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Abstract. A theoretical and experimental verification of a simple hypothesis was carried out in this
study to determine if features of the anatomical structure of coniferous annual rings (in a case study of
pine trees from moisture-deficient growth conditions in the steppe zone) quantified in tracheidograms
of annual rings can be used to reconstruct the kinetics of seasonal growth. During two sharply different
growth seasons, sampling was performed periodically, and seasonal growth of tree rings was measured
where the forming annual ring was separated into zones (cambium, extension zone, zone of cell wall
thickening, zone of mature tracheids). Based on these data and total tracheidograms, a simple scheme
for converting the variability of the radial cell sizes into cumulative and differential cell production
curves was proposed. Statistical analysis revealed both correspondence and discrepancies between
theoretical and experimental data, showed the prospects of the proposed approach, and suggested the

need for longer seasonal observations.
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AnHoTanus. B pabore npoBeseHa TEOPETHKO-IKCIIEPUMEHTAJIbHAS TPOBEPKA IPOCTON I'MIIOTE3bI:
MOT'YT JI1 0COOCHHOCTH aHATOMUYECKOT0 CTPOCHUS TOJMYHBIX KOJIEL] XBOWHBIX (Ha IIPUMEpE JIePEBEB
COCHBI U3 Je(DUIIMTHBIX 0 YBJIAKHEHHUIO YCIIOBUI POCTa B CTEITHOM 30HE), 3a)MKCHPOBAHHBIC
KOJIMYECTBEHHO B TPaxeUAOrpaMMax FOAUYHBIX KOJIEI, ObITh MCIIOJIB30BAHBI JUIsI PEKOHCTPYKITMH
KHHETUKHU CE30HHOro pocta. Ha npumepe IByX pe3Ko pa3aHyarolUuXcs CE30HOB POCTA, B TEUEHUE
KOTOPBIX C 0TOOPOM HEPUOANYECKUX TTPOO U3MEPSLIICS CE30HHBIM POCT TOJUYHBIX KOJIEI] C Pa3/ieIeHHeM
(opMHPYIOLIErocst FOMYHOr0 KOJIblia Ha 30HbI (KaMOMii, 30HA PACTSKEHUS, 30Ha yTOJILECHHS! KIETOUHOM
CTEHKH, 30HA 3PEJIbIX TPAXEUI), 1 UTOTOBBIX TPAXEUI0IpaMM MPEJIOKEHA ITPOCTAs CXeMa IiepecueTa
M3MEHYMBOCTHU PaJHAJIbHBIX Pa3MEPOB KJIETOK B KYMYJISATHBHYIO U AUPPEPEHIINATBHY IO KPUBbIC
NpoAYKIUHU K1eTOK. CTaTUCTUYECKUH aHAIU3 BBISIBUII KaK COOTBETCTBHUSI, TaK M PACXOXKJICHHUS MEXKIY
TEOPETUYECKUMH U IKCIIEPUMEHTAIbHBIMU JTaHHBIMH, IPEACTABUII MIEPCIIEKTUBBI MPEIJIaraeMoro

noaxona v ykasall Ha H606XO,I[I/IMOCTL Oonee JIIATCIIBHBIX CE30HHBIX Ha6JHOZ[GHPII>i.

KuaroueBble ciioBa: cTenHas 30Ha, COCHa O6I>IKHOBCHH35{, CE30HHBII POCT, TpaxenaA0rpaMmal, paﬂI/IaJ'ILHHﬁ

pa3Mep KJIETKH, MOJICITHPOBAHHE.

Bbuaarogapuoctu. VccienoBanue BbINOMHEHO 1pH prHAHCOBOM noaiepkke PODU B pamkax HayuHOro
npoekta POOU Ne 19-04-00274.

Lutuposanue: XKapkos, M. C. UTo MOXKET 1aTh KOJIMYECTBEHHASI aHATOMMUS JJIsl KHHCTHKH KCHJIOTCHE3a: aHAIN3 PaAHalIbHBIX
pasmepos kinetok / M. C. XKapxkos, JI. B. BenokonsitoBa, M. B. ®outu, E. A. babymikuna, E. A. Baranos / XKypn. Cu0. denep.
yH-Ta. buonorus, 2021. 14(1). C. 84-96. DOLI: 10.17516/1997-1389-0342
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BBenenue

Ce30HHOE Pa3BUTHE XBOWHOIO APEBECHOIO
pPACTEHHS YETKO OTpa)kacTcsi B CTPYKType dhop-
MUPYIOMIEroCs TOJMYHOTO KOJIbIA: KPYIHBIC
TOHKOCTEHHBIC KJICTKH PaHHEH IpeBEeCHUHBI, 00e-
CIIEYUBAIOIINE BOCXO/SIINE TOTOKU BOJIBI U MU-
HEPAJIbHBIX BEIIECTB B MIEPHO AKTHBHOI'O POCTA
u (hopMupoBaHus HOTOCHHTETUIECKOTO arlapara
pacTeHHsI, TOCTEIICHHO CMEHSFOTCSI TOJICTOCTECH-
HBIMH KJIETKAMH MEHBIIUX PaIUaIbHBIX Pa3MEPOB
BO BTOPOH MOJIOBHHE ce30Ha (SI1eHK0-X MeTIeBCKHH,
1954; YaBuaBanze, 1979; Baranos u np.,1985;
Vaganov et al., 2006; Cuny et al., 2014; Carteni et
al., 2018). HauanpHBII HHTEPBAI CE30HA CONPSKEH
U ¢ OO0JIbIIICH aKTHBHOCTHIO KaMOUSsI, YTO OTpaska-
€TCsl B YBEJIMUECHUU Pa3MEPOB KaMOHUATbHOI 30HBI
Y 30HBI, 3aHTON PACTATUBAIOITUMHUCS KICTKAMHU
(Deslauriers et al., 2003; Rossi et al., 2007; Huang
et al., 2014). B Teuenue cezona pocra GUKCUPY-
€TCsl IOCTEINIEHHBIH MePexo/] KJIETOK 13 KaMOus
B 30HY PaCTSIXKCHHUsI, 3aTEM B 30HY OJPEBECHCHHUS
KJIETOYHON CTEHKH, YTO B UTOI'C 3aKaHYMBACTCS
MOTEPEHl KJIIETKH MPOTOIJIA3Mbl M BKJIIFOUCHHEM
ee B (popMUPYIONIYIOCS BOAOMPOBOSINYO CH-
cremy — kcriiemy (lamaneit, 1972; Larson, 1994;
Vaganov et al., 2006; Olano et al., 2014; Prendin
et al., 2017). OCOOEHHOCTH KMHETUKHU Ka)X0r0
JTana B KOHEYHOM MTOI'e OTPAKAIOTCS B OKOH-
YaTeJbHBIX aHATOMUYCCKUX XapaKTECPUCTUKAX
TpaxewJi: paaralibHOM pa3Mepe U TOJIIMHE Kiie-
TouHOU cTenku (Baranos u ap., 1985; Camarero
et al., 2010; Martin-Benito et al., 2013; Cuny et al.,
2014; Rossi et al., 2014). Pe3oHeH BOmpoc, MOXKHO
JIU, U3MEPsisi aHATOMHYECKUE XapaKTEPUCTUKHU
c(hOpMUPOBAHHBIX TpaxeuJ, MOJIyunuTh HHDOP-
MAIIMO O HEKOTOPBIX BaXKHBIX KHHETUYECKHUX T10-
Ka3aTeJsiX Ce30HHOTO (pOPMHUPOBAHUS KCUIICMBI.
B nanHo# paboTe MbI IPEANPUHSIIH MONBITKY
MPOBEPHUTH OJHY IMPOCTYIO TMIIOTE3Y — MOT'YT JIH
panuanbHble pa3Mepbl Tpaxeu | ObITh KOITUYE-
CTBCHHBIMH TOKA3aTEIIMU CKOPOCTH MPOIYKIIUU

KJICTOK B TCUCHHEC CE30HA.

MarepuaJibl U METOAbI

Obvexmbl uccie0o8anus

OOBeKTaMu UCCIEAOBAHUS OBLIIH 1EPEBBS
cocHbI (Pinus sylvestris L.), mpouspacraromiue
B Pa3HOBO3PACTHOM COCHOBOM Oopy MuUHYCHH-
ckoit kotioBuHBI (53°39' ¢. 1., 91°35' B. 1., 320 M
Hazy. M.). Knumart paiiona uccnenoBanuii pe3xo-
KOHTHUHECHTAJIBHEIH, CO CPEHETOIOBOI TeMIiepa-
Typo#i B 1,2 °C 1 KOTMYECTBOM OCaJKOB OKOJIO
340 mm/rop (0 MHOTOJICTHUM JIaHHBIM METEO-
crannun «Munycuack» (WMO ID29866, 53°41'
c. L., 91°40' B. 1., 250 M Hax y. m.; https:/meteo.
ru; Fonti, Babushkina, 2016; Belokopytova et al.,
2019; Tychkov et al., 2019). Tum meca — Me30K-
cepoduIbHbIN OOp, HATIOYBEHHBIN TOKPOB JIH-
IAaHHHUKOBBIN, 0COKOBO-3JIaKOBO-Pa3HOTPABHBIH.
ComknyTOCTh — 0,6, cpenHuit tuametp — 38 cm,
BbicoTa — 21 M. [IpoekTUBHOE MOKPBITHE TOAJIECKa
(kaparaHa, KU3WIBHUK, ITUTOBHUK) — 30 %, mpoexk-
THUBHOE MOKPBITHE TPABSTHO-KYCTPHHIKOBOTO sIpyca
(kacaTHK PyCCKHi, TUMO(EEBKa CTEITHAS, MATIHK
JIYTOBOM, MIPOCTPEIT KEITCIOIINH, BACHITUCHUK
Manbiit) — 4050 %. st u3mMepeHnit ce30HHOTO
pocta B 2013 u B 2014 rT. OBLIIH OTOOPAHBI 10 5

JIEPEBBEB B IPEBOCTOE Bo3pacToM 35—40 merT.

Ce3oHHble Uusmepenus

B Teuenne ce3onoB 2013 u 2014 rr. (c Havada
ampens 10 CepeanHBI CEHTAOPS) y BEIOPaHHBIX
JIepeBbEB OTOMPATIN KEPHBI APEBECHHBI JUTHHON
0K0JI0 1 cM (¢ BKIIFOUeHHEM 2—3 TOIUYHBIX KOJEI
HPEeIBIAYIIUX JET POCTA) IT0 OKPYIKHOCTH CO CMe-
HICHHUEM C TIEPUOTUYHOCTHIO | pa3 B Hemento (Rossi
et al., 2006; Ziaco, Biondi, 2016; Fonti et al., 2020).
OO6pa3siibl puKCHpoBaH (TIUIEPUH-CIIUPT-BOIA
(Dypcr, 1979)), 3aTem B 1aOOPaTOPHBIX YCIOBUIX
¢ HUX Ha canHOM MukpoTtome Thermo Scientific
Microm HM 450 6buti oy ueHst ToHKHE (15 MKM)
TIOTIEPEYHBIE CPE3bl, KOTOPbIE OKPAILINBAJIH pac-
TBOPOM acTpa-ronyooro (2 %) u cappanuna (1 %)
JUIs KOHTPACTHOT'O OKPAIIMBAHUS JTUTHUPHIIH-

POBAHHBIX U HeHI/IFHI/I(l)I/IL[I/IpOBaHHBIX KJICTOK.



Mikhail S. Zharkov, Liliana V. Belokopytova... What Quantitative Anatomy Can Provide for Kinetics of Xylogenesis...

Ywuco KIeTOK B pa3inuHbIX 30HaX (popmupy-
FOLIMXCS KOJICL] M3MEPSLIIH C TIOMOIIBIO CHCTEMBI
anasm3a nzoopaxenwuii (Carl Zeiss Jena, Germany)
u nporpammuoro nakera AxioVision SE Rel. 4.9.1.
B kax10M roiMyHOM KOJIblLI€ U3MEPSIIN S5 PSII0B
KJIETOK, 3aTeM 3HAYCHHS YCPEIHSIII, TPH STOM BbI-
JIeJISLTN 30HBI: KaMOMasbHasl, PAaCTSHKEHNU S KIIETOK,
30Ha IEPBUYHON JINTHU(DUKALIMH U 30Ha 3PEIBIX

Tpaxeuu.

Hzmepenus mpaxeuoozcpamm

Ha nocnennux ce3oHHBIX 00pasnax (cepe-
JIUHA CEHTSIOPsI) OBLIN POU3BECHbBI H3MEPEHUS
XapaKTEPUCTHK TPAXEHJ IMOITHOCTHIO CHOPMHU-
poBaHHBIX ToAUYHBIX kojer 2013 u 2014 rr.
AHaTOMHYECKHE KIETOUYHBIC XapaKTEPUCTHKH
JIPEBECUHBI IepeBbEB ObLIM U3MEPEHBI Ha TIpe-
rapaTtax IOIepedHbIX CPEe30B APEBECHHBI IIPH
MOMOIIY CUCTEMBbI aHaJin3a U300pakeHuil, co-
cTosIIel N3 OMOJIOTMYECKOr0 MUKpOCKoa AXio
Imager D1, USB-Buneokamepsr AxioCAM Mrc5
1 KOMIIBIOTEpa C yCTAHOBJICHHBIM ITPOrPaMMHBIM
obecmneuenuem Lineyka u ProcessorKR, co3nman-
HbIMH 1. 6. H., ipod. I1.T1. Cunkunbiv (Cunkus,
2009, 2010). DTa cuctema MO3BOJISIET U3MEPATH
pasMepsl KIeTok u ux yacreid (Munro et al.,
1996). B ka)x10M KOJIbIIE I U3MEPEHUs BHIOU-
paiu 5 psIoB KJIETOK ¢ HAaMOOJIBINEH M0 b0
nonepevnoro cedenus (Babushkina et al., 2019).
IIporpamma Lineyka (puc. 1) moxet paborats
C JIIOOBIM CTaHAAPTHBIM rpadrueckum (paiiom,
COZIeprKaIINM N300pakeHHUE MTONIEPEYHOT0 cpe3a
TOJIMYHOTO KoJiblia. MI3MepeHue paccTosiHUsI OCHO-
BAHO Ha I0JICYETE KOJNIECTBA ITHMKCENeH MEX Ty
KOHI[AMH M3MEPSIEMOTr0 OTPE3Ka C MOCIEAY FOIIUM
YMHOKEHHEM MX KOJIMUECTBA Ha KOIPPHUIIUESHT
MaciTabupoBaHus (ONpeaesIeMblil s KaXI0ro
pexXMMa yBeIMYEHHsI MUKPOCKOIa Mo (oTorpaduu
MHKPOMETPA), T. €. pa3Mep MHUKCEIsl H300paXKeHUsI.
Lineyka nmeer nBa pexxnma U3MEpeHUs — pyIHOH
U mojyaBTOMaTuueckuil. B mpouecce usmepe-

HHS 002 peXnMa MOXKHO YepeIoBaTh B JIIO00H

MIOCTIEIOBATENBHOCTH. B pexxume pyuHOro nu3me-
PEHHS OTIepaTop BIOTh PAIUATEHOTO Psiia KICTOK
KypCOpPOM KOMITBIOTEPHON MBIIIHN 33/1a€T KOHIIBI
ITOCJIEIOBATEIBHBIX OTPE3KOB, JUIMHY KOTOPBIX
HE00X0IMMO U3MEPHUTH (paanuaIbHOrO AHaMeTpa
nroMeHa LD v TONIUHEBI ABOWHON KJIETOYHON
crenku 2CWT). B nmosmyaBTOMaTHYECKOM PEKHU-
M€ KypCOpOM 3aJaeTcs EeITUKOM JTUHUS depe3
BECh PaJMAIBHBIN P KIETOK, M IO UHTCHCHUB-
HOCTH I[BETa N300paKCHUS BIOIb dTOH JUHUHU
pacro3HaroTCs TPaHUIIBI IIOMEHa U CTeHKH. [lanee
B mporpamme ProcessorKR ocyiiectsisercs nep-
BUYHAs 00pabOTKa H3MEPEHUIL: Ha OCHOBE pa3mepa
JIIOMEHA U TOJILIUHBI JBOWHON KJIETOYHOH CTEH-
KU IIPOU3BONUTCS pacueT pajualbHOTO pa3Mepa
(D=LD+2CWT) 1 ogMHapHOH TOJIIMHBI CTEHKN
JUTSE KK JION KJIETKH, 3aTeM — HOPMUPOBAHHE KaXkK-
JIOTO psiia H3MEPEHUN K CPEIHEMY KOJIUYECTBY
KJIETOK B U3MEPEHHBIX PalHaJIbHBIX PsIiax Mo KaxkK-
JIOMY KOJIBITY THOO K (PMKCHPOBAHHOMY KOJIHYe-
CTBY KJIeTOK. [ToCKONBKY Ka)k/J0€ TOANTHOE KOJTBIIO
Y 9KCIIEPUMEHTAIIBHBIX JIEPEBBEB B HCCICIOBAHHBIC
T'OJ[bl HACYUTHIBAJIO PA3HOE KOJUYECTBO KIIETOK,
TO U3MEPCHHBIC TPAXCUIOT PAMMEI (I3MEHYHBOCTH
paauanbHBIX Pa3MEPOB U TOMIIUHBI KJIETOYHON
CTEHKH B OTICIBHBIX PSaX OT BHYTPEHHEH I'pa-
HHUIIBI KOJIbIIA K BHEIIHEH) CTaHAapTU30BATUCH
K CpEHEMY YHCITY KJIeTOK N, U3MEPEHHBIX IS
5 nepesbeB (Vaganov, 1990; Belokopytova et al.,

2019), T. e. k 32 u 50 KJIETKaAM COOTBETCTBEHHO.

Ananumuyecxoe npeobpazosanue
PaouanbHbIX pasmepos

8 Ce30HHYI0 OUHAMUKY pocma

VcxonHas rumoTe3a COCTOUT B TOM, YTO OT-
HOCHTEIbHAsI CKOPOCTh IPOAYKIHH (T. €. CKOPOCTb
BBIX0/Ia KJIETKH M3 KaMOUsl B 30HY PacCTSIKEHUSI)
€CTh MPONOPIHOHAIbHAS (QYHKIUS OT Pauaib-
HOTO pa3Mepa kieTku. [Tpu aToM ocHOBHOE 0Ty
LIEHHE: KaXJasi IOoCIe0BaTeIbHAs KIETKA B U3-
MepsieMON Tpaxeua0rpaMMe TOSABISICTCS B 30HE

PACTAKCHUS TTOCJIC r[pez[meCTBonu_[ef/i ¢ onpeac-
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Puc. 1. ABTOMaTH3MPOBaHHOE U3MEPEHHE JIIOMEHA U IBOWHON KJIETOYHOW CTEHKH (OIIMCaHKE B TEKCTE)

Fig. 1. Automated measurement of lumen and double cell wall (description in the text)

JICHHBIM BPEMEHHBIM HHTEPBAJIOM. AHAJIUTHYECKU
TUIOTE3a BHIPAXKAETCS KAk

V-V, =a*(D,-7). ()
rre V; — CKOPOCTh MPOAYKIINH i-TOH KISTKH (KJIe-
TOK B CYTKH); V) — CKOPOCTb JIeJIeHUS] KaMOHalib-
HOW MHUIHAH (JICJICHHUE ITPOUCXOIUT TPHUMEPHO
Kaxapie 25 cyT, T. €. V= 0.08 k1eToK B CyTKH,
10 OIICHKaM, IPEICTaBIICHHBIM B paHee OIryOIn-
KOBaHHBIX pabotax: MBanos, 1987; 'pud, sa-
HOB, 1995; Larson, 1994; Vaganov et al., 20006);
D; — panuanbHbIi pa3mep i-TOH KJICTKU (MKM);
7 MKM — MUHUMAJIBHBIH pa3Mep KIIeTKH, HaOmoia-
€MBbIil IIPU ee repexoyie B 30HYy PacTsDKeHUS (TIpH-
HSIT IO CPEIHEMY paJuaIbHOMY pa3Mepy KIETOK
KaMOHaJIbHOM 30HBI B HCCIICAYEMBIX 00pa3iax);

0. — KO3 (HUIUEHT MPONOPIUOHATBHOCTH.

l'mmoTesa 0 MpONOPIMOHATBEHOCTH PauaThb-
HBIX Pa3MepPOB KJIETOK U CKOPOCTU UX MPOIYKIIMH
IIPH PACCMOTPEHHUH TPaXEUAOTPaMMBI IPUBOIUT

K cleqyoIIel 3aBUCUMOCTH:
L=y*T), @)

rze t; — IpOMEeXyTOK BPEMEHH MEXy IPOAYK-
nueit kamobuem D;; u D;-To# Ki1eToK; y — K03~
¢unuenT nponopunoHaiabHocTH. CyMMa t; COOT-
BETCTBYET BCEMY IIEPUOAY CE30HHON MPOTYKIUH

KJIETOK, T. €.
T=y*> 1, =*> (1/V) mai=l.. N, (3)
rae T — nepuog nponyKUuu KJIETOK, CyMMapHas

JUITHTEIBHOCTh TeHEePAIUH Tpaxeu] OT epBOn

J0 HOCJ'IGZ[HCfI KJIETKU B TpaxeuaorpamMmme.
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[TosTOoMYy npu OnpeaeaeHHOMN BBIIIE 3aBH-
CHUMOCTH MEXIY pPaIHalIbHbIM pa3MepOM KIIETOK
U CKOPOCTBIO IMTPOAYKIINH KIIETOK JITIsSL pacdeTa Impo-
MEXYTKOB BpEMEHH MEX Ty ITPOAYKIHEH (TTlepexony
13 KaMOHs B 30HY PAaCTsKEHHS) KaXkI0H moce-
JIOBaTEJIbHOM KJIETKH B TPAaXxenuJa0rpaMMe HY>KHO
TaKke 3HaTh nepuol nponykuuu T. [Ipaktuuecku
MOKHO oueHuTh T aByMs criocodamu: 1) rmo nu-
HaMUKe TeMIlepaTypbl (BBILIE IPEASIIBHOTO 3Ha-
yeHus1, Harpumep 5 °C (IpH OTCYTCTBUH TaHHBIX
CE30HHBIX U3MEPEHHUH KMHETHUKN)); 2) TOA00pOM,
MaKCUMU3HPYS KOPPEISIUIO MEXK/Y PaCUeTHOM
KPHBOIT CE30HHOTO pOCTa M N3MEPEHHOM (B ClTydae
HaJIMYWs CE30HHBIX HaOmroaeHui). Takum 00-
pas3oM, 3Hast U3MEPEHUS paguaIbHbIX Pa3MEepoB
KJIETOK I10 TPAXEHOT'PAMME U OLECHKY JUTHTEIb-
HOCTH MPOAYKIHH KJeToK B ce3oHe (T), moxkHO
paccuuTaTh BpeMs IOSBICHHS KaX 10 TTocie1oBa-
TEJIBHOM KJIETKH B 30HE PACTSKEHUS (TPOAYKITUA
KaMOHMaJIbHOH 30HOM) N BOCCTAHOBUTH KHHETHKY

NPOAYKIINHU KJIETOK B TEYEHHE CE30HA.

Pe3yabrarhl
Ce3zonnvle ocobennocmu

memnepamypbvl U 0Cadkos

B 2013 r. ycTOoiluMBO€ MOBBIIIEHUE TEM-
nepaTtypsl Beime 5 °C ormedaeTcs ¢ 27 anpens
(DOY=117), nocturaetr MakCUMyMa B IIEPBYIO
MOJIOBHHY HIOJNA U CHIDKaeTcst Huxe 5 °C ¢ 9 cen-
Ts160pst (DOY=252). Ocanku, 9TO TUITHYIHO JIJIS
JIAHHOT'O pEeruoHa ¢ Ae(pUIUTOM yBIaXKHEHUS,
HEpaBHOMEPHBI M HEZIOCTATOYHBI B IIEPBOI1 IOJIO-
BHHE C€30Ha, 0COOCHHO B UIOHE U IEPBOii OJIOBUHE
utosst. B 2014 r. B Hauaze ce30Ha Temueparypa
MOJHMMAJIaCh MEAJCHHO, K0aIeO0sCh 0Kk010 5 °C
B TeUYCHUE ABYX MecsaIeB ¢ 19 mapra (DOI=79)
no 19 mas (DOY=140). 3aMeTHBIN 1 3HAYUTEIb-
HBIH MTOABEM TEMIIEPATYPbl OTMETHIICS CO BTOPOH
HOJIOBUHBI HIOHS TIPU JIOCTATOYHO PABHOMEPHOM
pacripeielIeHuH 0CaaKoB BO BpeMeHu. CHIKeHNe
TeMrepaTypbl Hike 5 °C mpor3onuio ¢ 23 ceHTs-
6ps (DOY=267).

Kunemuxka xcunozenesa u mpaxeu()oepaMMbl

Ha puc. 2 npeacraBiieHbl yCpeaHEHHbBIE
TpaxeuaorpamMmmsbl (a, 0), HCIOJIb3yeMble JJIs
KHHETHYECKHUX PACUYETOB, a TAK)KE SKCIIEPUMEH-
TaJbHBIC U PACUCTHHIC KHHETHYECKHE KPUBHIE:
JUHAMHKA YUCIEHHOCTH KJIETOK B KaMOHWAJIbHOM
30HE (1, €) ¥ 30He pacTsHKEHUS KIETOK (K, 3), KpH-
BBI€ HApaCTaHUS 0011 YHCIEHHOCTH KIIETOK
B GOpMUPYIOLIEMCS TOAUYHOM KOJIblIe (U, K) U
CKOPOCTb IIPOAYKIIMHU KJIETOK (JI, M), ©3MEPEHHbIC
1 pacCYUTAHHBIE IO BHIIICONMCAHHON cxeme. J{ms
pacyeta oOmuii mepuox cezona mpoxykuuu (T)
OBLJI Ha TAaHHOM 9TaIe OLICHEH U3 dKCIIEPUMEH-
TaJIbHBIX KWHETUYECKUX KPUBBIX U paBHsuics 160
cyT mist 2013 u 165 cyrt — nust 2014 1. O6a rona
CYIIECTBEHHO PA3JINYHBI KaK 110 KHHETHKE, TaK
1 TI0 Tpaxeuaorpammam. B BepxHeii gactu puc. 2
IIPUBEJICHBI TPAXEU A0 PAMMBI (M3MEHUHBOCTbH pa-
JUAJIBHBIX Pa3MEPOB KJIETOK U TOJIIHUHBI KJIETOY-
HOH CTEHKH), HOpPMUPOBAHHBIE K CPETHEMY UUCITY
KJIETOK B TOIMYHBIX KOJIBLIAX SKCTICPUMEHTAIBHBIX
JIepeBbEB HA MOMEHT 3aBEPILICHUS CE30HA POCTa
(x 20 cenTsOps). 2013 r. XapaKTepU3yeTCs YETKO
BBIPKEHHOHN (IyKTyanuei MI0THOCTH JPEBECHHEI
(intra-annual density fluctuation, IADF) (Camarero
et al., 2010; Popkova et al., 2018), o6pa3oBanHOI
3HAYUTENbHBIM YMEHBIICHHEM paJHuaIbHBIX Pa3-
MEpPOB HECKOJIBKUX KJIETOK BO BTOPOH ITOJIOBUHE
panHelt npeBecunbl, 2014 T. — TUUYHBIN TOJ
C MTOCTETIEHHBIM YMEHBIIEHUEM Pa3MepOB KIETOK
OT paHHEH JPEBECUHBI K IIO3JHEH 110 Mepe IIPo-
JQYKIIMH HOBBIX KJICTOK B ce30He. [Ipu 3TOM OTHO-
CUTENbHAS YUCIEHHOCTH KJIETOK C YTOMIIEHHBIMU
CTEHKaMH TaKKe CYIIECTBEHHO pa3iuyaeTcs: 62
u 33 % must 2013 u 2014 rr. cooTBeTCTBEHHO. H-
TEPECHO, UTO MEPBbIE KIETKN NEPEXOJHON 30HbI
(yBeM4eHHE B YTOJIIECHUHU KJICTOYHON CTCHKH)
B 2013 r. 3anumaroT 12—13 no3uuu B HOpMUPOBaH-
HOH Tpaxeu0rpaMMe 1 IPOn3Be/ICHbI OHH B KOHIIE
utoHs. B 2014 1. nepBble KJIETKU MEPEXOIHOM 30HbI
3aHUMAIOT 3536 Mo3UIMK B HOPMUPOBAHHOH Tpa-

XeuaorpaMmMe 1 1o KHHETUICCKUM JIaHHBIM ITPO-
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Puc. 2. Tpaxemnorpammsl (1 — panuanbHbIi pa3Mep KIETOK, 2 — TOJNIIUHA KJICTOYHON CTCHKH) (a, 0), IMHAMUKa
TeMIIepaTypbl H OCAJKOB (B, I) © U3MEPEHHbIC KHHETUYECKHUE XapaKTEPUCTUKHU (4UCIIO KIETOK B KaMOMU
(1, €), 9UCII0 KIETOK B 30HE PACTSIKEHUS (3K, 3)) TONMYHBIX Koser cocHBI B 2013 u 2014 rr. B HuxHE#H yacTi
pHCYHKa — COmOCTaBJICHUE U3MEpPEeHHBIX (1) U pacyeTHBIX (2) KPUBBIX HapacTaHUS OOMIETO YHCIIa KIETOK
KCHJIEMbI YOPMHUPYIOLIETrocst TOANYHOrO KOJIbIA (U, K), @ TAKIKE PACYCTHBIX KPUBBIX CKOPOCTHU IPOYKIIUH KICTOK
(71, M) M3 TpaxeuaOrpaMM 3a TH HKE OB

Fig. 2. Tracheidograms (1 —radial cell size, 2 — cell wall thickness) (a, b), dynamics of temperature and precipitation
(c, d) and measured kinetic characteristics (number of cells in cambium (e, f), number of cells in the extension zone
(g, h)) of pine tree rings in 2013 and 2014. In the lower part of the figure, there is a comparison of the measured (1)
and calculated (2) curves of the increase in the total number of cells in the xylem of forming ring (i, j), as well as
the calculated curves of the cell production rate (k, 1) from tracheidograms in the same years
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IyLIUpYIOTCs (MIOSIBISIOTCS B 30HE PACTSIKEHUST)
TaKXe B KOoHIe nioHs. Ecim o abcnmcce y Tpaxe-
UJ0TPaMM H3MEHSIETCS YHUCIIO KIETOK (0T MepBOit
JI0 TIOCJIeTHEH B M3MEPEHHBIX paIHaIbHBIX Psijiax),
TO BCE HMXKEPACITIOJIIOKEHHbIE I'Pa)UKU UMEIOT
110 abcuycce BpeMEHHYIO IKally (B IHIX roga
ot | sauBaps — DOY).

OCHOBHOE pa3iIuyne B KIMMATHUECKUX yC-
JIOBUSIX COTIOCTABJISIEMBIX JIET — HAJIMIUe JJI1-
TEJIBHOTO (0KOJIO | Mecsa) yMepeHHOTo ToJbeMa
TeMmepaTypsl A0 Hadyana uioHs B 2014 1. (puc. 2s,
2). IMEeHHO B 3TOT NMepHoJ YUCICHHOCTH KJIETOK
B KaMOUaJIbHOI 30HE B TOIMYHBIX KOJIbLAX COCHBI
JOCTUTAeT MAKCUMYMa, YTO OTpa)kaeTcsi U B O0JIb-
el YUCICHHOCTH KJIETOK B 30HE PACTSIKEHU S
1 OKOHYATEJIBHO B OOJbIIeH 00IIeH Mpo1yKIIHH
KJIETOK 32 ce30H (B cpenneM 50 kietok). [Ipu aTom
pe3Koe MOBBIIICHNE TEMIIEPAaTyPhl B CEpeIHE
UIOHS (pHC. 22) OT3BIBAETCS MAKCUMYMOM KJIETOK
B 30HE PACTSIKEHHSI U YCKOPEHHEM NTPHpPOCTa 00-
e YUCICHHOCTHU KJIETOK B TPeX 30HaX (puc. 23,
k). B 2013 1. xkamOuii cpearupoBai Ha MEPBIT
HOABEM TeMIIepaTyphl (MaiiCKuit), HO HEBBICOKOIT
YUCJICHHOCTBIO, 3aTE€M YUCICHHOCTh KJIETOK KaK
B KaMOHH, TaK U B 30HE PACTSIKEHUs yMEHbIIANACH
B T€UEHHUE HIOHS-TIEPBON J€KaIbl HIOJISL, BTOPOH
«TUK» aKTUBHOCTH MPOSIBUJICS B UIOJIC-aBIyCTE
(puc. 20, src). MOKHO Monarath, 9TO B 3TOT CE30H
BTOPOM MUK aKTUBHOCTH KaMOUsl, OTBETCTBEH-
HBIH 32 MOSIBJICHUE «JIOKHOTO KOJIBIIa, CBSI3aH
C COUeTaHHEM BBICOKHX TEeMIIepaTyp U CEpUH HH-
TEHCUBHBIX JJOXKJCH B IIEPBO ITOJIOBHHE HIOJIS,
YTO 00ECIEeUNIIO XOPOIINe YCIOBHS TSI pOCcTa
TOAMYHOTO KOJIBLA.

PacueTHBIe KPHUBBIE KHHETHKHU CE30HHOTO
pocTa Mo pajuaIbHBIM pazMepaM TPaxeu]l Ipu-
BEZICHBI HA PUC. 2u-M B ABYX BapHaHTax: Kak Ky-
MYJISITUBHBIC KPUBBIE OOIIET0 KOJIMYECTBA KIETOK
B (hopMupyromiemMcst KoJibie (CyMMapHOE YHCIIO
KJICTOK B 30HE PACTSDKEHUS, yTOJIIEHHUS KIETOY-
HOW CTEHKH U 3pENbIX TPaxeum), KOTOpbIe CpaB-

HUBAIOTCA C OKCIICPUMCEHTAJIbHBIMU KPHUBbIMU,

u nuddepeHIraibHO KaKk CKOPOCTh MPOYKIIHH
kietok. Ha puc. 3 npuBenens! rpaduku xoppe-
JSIAH MEXKAY PacueTHBIMU KyMYJISITUBHBIMHU
KPHUBBIMH POCTA, & TAK)XKE MEXYy PACUCTHBIMH
KPUBBIMH CKOPOCTH MPOAYKLUH U YUCICHHOCTHIO
KJICTOK B KaMOMaJIbHOI 30HE 1 30HE PacTsIKEHUSI.
Koppesnsiuust KyMyJIsSTHBHBIX PACYETHBIX U KC-
MIEPUMEHTAIBHBIX KPUBBIX KOJINUYECTBA KIETOK
(puc. 3a) ouens Bricokas (R>0,9), Ho oHa ompene-
JISIETCSI BO MHOT'OM CE€30HHBIM TPEH/IOM B yBeJIHYe-
HUU NPOAYKIIMH KJIETOK B Kouiblie. [Ipu aTOM co-
rimacue B 2013 1. (Tof ¢ JIO)KHBIM KOJBIIOM) JTyYIIIE,
yeM B 2014 1. B 2014 r. pacueTHas KyMyJIsSTUBHAS
KPHBasi 3aMETHO MPEBBIIIAET SKCIICPIMEHTAIBHY IO
B II€PBOI TOJIOBHHE CE30HA U XOPOILIO COTNIacyeTcs
€ TaKOBOH BO BTOpOil nosioBuHe cezoHa. Koppe-
JISILUST PACUETHBIX CKOPOCTEH MPOILYKIIUHU KIETOK
C YHCIICHHOCTBIO KJICTOK B KAMOWHM M 30HE PaCTs-
xKeHus (puc. 36, ) 3HaUMMa, HO 3aMETHO MEHBIIIE
(0,53—0,72) u pa3dpoc 3HaYCHU JOCTATOIHO Be-
quK. [Ipy 5TOM MOXHO OTMETHUTB CYLIECTBEHHOE
PacXO’K/JICHUE B AIIIPOKCUMHUPYIOIINX MOJIEISIX
perpeccuu Jisi YUCICHHOCTH KIIETOK B KaMOMU
(puc. 36) MeX Iy TOAAMU U JIydIllee CXOXKICHUE
B MOJIEJISIX JUISL IBYX JIET JUIsI YUCIICHHOCTH KJIETOK
B 30He pacTspkeHus (puc. 36). Ho yerko npocie-
JKUBAETCS TO, YTO YHCIECHHOCTH KJIETOK B 30HE
pacTsKeHUs OOJIbIIe MPU OOIBIINX 3HAYCHUSIX
pacueTHOM CKOPOCTH MPOAYKIIMH KIETOK. JTO
CIPaBEIUIMBO U 7151 OoJiee Y3KUX (MEHBIIIE 00IIas
MponyKIus kaetok) konen 2013 r., u nus 6onee

ITUPOKHX KoJietl, chOopMUPOBaHHBIX B 2014 T.

O0cy:xnenne

Pesynbrarsl NpoBEepKU UCXOAHON TUIIOTE3HI,
a UMEHHO MOXHO JIU 110 TPaxeua0rpaMme roany-
HOTO KOJIbIIA C/I€IaTh OLEHKU KUHETUKHU CE30HHOTO
pocTa, Ha MpUMEpPE ABYX CE30HOB sl IEPEBbEB
COCHBI U3 CTEIIHBIX YCIIOBUHN [10KA3aJIU CIIEY0-
wee. [lepecuet paauaibHbIX Pa3MePOB KIETOK
B KUHETUKY MPOAYKIHUH KJIETOK (KYMYJISTUBHYIO

" CKOPOCTH HpOI[yKL[I/II/I) J0CTAaTOYHO aaCKBaT-
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Fig. 3. Correlations and linear regressions of calculated and measured characteristics in 2013 (circles) and 2014
(crosses): measured and calculated total number of cells in the forming ring (a), calculated cell production rate
and measured number of cells in cambium (b) and in the extension zone (c)
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HO cpabotai B ce3oHe 2013 1., B ce30HE ¢ 0c000it
CTPYKTYPOH TOMUIHOTO KOJIbIA (BHYTPUCE30HHOE
(hopMHUPOBaHKE «JIOKHOT0» KOJIbIIA), HO TIOKa3aJjl
CYIIECTBCHHOE PACXOXKICHUE C IKCIICPUMCHTAIb-
HBIMH BEJIMYMHAMH JJ151 00JIe€ «HOPMATBHOTO»
roga pocta (2014 1.), B Te4eHHE KOTOPOTO Chop-
MUpPOBAJIACh 3HAYUTEIbHAS J0JIs KJIETOK paHHEH
JPEBECHHBI, @ TOJICTOCTEHHBIE KIICTKH TIePEXOIHON
U 1103]1He# 30HbI cocTaBmin 33 % oT 0011ero Ko-
JUYecTBa KJIETOK B Koublie. Hanbomnee 3ameTHOE
PacXoXkJACHUE MEXKY PaCUETHBIMH CKOPOCTIMHU
MPOAYKIINY ¥ YHCICHHOCTHIO KJIIETOK B 30HE pac-
TSDKEHUsI (OLICHKA POy KTUBHOCTH KJIETOK KaM-
6uem) (Rathgeber, 2017; Castagneri et al., 2017)
MPUXOJUTCS Ha HAa4YaJIbHBIH 3TaIl Ce30Ha poCTa.
B stoT nepuop cezona 2014 r. pacueTHas CKOPOCTh
HNPOAYKIMHU JOCTUT'AET MaKCUMaJbHbIX 3HAYE-
HUU, HO €CJTH B KaMOWaTBHOM 30HE YHCIIO KIETOK
TOXe OJIN3KO K MAaKCUMYMY, TO KJIETOK B 30HE
pacTsHKEHUsS 3aMETHO MEHbIIIE. SICHO TIOHIMas,
YTO YUCIIEHHOCTH KJIETOK B 30HE PACTSIKEHUS —
KOCBCHHBI TIOKa3aTeh a0CONFOTHOW POy KIUU
KJIETOK KamMOueM (ompenenseTcsi Kak CKOPOCThIO
MPONYKIIUA KIETOK KaMOHMEM, TaK M CKOPOCTBIO
Y JUTMTEIBLHOCTBIO pacTsikeHus kieTok) (Cuny
et al., 2014; Carrer et al., 2017; Rathgeber, 2017),
ABTOPBI psiJia ACTAIBHBIX PA0OT yOSAUTEIBHO JIe-
MOHCTPHUPYIOT, YTO JUITHTEIHBHOCTD PACTSIKCHIS
Tpaxeu/bl BHOCUT CYLIECTBEHHO OOJIBIINI BKJIA]
B €€ OKOHYATEIBHBIA pa3Mep, 9eM ero CKOPOCTh
(Cuny et al., 2014; Cuny, Rathgeber, 2016), mosTomy
COIIOCTABJICHHE PACUCTHOIN CKOPOCTH MPOTYKITUU
KJIETOK U UX YMCIIEHHOCTH B 30HE PACTSIKCHUS
BITOJTHE OIPaBIaHHO.

YHCIIEHHOCTh KJIETOK B KaMOHUH, TOXKaIyH,
MoKa3aTeab, UMCIONIUI HAUOOIBITYI0 OTHOCH-
TEJIbHYI0 OIINUOKY B U3MEPEHHUSX, JJISI OLICHKH
KOTOPOT0 OBLIO UCIIOIB30BaHO HECKOIBKO ITH-
Tosornueckux metonoB (Larson, 1994). bonee
TOTO, OH CYIICCTBEHHO BapbUPYET y Pa3HbBIX Jie-
PEBBEB C PA3HOW 3HEPrUeil pocTa, YTO BHOCUT €LLE

6OJ'ILH.IyIO BapI/Ia6GJ'IBHOCTL IpH OOCHKE JaHHOT'O

KuHeTH4eckoro mokasarens (Wodziski, 1971;
Deslauriers et al., 2003). B ce3one 2013 1. MbI Ha-
OJIr01aeM JTIOCTATOYHO aKTHBHBIH IIEPEXO0/] IEPBBIX
KJIETOK M3 KaMOUs B 30HY PacCTsIKEHHUS, OJHAKO
B ce3oHe 2014 1. mepexoj U3 KaMOus B 30HY pac-
TSDKEHUSI CYIIECTBEHHO 3aMEJIITAIICS BCIICACTBHE
HEBBICOKO TeMIIepaTypbl B 3TOT Ieproz (B cpej-
HeM okotto 10 °C mo cepequHbI HIOHS). 3HAYCHUE
paHHEJICTHEW TEMIIEPATYPbl 1JIsI KHHETUKH [TPO-
JOYKITMHA KaMOHMeM KIIETOK paHHE! JpeBECHHBI IO~
TBEPXKIAIOTCS KaK MPSIMBIMUA JAHHBIMHU (DCHOJIOTHH
KaMOus, TaK ¥ JAHHBIMU MOJICITHPOBAHUS CE30H-
Horo pocra (Vaganov et al., 2006; Evans et al.,
2006; Yang et al., 2017; Du et al., 2020; Tychkov
et al., 2019). Tem He MeHee painaibHbIe pa3Mepbl
KJIETOK, IIPOAYIHPYEMBIX B 3TO BPEMs B CE30HE
2014 r., oka3anauch B UTOre OOJIBIIE, YEM B aHA-
JIOTMYHBIN E€PUOJ B TOAUYHBIX KojJbLax 2013 r.
3T0 ¥ 00yCIOBUIIO 3HAYUTEIBHOE PACXOKICHUE
MEXIy PACUCTHBIMU U SKCIIEPHUMEHTAIEHBIMHU KH-
HETHYECKUMHU KpUBBIMH. C IPYyTrOil CTOPOHBI, €CIIN
paccMaTpHuBaTh YHCICHHOCTH KJIETOK B KaMOHH,
TO 37ech B ce30He 2014 r. oTMeuaeTcs 3HauMMast
KOPPEISALHUS C PACICTHONU CKOPOCTHIO TIPOIYKIIUU
ki1eToK (puc. 36). UUCICHHOCTD KIETOK KaMOUs
TaK)Xe CBs3aHA CO CKOPOCTHIO POCTa (TPOITYKIIHH)
KJIETOK B CAMOM KaMOWH, U B 3HAYUTEIILHOM YHCIIE
paboT moKa3aHo, 4TO 00IIast MPOMYKITUS KIIETOK
B TOAMYHOM KOJIBIIE TIPSIMO MPOIMOPIIHOHATBHA
YHUCITY KJIETOK B KAMOUU B aKTUBHBIN IIEPUOL PO-
cra (Gregory, Wilson, 1968; Ceunepckas, 1999;
Vaganov et al., 2006; Drew, Downes, 2015). Ilo-
3TOMY €CJIM YMEPECHHAas TeMIIepaTypa B Hadalie
ce3oHa 2014 1. MorIIa ciep>KUBaTh OBICTPBIN Iepe-
XOJT KJICTOK B 30HY PACTSDKCHUS, TO MTOBBIIIICHHAS
YHCJCHHOCTD KJIETOK B KaMOWHM B HaJaje ce30Ha
2014 1. BIOJTHE COOTBETCTBYET YCKOPEHHOMY PO-
CTYy KJICTOK B caMOi KaMOmarpHO# 30He. To ecTh
HCIIO0JIb30BAHHOE HAMU OTIPEICICHUE MPOAYKIIUN
KJIETOK KaK X CYMMapHOTO 9¥cia B 30HaX pacTs-
JKCHUsI, YTOJIICHUS KJICTOYHON CTCHKH U 3PEIIbIX

Tpaxeua J0JKHO OBITh CKOPPEKTHPOBAHO C yue-
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TOM CKOPOCTH JICJCHHI KJICTOK B CAaMOi KaMOHU-
aJIbHOH 30HE. DTO MOXET TPaHCPOPMHUPOBATH
paccMmaTpuBaeMyro HaMH THIIOTE3Y, HO IOTpedyeT
OoJiee JUTUTEIIHHBIX HAOIIOCHHUH 32 CE30HHOM
AKTHUBHOCTBIO KaMOust U nudpepeHnpoBKon
tpaxeua. [lomarast naHHY0 pabOTy JOCTATOTHO
MHUOHEPHOU, MBI YBEPEHBI, YTO KOPPEKTUPOBKA
aJICOpUTMa MepecyueTa JaHHbIX Tpaxeua0rpaMm
B KMHETUYECKHE XapaKTEPUCTUKHU CE30HHOTO (op-

MHUPOBaHUA TOAUYIHOI'O KOJIblId UMECT XOPOLIYIO

MIEPCIIEKTHBY, IIOCKOJIbKY B TAKOM ClIydae B pyKax
HCCIIeIOBATENSI MOXKET OKa3aThCs YHUKaJIbHBIN
Marepuall, KOTOPbIH MO3BOJIUT HE TOJIBKO HC-
M0JIb30BATh OOBIYHBIC CTATHCTUYCCKHE METOIBI
JUUIs1 COIIOCTABJICHHUSI aHATOMUYECKHX XapaKTe-
PUCTHK M KJIMMAaTHYECKUX U UHBIX (PaKTOPOB,
HO U OoJiee AeTalbHO pacCMaTPUBATh BIUSHUE
KJIIMMaTHYeCKUX (aKTOPOB Ha OTACIBHBIC (a3bl
nuddepeHIMPOBKY KIETOK KCUIIEMBI B IIPOLIECCE

(1)0pMI/Ip0BaHI/I$[ T'OAUYHOI'O KOJIbLA.
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