynsi. PacyeT Ha cyxoil Bec MoKas3al OYEHb BbICOKUIA
YPOBEHb CaxapoB B KaMOMM, a UX COJEp>KaHUE BO
¢pmoaMe m 30HE pocra pacTsKeHHeM ObLIo Oolnee
4YeM B JIBa pa3a HIXKe, yeM B kaMbuu (puc. 4, a). Ilpu
pacdeTe Ha KJIETKY YPOBEHb CaxapoB CaMbIM BbICO-
KUM OBbLT BO (p1oaMe, TOrja Kak KIETKH KamMOus u
pocTa pacTsiKeHIEM COfiep3Kaiu yrieBOJIOB B [IBa pa-
3a MeHblIe (puc. 4, 0).

CopepkaHne aMUHOKHUCIOT BO (PIO3IMHBIX U
KCHUJIEMHBIX KJIETKAX TOXKE 3aBUCEJI0O OT CTENEHH
pa3BUTHUS U BpPEeMEHU ce30Ha. B uioHe Makcumamiab-
HbIIl ypPOBEHb aMMHOKMCIOT HaOJIrOfancs B KaMOu-
aNbHBIX KIIETKaxX cO CTOPOHbI KcuieMbl. VX copep-
KaHUEe B KaMOMANbHBIX KJIeTKaX (hJI03MBI U BO (PJIO-
aMe ObLIO HUXKE O0liee YeM B CEMb pa3, a B KJIETKaxX
30HBI POCTa pacTsKeHUEeM — B fiBa pasa (puc. 5, a). B
pacueTe Ha KJIETKYy MaKCHMaJIbHOE CcOJiep>KaHue
aMAHOKWCIIOT OBbIJIO B 30HE pagMalbHOTO POCTa, a
MUHUMaJbHOE — B KaMOMANIBHBIX KJIETKAaX CO CTOPO-
HBI (pi103MBI (puC. 5, 6).

B nauane aBrycra copepxKaHue aMHUHOKHCIOT B
pacdeTe Ha CyXoil BeC ObIJIO MAaKCUMAJILHBIM B KaM-
6uK, a MUHIMaJbHOE — BO (hiioame (puc. 5, a). Pacuer
Ha KJIETKY IOKa3aj Apyroe pacnpefeieHue aMuHO-
KHUCTIOT B TKAHSX: Iyl aMHHOKHUCIIOT MOBBIIIANCS OT
(p7103MBI K 30HE pOCTa paCTSIKEHUEM MO3[IHUX Tpaxe-

up (puc. 5, 6).
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KonuuecTBo oprannyeckux KHUCIOT, pacCUUTaH-
HOE Ha CYXOW BeC M Ha KJIETKY, TOXKEe 3aBUCEJIO OT
MPUPOJABI KIETOK, UX Pa3BUTHUSA U TUMA (DOPMHUPYIO-
1ieticst ipeBecunbl (puc. 6). B utoHe opranmyeckux
KHUCIOT BO (piroaMe ObLIO B IBa pa3a MEHBIIE, YeM BO
¢pmoaMHON YacT KaMOUATBbHON 30HBI, TOTA KakK B
pacueTe Ha KJIETKY, HA000pOT, B iBa pa3a OOJIbIIE.
Knerkn kcmiteMHON 4acTu 30H KaMOUs U OCOOEHHO
pOCTa pacTsKeHUuEM cofiepsKay O60JIbIlle OpraHnye-
CKUX KHCJOT, 4eM (PII0O3MHAsl 4acTh KaMOUallbHON
30HBI 1 OCOOCHHO KJIETKH (DII0OIMBI KaK Ha CYyXOH Bec,
TaK 1 Ha KJIeTKy. [1o cpaBHeHMIO ¢ KaMOMaIbLHOM 30-
HOWl YpOBEHb OpPraHMYECKMX KHUCIOT B PACTYIIUX
KCHJIEMHBIX KJIETKaX B pacueTe Ha KIIETKY ObLIT BbI-
1Ie.

B xone ¢popmupoBanus o3aHEN JPEBECUHBI B Ha-
yaje aBrycra HauOoJbllee cofepxkaHhe opraHuye-
CKHMX KHUCJIOT Ha CyXOW Bec HaOJIOlalioch B KaMOuu
(puc. 6, a). IToutn B iBa pa3za MeHbIIE KUCIOT COAEP-
’KaJIOCh B 30HE pajjuajIbHOrO pocTa MO3[AHUX KIETOK
U B BOCEMb pa3 MeHbIle — BO ¢uioame. B pacuere Ha
KJIETKY KOJIMYECTBO OPraHNIeCKUX KUCIOT YBEIUIH-
BaJIOCh IIOCJIEIOBATENBHO OT (PIIO3MBI K 30HE pocTa
pactsixkeHueM (puc. 6, 0).

HawnGonbinee copep>kanue (peHOIOB Ha CyXOM BEC
B HIOHE Haburofanu Bo gpaoame. Kietku prnosaMHon
JacTh KaMOMaJIBLHON 30HBI COlepKajii MEeHbIIe (e-
HOJIOB (puc. 7, @), B pacTyIIUX KJIeTKaX KCUIEMbI KO-
JIMYECTBO (peHOJIOB OBIO MUHUMATLHBIM. PacdeT Ha
KJIETKY TOXKE ITOKa3ajl CaMbIil BLICOKHAN YPOBEHbD (pe-
HOJIOB BO (pJ103Me M O4YeHb HU3KOE WX COfiep>KaHue
BO (bJI0SMHOM U KCUIIEMHOM YacTsX 30HbI KaMOus, a
TakKe B 30HE pPOCTa paHHUX Tpaxeuf (puc. 7, 6).

B nHauyane aBrycra Hamboublliee KOIUYECTBO (e-
HOJIOB Ha CyXOH Bec HaOIrofany B KaMOuu, HEMHOTO
MEHBbIIIe UX OBLIO BO (PII03ME, a B pACTYIINX KIIeTKaX
KCHJIEMBI UX ObLJIO B TPH pa3a MEHbIIE, YeM B KaM-
6un. B pacuere Ha KIIETKY caMbIil BLICOKHIT yPOBEHb
oKa3zajcs Bo (roaMe, Torja Kak B KaMOWH U B 30HE
pOCTa pacTsKeHHEM TMO3[HUX Tpaxeuy OH ObLI 3Ha-
YUTENBHO HUXE (puc. 7, a 1 6 COOTBETCTBEHHO).

B cocraB ¢peHO0n0B BXOAMIN CBOOOIHBIE U CBA3aH-
Hble (PEHOJOKHUCIOTHI ¢ NOCTOSIHHBIM JJOMHHUPOBA-
HueM nociegHux (puc. 8). KonuuectBo 06enx ¢ppax-
U 3aBUCENO OT MPUPOJBI KIeToK. Tak, B HIOHE CO-
aepxkaHue cBOOOAHBIX (hEHOJIOB ObLIO HAUOOIIBIINM B
KJIeTKax KaMmOus, B KileTKax (pJI03Mbl UX ObIIO B ye-
ThIpE, a B KJIETKaX 30HbI pOCTa PacTsLKEHNEM B TPU
pa3a MeHblIE. B Havyane aBrycra B KaMOMalIbHOI 30HE
U B 30HE pOCTa pacTsiKeHUEM CofiepKaHue CBOOOTHBIX
(peHONOB OBIIIO MPAKTHYECKH PAaBHBIM U MO CpaBHE-
HUIO ¢ (PJIO3MOII B IeCSITh pa3 00Jiee BBICOKUM.

OBCYXIEHUNE

Obpaszosarnue smopuunoli ¢paosmwvt. O6pa3oBa-
HHUE TEeKYIIEro FOIUIHOTO CI0s (PII03MbI HAUMHAETCS
C paclUIMpeHust ABYX MEePe3UMOBABIIMX CUTOBUIHBIX
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Puc. 6. Copiep>kanue OpraHu4eckux KUCIOT B pacyeTe Ha
cyxoii Bec (T/T; a) m Ha KieTKy (r X 107 ; 6) B 3pemnoii ¢ito-
aMe (/), KaMOHanbHbIX IPOU3BOAHBIX (PII03MBI (2), KCU-
neMbl (3) 1 pacHIMpSIIOIUXCS KIIETKaX paHHEN KCUIIEMBbI
(5) B MIOHE, a TaKXe B KJIIETKaX KaMOUAIILHOR 30HBI (4),
3pesioit p1oaMsl (/) U 30HBI pOCTa KIIETOK MO3JHEN KCu-
neMbl (5) B Havaje aBrycra.

a71eMeHTOB. OHH HOSBISIOTCS B IIPEJbIAYILEM CE30-
He TIocTIe fieJIeHnusI MaTePUHCKOH (PII03MHON KIETKU
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Puc. 7. Conepxkanue heHONOB B pacyeTe Ha cyxoli Bec (T/T; a)
u Ha KieTky (r X 107°; 6) B 3peunoit ¢paoame (1), kamMbOu-
albHBIX MPOU3BOAHBIX (pII03MBI (2), KcHileMsbl (3) U pac-
IIUPAONIUXCS KIEeTKaX paHHEd KcuneMsl (5) B HIOHE, a
Tak>Ke B KJIeTKax KaMOualbHO! 30HbI (4), 3penoit ¢iio-
oMbl (/) ¥ 30HBI POCTa KIIETOK MO3[HEN KcmiieMbl (5) B
HayvaJje aBrycra.
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Puc. 8. CopepxkaHne CBOOOAHBIX (PEHONIOB B KIIETKAX
3penoit praoamel (1), KamMOuaTBLHON 30HBI (4) U paciupsi-
romlericss KcuiieMsl (5) B KOHIE MIOHA U Hadalle aBrycra,
% OT CyMMBbI CBOOOJIHBIX U CBSI3aHHBIX (PEHOJIOKHCIIOT.

KaMOuanbHOI nHUIManu (33ay, 1980). IIpucyrcraue
TakuX (PIIOIMHBIX IPOU3BOJHBIX KaMOMsI M X paju-
aJpHOE pacllUpeHue B Hayalle BereTaluu HaOmrona-
JOCh ANs pa3nuyHbIX BupoB coceH (Alfieri, Evert,
1968), B xofe oOpa3oBaHus (pIO3MBI B IoOerax u
ctBonax Abies balsamea (Kutsha et al., 1975) u Abies
alba Mill. (Golinowski, 1971). IHuTepecHO, 4TO MecT-
HOE HarpeBaHue cTBoja (Abies sachalinins) NpuBORUT K
peakTuBanuyn KaMoms u fuepeHpanum ero mpons-
BOJIHBIX €O CTOpOHBI (pitoamel (Oribe et al., 2003).

B nucTBeHHMIIE TIEpBbIE JIEJCHUS BEPETCHOBU]I-
HBIX KaMOMATbHBIX NHUIIAATIEH B TEKYIIIEM FOfly PO-
UCXOMSIT TaKXKe CO CTOPOHBI (py103MBbI (Tabauna). O0-
pa3oBaHMe B PaliajbHOM PSIIy BYX-TPeX CUTOBU/I-
HBIX KJIETOK HaOJIOAaNoCh TMepel MNOSBICHUEM
HOBBIX KCHJIEMHBIX NMPOU3BOJHBLIX KamMOusi y Pinus
strobus L., P. banksiana, P. resinosa, (Wilson, 1966;
Alfieri, Evert, 1968; Murmanis, Sachs, 1969), Abies
balsamea (Riding, Little, 1984).

IIpegnonaraercs, YTO HAOTEHHBIM CTHMYJIOM K
[eJNeHNI0 KaMOMalbHBIX HMHHLUAJER CO CTOPOHBI
(p105MBI  ABNISETCSI OTHOIIEHUE caxapo3a/ayKCHH
(Wetmore et al., 1964; Digby, Wareing, 1966). Ocuo-
BbIBasCh Ha ONMyOIMKOBaHHBIX faHHBIX (Jeffs, North-
cote, 1967), Kypcanos (1976) paccmaTpuBal caxapo-
3y B KauecTBe MHAYKTOpa AJsl 00pa30BaHUs MPOBO-
msmmx  (PIIOSMHBIX 3JIEMEHTOB, KOTOpble obecre-
YUBAIOT OBICTPYIO 3BAKyalHIO0 aCCHMHISITOB, YTO B
CBOIO Ouepe[lb BeleT K HOpMaJbHOMY (PYHKIIMOHU-
POBaHMIO (POTOCMHTETUYECKOTO anmnapara. Biausaue
KOHIIEHTPALUN caxapo3bl Ha Mpupoay audepeHu-
auM KJIeTKM OTMEYajocb MHOTUMH aBTOpaMHu
(Savidge, Wareing, 1981; Zakrzewski, 1983; Savidge,
1983, 1991, 1996; Wilson et al., 1994). Bricokuii Mop-
(poreneTnaeckuil 3pPeKT caxapo3bl MPOSBISIETCI B
BO3HMKHOBEHHNM Y30pUYaThIX CTPYKTYP B CTBOJIAX Ka-
penbckoit  Gepe3bl (Hosunkas, 1997). Ilosblmenue
ypoBHs uHAOIUIyKCycHo# Kucnotsl (MYK) B cBoro ove-
penb MONOXUTENBHO BIMSIET HAa MPOAYKIUIO KaMOueM
Tpaxeup, B Pinus contorta, Larix laricina n noberax Pinus
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sylvestris (Savidge, 1983, 1991; Sundberg, Little, 1990; Lit-
tle, Sundberg, 1991).

BuemwnuMm ctuMynomM oOpa3oBaHMS 3JIEMEHTOB
(p103MBI B Havase BereTaluy MOTYT OBITH HU3KHE
MOJIOKUTENbHbIE TEMIIEPAaTypbl, KOTOPbIE HE SBIS-
1oTcs npensitctBueM miist porocuntesa (Fry, Phillips,
1977; Cysoposa u p., 2002). CoriracHo 6MoXuMHu4e-
CKMM aHanu3aM U (PeHOJOTMYECKUM HaOITIOfEHUSIM,
B Cpenneit CuOupu nepBblil MAaKCUMyM KOHIEHTpa-
LM caxapo3bl BO (PJI03ME JTUCTBEHHULBI CHOMPCKOI
HaOmofanu B ¢pa3e pacnyckanus modyek (OceTpoBa,
1977). B Tom ke HacaxjaeHuu oOpa3zoBaHUE TOUY-
HOro cios B 3Toil aze He HaOmropanu (Enarus,
1976), T.e. acCUMHUISTBI Ha OCHOBHBIE POCTOBBIE
MpoIecCchl HE pacxofyroTcd. EcTecTBeHHO, UTO mpu
HU3KUX [TOJIOKUTENIbHBIX TEMIIEPATypax YPOBEHb ca-
xapo3bl nopbImaeTcs (Sauter, 1988), B To Bpemst Kak
cogepkanne MYK cumxaercs (3aypanos, Kunkus,
1982) u ee Tpancnopt nopasinsetcsa (Morris, 1979), a
akTUBHOCTH MYK-0KCcHas3bl pe3KO yBEJIUYUBAETCS
(Omran, 1989). Bce 3T0 JOMKHO NPUBECTU K MOBBI-
IeHnto oTHomIeHus1 caxapo3a/UYK u B cBoro oue-
peib CTUMYJIUPOBAThH J[IeJIeHHE BEPETEHOBUIHBIX
KaMOMalbHBIX WHHLUAJE# CO CTOPOHBI (PIO3MBI
(Digby, Wareing, 1966; Jeffs, Northcote, 1967). To
MIPEANOIOXKEeHNEe TOATBEPKAAeTCA YBETUYEHUEM OT-
HOIIEHUS KJIETOK (PIIO3MBbI U KCUJIEMBI B JINCTBEHHH-
nax paypckoil (Larix daurica) (Epemun, CuBak,
1978), I'menuna (CtacoBa, Heomy0OJI. JaHHbIE), B pa3-
HbIX Bupiax coced (Epemun, 1984) u enu (Epemumn,
Packaros, 1971), pacTymux B CEBEpPHBIX IINPOTaX,
10 CPaBHEHUIO C FOSKHBIMHU HAaCaKJECHUSIMU.

Takum 00pa3oM, MOXKHO yTBEpXKAaThb, UYTO Ha-
MIPaBIIEHHOCTh [I€JIEHNNI BEPETEHOBUAHBIX KaMOM-
ajNbHBIX MHHULMANEH PEryIUpyeTcs TEeMIIEpaTypoOl.
Hanpumep, Bo BTOPOM C€30HE B PAaHHEM HUIOHE Mbl
OTME€Yallil JOBOJILHO HU3KHUE MONOXKHUTEIbHbIE TEM-
nepatypsl (+4...5°C), 4TO He NMoMelano, OfHAKO,
IPOU3BOACTBY KaMOHMEM CUTOBUAHBIX (PIO3MHBIX
3JIEMEHTOB.

[unamuka (OPMHUPOBAHMUS HOBOTO TOJUYHOTO
crnos (pI03MBI B CTBOJAX JIUCTBEHHUIBI CHOUPCKOI,
pacrymeit B Cpegaeit Cubupu, BO MHOTOM MOfI0GHA
AWHAMHKE Pa3BUTHS 1051 PIIO3MBI B CTBOJIAX COCHBI
OOBIKHOBEHHOI, pacTyIIell B TOM e ipeBocToe (AH-
ToHOBa, Cracona, 2006), 3a pa3BUTHEM KOTOPOH Ha-
Ontopanu B Te xe nepuofnl. B ycnosusix Cpepneit
Cubupn guddepeHnmanys CUTOBUAHBIX KIETOK B
JIUCTBEHHULE IPOUCXOAUT BCKOpPE Iocje UX oopaso-
BaHMs KaMOueM, onepekasl NMOsBJICHNE PaHHUX Tpa-
xeny. [locne pa3BuUTHSI MEepe3UMOBABIINX CHTOBUJI-
HBIX KJIETOK KaMOWalilbHble WHHUIHAIN HAYWHAIOT
MPON3BOANTD, KaK BUHO M3 JJAHHBIX TaOJHUIbI, CHA-
4aja (pJ10aMHBIE, a 3aT€M M KCUIIEMHbIE KJIETKH C ITe-
PEMEHHON aKTUBHOCTBIO. MIHTEHCHBHOCTL UX OOpa-
30BaHUs [0 BPEMEHH CE30HA MOXKET JINOO0 COBNAfiaTh,
160 HET, YTO 3aBUCUT OT OOIIel aKTUBHOCTH POCTO-
BBIX IIPOLIECCOB. DTH OCOOEHHOCTH B IMUHAMHUKE pa3-
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CE30HHOE PA3BUTHUE ®JIOBMBI B CTBOJIAX JTMCTBEHHUIIBI CUBMPCKOM

BHUTHSL CIIOS (PIIO3MBI SBISIIOTCS OOIIMMHU JJIS JIUCT-
BEHHUIIBl U COCHBI, PAacTyLUX B OJHOM JPEBOCTOE,
pa3auyKs OTMEYaroTCs IMIIb BO BpEMEHHM pachpefe-
JICHUS! IPOLIECCOB. Y JTUCTBEHHUIIBI OOpa30BaHUE HO-
BBIX KJIETOK KaK KCHUJIEMBbI, TaK U (PJIOSMbI HaUMHA-
€TCsl M03KE, YEM Y COCHBI. B NUCTBEHHMIIE CIIO paH-
HUX CUTOBHJHBIX 3JIEMEHTOB 00pa3yeTcs cO BTOpOu
MIOJIOBHMHBI Masi 10 KOHIA MIOHS, a IIO3HUX — C KOHLIA
WIOHS JO KOHIJa MI0JIi—Havana aBrycra. B cocHe cnoii
paHHe#n oaMbl oOpa3yeTcsl K TpeTbel [ekaje
UIOHS, a MO3JHEN — B KOHIIE HIOHS—Hayalle HMIOJs.
OxoHuanne popMIPOBaHUS CIIOS (PITOIMBI TEKYIIEe-
ro rojia B 000UX Cly4asix 3aBeplliaeTcsl IPaKTHYEeCKU
C OKOHYAHUEM pOCTa OOEroB, HO B INCTBEHHULE 3TO
HaOJIoflaJIOCh B KOHIIE UIONS, a B COCHE — B HaJaje
UIOJIA.

PanHue u nos3gHue cUTOBUAHBIE KIETKU pa3jes-
FOTCSI OJHUM CIIO€M TaHMHOHOCHOW MapeHXUMBI, KO-
TOphIA popMupyeTcst nepey oOpa3oBaHUEM KaMOu-
€M Mo3[HuX Tpaxens. MIHorga oOpasyeTcs 6osee 4yem
OfyH cioil Takux Kietok; Epemun (1981), nanpu-
Mep, HaOIIofal NMPUCYTCTBHE B JIMCTBEHHUIIE JIBYX
[APEeHXUMHBIX CJIOEB U paccMaTpuUBall 3Ty OCOOEH-
HOCTb KaK XapaKTepUCTUKY Bua. Ha Ham B3rusp, ux
HOsIBJICHHE SIBJII€TCS Pe3yJIbTaTOM (pOPMUPOBAHUS B
CTBOJIE JIOKHBIX TOAMYHBIX clloeB KcuieMsl. [lo
KpalHeR Mepe, Ha TEX XKe JIEPEBbsIX, HE COleprKAIUX
JIOKHBIE KOJIbIA B TPEX MOCIEAHUX TOUYHBIX CIOSIX
ApeBecUuHbl, Mbl HAOIIOfANN IPUCYTCTBUE TOJIBKO
OJTHOTO CJI0S1 TAHMHOHOCHO! NMapeHXNMbI B KaXKJOM
U3 coeB cpOpMUPOBAHHON (PIOIMBI.

Huddepennmanys (IO3MHBIX CUTOBHIHBIX 3J1€-
MEHTOB INPOXOfUjia B CPaBHEHHMH C Tpaxeupgamu
O4YeHb OBICTPO, TOIYla KaK pa3BUTHE KCHUIEMHBIX
KJeTOK anutcs oT 20 (paHHME Tpaxeuabl) 10 55 cyT
(kyeTKH NMo3/iHeN ApeBecuHbl) (AHTOHOBA, CTacoBa,
1988; AHTOHOBa, 1999). BrIcTpOE pa3BuUTHE KIETOK
COOTBETCTBYET OUYEHb Y3KOU 30He AuchepeHuaum
(pmoaMHBIX 3meMeHTOB (puc. 1) m mmpoxon (1o
20 KJIeTOK) — y KCWJIEMHBIX KJIeTOK (AHTOHOBA, CTa-
coBa, 1988). AkTuBHOCTb AupepeHunanun Gpaoam-
HBIX KJIETOK 3aBUCHUT OT IOTOJIHBIX YCIOBHH M, Kak
[IpaBUIIO, HAXOAUTCS B IpoTUBO(aze nuddepeHya-
MU KCUJIEMHBIX MPOM3BOAHBIX KamOus. Korpma ax-
THBHOCTH Ju(pepeHnumanuym KCUIEMHBIX KJIETOK
Onarofapsi ONTHUMAIbHBIM TeMIEpaType U ocajgkam
(Antonova, Stasova, 1997) Oblna HauBBICILIEH, NPO-
LecC pa3BUTHUSI CUTOBUHBIX 3JIEMEHTOB 3aJlepPKH-
Baiicsi BO BpeMeHH. M, Ha060pOT, TOPMOKEHHE PO-
CTa M pa3BUTHS TPAaXEUJ COPOBOXKAAIOCH YCKOPEH-
HBIM pa3BUTHEM CHTOBHAHBIX 3JIEMEHTOB. MOXHO
MIPEANOIOXKUTH, YTO 3TO CBSI3aHO C SHAOTEHHON KO-
OpAMHALMEN MPOLIECCOB CONEP3KAHUSI ACCUMMIISITOB
U, B YaCTHOCTH, Caxapo3bl, ypPOBEHb KOTOPOH MOBBI-
HIAeTCs U3-32 TOPMOXKCHHS €€ UCIIOIb30BaHMS.

PapuanbHbIl pa3Mep CUTOBUHBIX 3JIEMEHTOB 110
TOIUIHOMY CIIOIO (DII0O3MBI JOCTHTAET MaKCUMyMa BO
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BTOPOI1 KJIETKE pagualbHOTO psifia, a 3aTeM YMEHb-
maeTcs. Pa3Mep MO3THUX CHTOBUIHBIX KJIETOK MO-
>KeT ObITh B IBa pa3a MEHbIlIe MaKCUMaJIbHOTO pa3-
Mepa paHHHX 31eMeHTOB. COOTHOIIEHWE paguaib-
HBIX pa3MepoOB pPaHHUX M TMO3[AHUX CUTOBHUIHBIX
KJIETOK TOIWYHOTO CIOS (pJIO3MBI B CTBOJIAX JIMCT-
BEHHUIILI M COCHBLI OOBIKHOBeHHO! (AHTOHOBA, CTa-
coBa, 2006) oka3zanucek mogoO6HbI. [TockombKy obpa-
30BaHUE MO3/IHEN IPEBECHHBI CBSI3aHO C BHYTPEHHIM
BOIHBIM cTpeccoM (Zahner, 1963; AnTonoBa, 1999),
Takue W3MEHEHHsI, OYEBUIHO, BbI3BaHLI ajjanTanuei
K Ie(UINTY BIAry, YTO HAGIIOaeTCs IPH epexoe
OT paHHEeH K MO3[HEeN KCUJIEMe U CHUXKAeT BO3MOXK-
HOCTh BO3HHKHOBeHms 3mOoimu (Domec, Gartner,
2002). BuzyanbHble HaOMIOeHNS TOKA3aJIH, YTO IIIH-
pUHA CTEHOK CHUTOBUJHBIX 3JIEMEHTOB HEMPOBOJSI-
et (pJI03MbI JTUCTBEHHUIILI MEHBIIIE, YeM Y KIETOK
aKTHBHO (pyHKIMOHMpYIomen ¢ioambl. Ty ke oco-
OGEHHOCTb OTMEYaJH U JJIsl COCEH, PACTYIIUX B OTHOM
HacaxXXjaeHun ¢ nucTBeHHmIen (AHTOHOBa, CTacona,
2006). ITo cornacyercs ¢ HabmoaeHnAMI HoBukoi
u ap. (1999) mns cocHeI W €U, COTIIACHO KOTOPBIM
000JIOYKU CUTOBUHBIX KIIETOK paclIupsitoTcs Oma-
rofaps TMOSIBJICHUIO NEPIaMyTPOBOTO ciosl. Takou
CIIOi1, IO MHEHHIO aBTOPOB, MOXKET NMPUHUMATh y4a-
CTHE B TPAHCIOPTE aCCUMIISITOB Yepe3 aloIuiacT, a
TaK>XXe peryjimpoBaTh caM TPaHCIOPT, aKKYMYJIUPYs
caxapo3y. [Ipu ymeHbIIIeHnn pa3MepoOB CATOBUTHBIX
3JIEMEHTOB B CTBOJIaX [IEPEBbEB Takasl CTPYKTypHas
ajganTanusi MOXXeT UMEThL OOJIbIIIOe 3HAUCHIHE.

BBenenne cuTOBHIHBIX KIETOK MOCIe uX Andde-
PEHIMANNYU B CION 3penoil pI03Mbl OTHOBPEMEHHO
COIIPOBOXKJAETCSl CXKATHEM KJIETOK IPEeAbIAyLIEro
roga, 4To BeJeT K NOTepe UX TPAHCHOPTHBIX (PyHK-
nuit. Hao0opoT, napeHXUMHbIE KIETKH YBEJIMYUBa-
I0TCs B pa3mepax. [edopmanust paHHUX CUTOBUIHBIX
KJIETOK IIPOMCXOAUT U3-3a IOTEPH TYpropa Ioj Biu-
SIHAEM PaCIIUPSIIOLINXCS MAaPEHXUMHBIX KJIeToK (J1o-
TOBAa, 1987), 4TO B CBOIO OYEPENb CBSI3aHO C OTIIOXE-
HUEM KaJIo3bl B o6osoukax Kinetok (Alfiery, Evert,
1968). Ob6nurepanusi pI03MHBIX KJIETOK NPEAbIAY-
LIEro rofa MpoOUCXOAUT MOCTENeHHO, IO Mepe o6pa-
30BaHUs KJIETOK HOBOT'O FOJMYHOTO CJI0s ¥ IIepexofa
K HAM TPaHCIOPTHBIX (DYHKIUI.

Pacnpeodeaenue kpaxmana. Kpome TpaHcnopr-
HbIX (pyHKIMI (p1o3Ma 3amacaeT BelllecTBAa B aKCU-
anbHON W ny4yeBoil nmapeHxuMe. CormacHo JIoToBO#
(1987), akcmanpHas MapeHXuMa MpOBOJAILEH ¢Iio-
9MbI OOBIYHO COIEP3KUT TaHWHbBI, @ HEIPOBOASILAS,
KpOME TOT0, Kpaxmall U KUpHI.

Hamm rucroxummyeckue HaOIIOAeHUs 3a JIOKa-
nu3anmen Kpaxmana Bo (hJII03Me B XOfIe Ce30Ha COOT-
BETCTBYIOT IMHAMUKE €T0 COACPKaHUsI, ONpefieIeH-
HOTO TpsIMbIMH MeTofaMu. COrIacHO TakKWM HCCIie-
noBanusim (Parkerson, Whitmore, 1972; CypaukosBa,
1977; Sauter, 1988; Sauter, van Clev, 1994; Hansen,
Beck, 1994), konuuecTBO Kpaxmana Ha CyXOW Bec
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TKaHM MaKCUMajbHO B Hayajle BereTaluu Iepe
(popMupoBaHUEM TOAMYIHOTO KOJbIA KCHIIEMBI, 3a-
TeM YMEHBIIIAeTCS ¥ CHOBA MOBBIIIAETCS B KOHIE TO-
pga. B XuBOil KOpe HOPBEXKCKOH €1 COfepKaHhe
Kpaxmajia YMEHBIIAJIOCh OT Hayajia KaMOWaJbHOWU
akTHBHOCTH J10 KoHna neta (Egger et al., 1996).

MpbI mpocnenunu 3a M3MEHEHHWEM 4YHhciia Kpax-
MallbHBIX 3€pEH M WX JIOKaln3aluuend B 3JTeMEeHTax
pyHKIMOHMpYIOWIEH (PI03MBI U (PIIO3IMHBIX IJIEMEH-
TaX, c(pOPMUPOBAHHBIX B IPEABIAYIINE TOMIbI, B 3aBH-
CHUMOCTH OT Tuma ¢popMupyrouierics apesecutbl. Co-
[JIACHO HAIIUM HAOIOJEHUSIM, CYIIECTBYIOT 3HAUYU-
TeJbHBIE pA3JIMUus B pa3Mepax 3epeH Kpaxmalia U ux
JIOKaJU3alliy, CBsI3aHHbIE C aKTUBHOCTHIO Tpoliecca
o0pa3oBaHUs paHHEN W NMO3AHEN KcuiaeMbl. B utone
30Ha (pI03MBI, MpUIIeXKaIasi K KaMOUIo, COEeP>KUT
MUHUMaJbHOE KOJUYECTBO Kpaxmajia. BeposiTHO,
9TO OOYCJOBJIEHO €ro HCIOJb30BAaHUEM HapaBHE C
(porocuHTEeTaTAMI Ha (DOPMHAPOBAHWE BTOPUIHBIX
CTEHOK TPaXEHj] paHHEH IPEBECUHBI B CTBOJIE (AHTO-
HoBa, CracoBa, 1992; Antonova, Stasova, 2002), BTO-
puuHOi KcuneMbl B moOerax (CracoBa, AHTOHOBA,
1989), a TakKe Ha bIXaHHUE B YCIOBUSIX MMOABIEHUS
¢oTocuHTE3a U3-3a BBLICOKOH TeMIepaTyphbl HW/UIN
BogHOro paedunuta. MoOunmszagusi Kpaxmaiaa U3
(p7TO3MHBIX CTPYKTYD 1IJIa IEHTPHUIETANBHO. B aBry-
cTe (POTOCUHTE3 Y JIMCTBEHHUIILI OOBIYHO YBEIUYU-
BaeTcs W3-3a OJIAaTONPUATHBIX MOTOAHBIX YCIOBHI
(I'onmomazoBa, 1978; IllepbaTiok u ap., 1990). Tak
KaK B 9TO BpeMsl OCHOBHbIE POCTOBBIE MPOIECChl B
IepeBe yXe 3aBepIIatoTcs, 3a UCKIFOUSHNEM pa3BH-
THSI BTOPUYHBIX CTE€HOK MO3[HUX Tpaxeuny (AHTOHO-
Ba, CracoBa, 1992; AntonoBa, 1999; Antonova, Sta-
sova, 2002), yacTh aCCHMUJISITOB HAUMHAET OTKJIIaIbI-
BaThCS B 3aIlac B BUJIe Kpaxmala 1 ero CofepaHue B
MapeHXUMe YBEJTUUUBAETCI K KOHIy Mecsia. AKKY-
MYyJISIIAS. KpaxMalia Ha 3TOT pa3 MPOUCXOIUT B TPO-
THBOIIOJIOKHOM HamnpasieHnu. CHavaiia OoH HOSIBIS-
eTcsl B JIy4ax, a 3aTeM B aKCHAJILHON apeHXuMe.

B Teuenue Bcero ce3oHa Kpaxmali B JIy4eBOH Na-
peHxuMe KaMOMalbHON 30HbI JIMCTBEHHMIbI MBI HE
HaOmofganu. OHAKO €ro MPUCYTCTBAE B KaMOUU OT-
Medalu ISl BEYHO3EJIEHbIX XBOWHBIX, HAIPUMED, B
CTBOJIaX COCHbI OOBIKHOBEHHOW Ha ceBepe Cubupu
(aeomny0u1. faHHBIE) MITM B CTBOJIAX €JIU IIEpe]] Berera-
LIUEH IOCle HAarpeBaHMs CEKLUUH CTBOJIOB MO3[AHEN
3UMOW U paHHell BecHOIl Ha XokkKaifo (Oribe et al.,
2003). B nociegHeM citydae 3TO MOXKET ObITh CBsI3a-
HO ¢ nornomenueM CO, mpu Temmeparypax 4yTb
BBIIIIE HYJIS, KOrya (pOpMUPOBAHUS KCHIIEMBI eIIe He
Habmogaercs (Fry, Phillips, 1977; Troeng, Linder,
1982; bBonoupuuckuit, 1983; CyBoposa u ap., 2002 ).

Memaboaumwt 8 x00e pazsumus ¢aoambl. Ba-
pbUpOBaHHE B ypOBHE METaOOIUTOB MOXET OBbITh
BBI3BAHO HE TOJILKO M3MEHEHUEM MeTaboInu3Ma Kiie-
TOK, HO ¥ BO3/ICHICTBAEM OKPYXKAOIIHX (DaKTOPOB HA
ACCUMWISIIMOHHBIN  anmapaT, CHUCTEMY JajbHEro
TpaHCIIOPTAa, a TaKKe BOJHBIN MOTEHIWAJ JepeBa.
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WM3BecTHO, YTO BHYTpEHHU IePULIAT BIIaru B iepeBe
BbI3bIBacT 00pa3oBaHue NO3AHEN KcuiieMbl (Zahner,
1963). Bo3Hukath TakoW Ae(UIAT MOXKET BCIe-
CTBHE BHEIIHETO BOHOT'O Ae(UINTA, BEICOKON TEM-
epaTypbl BO3/IyXa, MOBBIIIEHHON COTHEYHOH pajina-
WU ¥ TPAHCIUPAIUH, TO3TOMY U3MEHEHNS B ACCHMHU-
JAATaX MOXKHO pacCMaTpUBATh TaKKe Kak WHAYIU-
POBaHHBIE BOJHBIM CTaTyCOM JlepeBa.

B nospHeM HroHE Npy pa3sBUTHN PaHHEN JPEBECH-
HbI KaMOManbHas 30Ha CO CTOPOHBI (PJI0O3MBI U KCH-
JIeMbl COfiep:Kalla B pacyeTe Ha KJIETKY MUHUMAlb-
HOE KOJIUYECTBO YIJIEBOJIOB, aMIHOKHUCIIOT, OPTaHH-
YeCKHUX KUCIOT IO CPAaBHEHHUIO €O 3pesoil proaMoi u
pacimpsIIoIUMuUcs KieTkamu Keuiaembl. Kak oTme-
yajia Xosoposa (1978), B gensimuxcs KaeTKax 3amac-
HOH (pOHJ] YTIIEBOJOB OYEHb MaJl UM COBCEM OTCYT-
CTBYeT. BeposiTHO, 3TO OOBSCHIET HU3KOE COiepKa-
HUAE MeTa0OJMTOB B KaMOHMaJbHOW 30HE IO Cpas-
HEHHUIO C COCETHUMHM TKaHSIMU, MOCKOJBKY MOCTYIa-
IOIIKE caxapa M aMUHOKHUCIOTHI Cpa3y K€ pacxomy-
IOTCSA Ha BHYTpI/IKHeTO‘{HbIﬁ CUHTE3 U QHEpreTuye-
CKHeE 3aTpaThl.

B mnpepenax kaMOWanbHON 30HBI COAEpP>KaHUE
BCEX I'PYII aCCUMUJISTOB 3aBUCUT OT CIeIaTN3aln
KJ1eTOK. KcnnemHbie KileTKr KaMOHanbHON 30HbI CO-
mep>kaT GOJIbIIIe aMIHOKHCIOT W OPTaHMIECKUX KHC-
JIOT, HO MeHblIe (DEHOJIOB U YIIIEBOAOB, YeM (PII03M-
HbI€ KJIETKHU 30Hbl. DTO O3HA4YaeT, YTO METa0O0IU3M
KJIETOK, Pa3HbIX MO NPHUPOJie TKAaHEH, OTIMIAETCS
y>Xe Ha paHHUX crajudx auddpepeHuuanuu. TkaHe-
cnenupMIHbIC PA3IMYUs B MAPUNAH-HYKJICOTUTHON
cHCcTeMe W B aKTUBHOCTH JETHpOTeHa3 ObLIN ycTa-
HOBJICHBI B KCUJIEMHBIX U (DIIO3MHBIX IIPOU3BOIHBIX
kambust Robinia pseudoacacia L. (Magel et al., 1996).

ITocne co3peBaHusi CATOBUHBIX 3JIEMEHTOB (IIO-
3Mbl U BCTPAUBAHMS UX B OOIIYIO TPAHCIOPTHYIO CH-
CTeMy COfiepXKaHMEe YIJIEBOJOB B HHUX 3HAUUTENILHO
yBeIan4uBaeTcs. PocT pacTsskeHneM Tpaxens Kak Mmo-
rIIOIIAOIIas 30Ha UMeeT apyrue ocodeHnoctu. Co-
fiepKaHKe YIIEBOJOB B PACTYIUX KJIETKAX KCHUIIEMBbI
BBIIIIE, YEM B TAKUX XK€ KIETKAaX KaMOUalbHO 30HbI,
HO HMN2KE, YEM BO (1)JI03MC, YTO YKa3bIBa€T Ha MOBbI-
HIEHHBII pacXof] caxapoB Ha BHYTPUKJIETOUHbBIN CUH-
T€3 U CHHTE3 KOMIIOHEHTOB KJIETOYHBIX CTEHOK, HE-
CMOTps Ha aTTparupyromuit a¢p¢gekT 30HbI pocTa.

PaccmaTpuBast CTpyKTypHBIE OCOOGEHHOCTH pajiv-
aNbHOTO TPAHCIOPTa B HANpaBiieHWU (pro3aMa-KCH-
Jema u kcunema-gpaosma, Ban Ben (Van Bel, 1990)
yKa3bIBaJ Ha CIENN(PUIECKyI0 POJIb KaMOUaTIbHON
30HbI. CornacHo Ban beny, pa3rpyska ¢gpaosmsl npo-
HCXOMUT IJIaBHBIM 00pa3oM depe3 amoIuiacT, u3Me-
HSISICh B CIICIMANIBHBIX YCIOBHSX HA CHMILIACTHBIN
MyTh, HO PafialIbHBIN TPAHCIOPT K KCHUJIEME WAET
yepes ayud 1o cumiacty. OgHako JydyeBasi mapeH-
XHMMa SBISIETCS PE3YIbTATOM AEJIEHUN TyUYeBbIX NHH-
uuanent (Esay, 1980), u HesicHO, BOBHUKAIOT JIX IJ1a3-
MOJIECMBI B XOfie JIeJIeHUs JIy4eBbIX MHUIUaIen. B
cocHe (Pinus radiata), HaipuMep, MIIa3MOJIECMEHHbIE
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CBSI3U ¥ IOPOBBIE MOJISI HEe HAOJIOIaIu HUA B BepeTe-
HOBU/IHBIX WHUIMASAX, HAU B PafiHAbHBIX CTEHKaX
HenupepeHIuPOBaHHbIX KaMOUaJIbHBIX KJETOK
(Barnett, Harris, 1975). OHu BO3HUKANIU TOJIBKO C PO-
CTOM KJIETOK pacTsKeHueM. M3 aToro ciegyer, 4To
MyTeM I TPAHCIIOPTa B pagraIbHOM HANpaBIICHAN
OT (PJIO3MBI K KCUJIEME CIYKUT, MO-BUJUMOMY, HE
TOJIBKO CHMIIJIACT JIYYeBOH MAPEHXNMbI, HO U €€ aIo-
IJIacT, a TaKXke, BO3MOXKHO, anoIllacT pagraibHbIX
CTEHOK KJIETOK BEPETECHOBHIHBIX WHUIHANECH M X
MPOU3BOAHBIX. XUMHUYECKOW OCHOBOM 151 TPAHCIIOP-
Ta BEIECTB MO aloILIACTY MOTYT CIY>KUTD 3apssKeH-
Hbl€ TPYMIbI BEIeCTB MaTpukca (AHUCUMOB U JIp.,
1981) u, B YacTHOCTH, KUCNbIE IEKTUHBI, TPEUMYLIE-
CTBEHHO JIOKAJIM30BaHHbIE B KaMOWAJILHON 30HE B
pagmanbHBIX cTeHKax (Catesson et al., 1994). imenHo
paguanbHble CTEHKHU CIy>KaT, IO MHEHHUIO aBTOPOB,
amoIuUTaCTHBIM TyTeM depe3 KaMOHWaJIbHYIO 30HY.
Bricokyio MeTabommyecKkyro aKkTUBHOCTh amoIiacTa
7 €ro yJacTue B PEeTyJsAluu TPAHCHOPTa aCCHMMUIIS-
TOoB oTMevanu Takxke YukoB u Baruposa (2004).
Ydacrtre anorutacTa B 3arpy3Ke U pa3rpy3Ke acCuMH-
JIITOB MOXKET KOHTPOJMPOBATLCS €r0 BOAHBIM IO-
tennmanom (Wolswinkel, 1985). Ilpegnomaraercs,
HanpuMep, YTO 3epKabHOE U3MEHEHNE BOTHOTO IO-
TEeHIMAaJIa KJIETKH 1 €€ aroIyIacTa siBisieTcst (pusnde-
CKOIl OCHOBOH IyJIbCAllUil CKOPOCTU pOCTa TPaxeup
COCHBI OOBLIKHOBEHHOI (Antonova et al., 1995).

B urone 3penble KieTKu (IIO3MBI cofepKat
MEHBbIIIE AMIUHOKHUCIIOT, YeM pacTylle KIETKHA KCH-
JeMbl, a (PJIO3MHBIE IIPOU3BOAHbIE KaMOUsl — MEHb-
1e, 4eM KCHJIEMHBIE. DTO, OYEBUHO, OOBSICHAETCA
KaK pajguajbHbIM TPaJUeHTOM COfEp>KaHUsI aMUHO-
KHUCJIOT, TPAHCIIOPTUPYEMBIX OT KCHIIEMBI K (prIoaMe,
TaK U pa3HOU MHTEHCUBHOCTBHIO UX MeTaOOIMu3aluu 1
YPOBHEM CHHTE3a O€JIKa B 30HAX (DII03MBbI U KCUIIEMBI.

Yro KacaeTcs OpraHn4YeCKux KHUCJIOT, UX COACP-
2KaHHuE€ BO (1)JIO3MHBIX KJIE€TKaxXx MCHBbIIC, 4YEM B
KCUJIEMHBIX TPOU3BOIHBIX KaMGI/IH, OCOOEHHO B pac-
TyoquX KJII€TKaX KCUJIEMBbI. OpraHquCKue KHCJIOThI
MOTYyT OBITH OJJHUM U3 OCMOTHUYCCKUX BCIICCTB, CIIO-
CO6CTBYIOHII/IX POCTY KIIETOK. YPOBCHB ClDeHOIIOB n3-
MCHSICTCA B IPOTUBOMOJIOKHOM HAIIpABJICHUN.

B Havane aBrycra, B Iepuoj, pa3BUTHS MO3IHEN
KCHJIEMBI, KOJJMYECTBO ACCUMUJISATOB B KIIETKAX TO-
K€ 3aBUCHT OT UX clelu(UKHU U CTauu pa3BuTus. B
3peoit (p103Me YPOBEHb YIIIEBOJOB U (PEHOJIOB yBe-
JTUYNBACTCS, & AaMUHOKHUCIIOT ¥ OpPTaHMYEeCcKUX KHC-
a0t — noHmxkaetcs. HampoTus, pacTtymue KieTKu
KCHJIEMBI COfiep3KaT MEHbIIIE YTIIeBOAOB U (PEHOJIOB,
HO OOJIbIIIE AMUHOKUCIIOT W OPraHWYECKUX KHUCIOT
[0 CPaBHEHUIO CO 3pesioil piroamoil. [10BOIbHO HU3-
KU MyJI paCTBOPUMBIX YTIIEBOJOB B 30HE pPOCTa Tpa-
XeHj] MOXeT ObITh PE3yJIbTaTOM MOBBIIIEHHOT'O pac-
XOJla aCCUMUJISITOB Ha Pa3BUTHUE KIIETOYHBIX CTEHOK
no3gHux Tpaxeund. [1o cpaBHeHHIO ¢ MTOHEM (PYHKIIH-
OHMPYIOIE KJIETKH (PIIOAIMBI COflepKaT B TMEPHOT
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¢popMupoBaHusl MO3[HEN KCUIEMBbI MEHBIIIEE KOJIH-
YECTBO YIVIEBOJIOB, OPraHWYECKUX KHUCIOT, aMUHO-
KUCNoT U ¢eHonoB. KneTku kamMOManbHONW 30HBI B
aBrycre (10 CpaBHEHUIO C WIOHEM) COfiep>XKaT He-
CKOJIBKO OOJIbllle YITIEBOAOB M OOJblle (PEHONIOB 1
MMOYTH OJUHAKOBBIE KOJIMYECTBA OPTaHNYECKUX KHC-
JIOT U aMUHOKMUCIIOT.

YPpOBHE OpPraHUYECKUX KHUCIOT M (PEHOJIOB B aB-
rycre, Kak M B HIOHC, UMCIOT MNPOTHUBOIIOJIOXKHBIC
TPEH/BI, YTO YKa3bIBAaCT HA MCIOIH30BaHUE KUCIOT B
cuHTe3e (DEHOJIOB. YBENHUeHHE cofiep>KaHus heHo-
JIOB B 3peJioil pJI03Me COOTBETCTBYET NMPHUCYTCTBUIO
MapEeHXUMHOTO CJI0s, COilepKallero TaHUHbI. B pac-
TYIIMX Tpaxeugax (PeHOJIbHbIE COSIUHEHUs!, MO-BH-
AUMOMY, aKKYMYJIHUPYIOTCS KakK NPERIIECTBEHHUKA
JUTHUHA.

Kaxk ormeyvanocs Bbilie, B cocTaBe (peHOIOB IpH-
CYTCTBYIOT TJIaBHBIM 00pa3oM CBsI3aHHbIE (DEHOJIO-
KHCJIOTBI, a CBOOOHbIE 3aHUMAIOT He 6oJjiee 3.5%. B
KaMOMaJIbHO! 30HE CBOOOAHBIX (PEHOJIOKHUCIOT ObI-
70 OOJbIlle B WIOHE, YeM B aBryCTe, a B PaCTYIIUX
KJIeTKaxX KCWJeMbl OOJbIlle, YeM B 3pesiont (hiiosaMe.
Casi3aHHBIE (DEHOIBI B 3peiion pII03Me MOTYT OBbITh
PEe3YyIbTATOM COEJUHEHHSI C HEKOTOPBIMH YIIIEBOJ-
HBIMH TOJIUMEpaMu Wi O€JIKaMU, Kak 3TO HaOIroa-
JIOCh MEX/Y KpaxmajoM U GeJKOBBIMU (PpaKIHSIMK B
MJIacTUaX (PIOIMHBIX KJIIETOK THIIOKOTHIIEH eJn
(Dexheimer et al., 1997). B kiieTkax KcujieMbl CBSI3aH-
Hble (DEHONOKUCIOTHI MOTYT HAXOAUTHCS B BIJIE KOHB-
IOraToB C ToOJucaxapuaMu KakK pe3epBHbIH (DOHJ
IS TIOCIENYIOIIeH TUTHA(DUK ATINN.

Taxkum o6Gpa3oM, oOpa3oBaHuEe KaMOMEM KIIETOK
(o3aMbl, cCKOpOCTh UX AU PepeHnnannuu 1 BCTpan-
BaHUs B OOIIyI0 TPAaHCHOPTHYIO CHCTEMY JiepeBa, a
TaKXKe COfiepXKaHue B HUX META0OJIUTOB 3aBUCUT OT
IIOTOJHBIX YCJIOBI/IfI " HAIIpaBJICHHOCTU POCTOBLIX
IPOIIECCOB B KCHIeMe (PaHHSISL WM IO3/IHSS ApeBe-
CUHAa).
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Seasonal Development of Phloem in Siberian Larch Stems
G. F. Antonova and V. V. Stasova

Sukachev Institute of Forest, Siberian Branch of the Russian Academy of Sciences,
Akademgorodok, Krasnoyarsk, 660036 Russia

e-mail: institute@forest.akadem.ru

Abstract—The seasonal development of phloem in the stems of Siberian larch (Larix sibirica Ldb.) was stud-
ied over two seasons on 50—-60-year-old trees growing in a natural stand in the Siberian forest—steppe zone.
Trees at the age of 20-25 years were used to study metabolites in differentiating and mature phloem elements,
cambial zone, and radially growing xylem cells in the period of early and late wood formation. The develop-
ment of the current-year phloem in the stems of 50-60-year-old trees started, depending on climatic conditions,
in the second—third decades of May, 10-20 days before the xylem formation, and ended together with the shoot
growth cessation in late July. Monitoring of the seasonal activity of cambium producing phloem sieve cells and
the duration of their differentiation compared to the xylem derivatives in the cambium demonstrated that the
top production of phloem and xylem cells could coincide or not coincide during the season, while their differ-
entiation activity was always in antiphase. Sieve cells in the early phloem are separated from those in the late
phloem by a layer of tannin-containing cells, which are formed in the period when late xylem formation starts.
The starch content in the structural elements of phloem depends on the state of annual xylem layer develop-
ment. The content of low molecular weight carbohydrates, amino acids, organic acids, and phenols in phloem
cells, cambial zone, and xylem derivatives of the cambium depends on the cell type and developmental stage
as well as on the type of forming wood (early or late) differing by the cell wall parameters and, hence, by the
requirement for assimilates. Significant differences in the dynamics of substances per dry weight and cell were
observed during cell development.

Key words: ontogeny, phloem, sieve cells, cambial activity, differentiation, metabolites, Siberian larch.
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