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IMo naHHBIM CKaHUPYIOILLIEH JIEKTPOHHO MUKPOCKOITMU U3YUY€HBI 3TAIbl pAHHETO MOpdoreHe3a MpoCcThIX
(HeBETBSIIMXCS) Y COXHBIX (BETBSIIIIMXCS) OMHOKJIETOYHBIX BOJIOCKOB Y IBYX BUIOB poaa Draba — D. si-
birica (Pall.) Thell. u D. daurica DC. IeomeTpuio popMooOpa3oBaHMs OLICHUBAIN, AHAIU3UPYS BHYTPUH-
UBUAYAJbHYIO U3MEHYMBOCTb KOJIMYECTBEHHO-MOPGOJOrMYeCKUX XapaKTepUCTUK (POPMUPYIOLIUXCS BO-
JIOCKOB JIMCTOBOM TIJIACTUHKY Y LIBETOHOCA.Y BCEX TUITOB BOJOCKOB U3YUYEHHBIX BUIOB MOBEPXHOCThH BO-
JIOCKOBOM KJIETKM CHavyajia IpuHUMaeT cepurudeckylo, a najee — U-obpa3Hyio GopMy ¢ HMIMHAPUUIECKOMN
MPOKCUMAJIBHOM U cheprueckoii nuctaabHoi 3oHaMu. [1py 06pazoBaHUM CIOKHBIX BOJIOCKOB POCT TIJIO-
1AW JUCTAJIbHOMN 30HBI YCKOPSIETCS, YTO BEJIET K pacujeHEeHUIO ee oObeMa Ha OTaelibHble chepruueckue
y4acTku, MOpdoreHe3 KOTOPBIX MOBTOPSET HavyabHbIE 3Tarnbl MopdoreHe3a Bcell BOJIOCKOBOM KIIETKU,
0o0pa3ys MpocThie (HEBETBSIIMECs ) WM CI0XKHBIE (BETBSIIMECS ) Ty4u BoJjiocka. JlarepaabHasi IOJISIPHOCTh
BOJIOCKOBOM KJIETKM COBMAaeT, KakK MpaBWIO, C TPOKCUMOIUCTATbHOM TOJIIPHOCTHIO JIUCTA.
KonunyecTBeHHO-MOpdoornyeckue JaHHbIe TTO3BOJISIIOT BBIBECTU €AUHBIN 1JIS1 BCEX BOJIOCKOBBIX KIJIETOK
aJITOPUTM U3MEHEeHUsI (POPMbI — POCTOBOI LIMKJI C YepenoBaHueM (a3 YBeJIMYEHUs] U YMEHbIIEHUST KpU-
BU3HBI HApy>XXHOI KJI€TOUHOI IMOBEPXHOCTU, KOTOpAs SBJISIETCS aKTUBHOM OOOJIOUKOI, pacTSIruBaeMoOi
BHYTPEHHUM [JIaBJIEHUEM, HO MPU ITOM CIOCOOHON K aKTUBHOMY YBEJIMYEHUIO CBOEH TUIOLIAAU 32 CUET
BCTpauBaHUSI HOBBIX CTPYKTYPHBIX 371eMEHTOB. OTJIMYUTEbHON YePTOI MPEIOXKEHHOU MOJIESIU SIBJISIETCS
reoMeTpuyecKass HEOMHOPOJHOCTb JBVXKEHUSI TIOBEPXHOCTHU, BeAyIasl K UCKPUBJIEHUIO PAJUYCOB €€ KpU-
BU3HBI U1 BOBHUKHOBEHUIO B HEW BHYTPEHHUX (AaKTUBHBIX) MEXaHWUYECKUX HarpsikeHuil. [Ipu ymeHblie-
HUU OTHOLUEHUS IUIOLIAAM MTOBEPXHOCTU O0OJIOUKH K €€ 00beMy MPOCTPAHCTBEHHO ONHOpPOoAHAsT hopMa
yTpauuBaeT yCTOMYMBOCTb: IHEPTETUYECKU 00Jiee BbITOAHBIM CTAHOBUTCS MEPEXO] OT YIIPYTroro CONpoTUB-
JIEHUsI BHYTPEHHEMY JIaBJIEHUIO K aKTUBHOMY COIPOTUBJICHUIO C TTIOMOIIbIO U hepeHIIMPOBKI KPUBU3-
Hbl. B ocHOBe pocta u MmopdoreHe3a akTUBHOW OOOJIOUKU JIEXUT YepeaoBaHue (a3 BbIpaBHUBAHUS JIO-
KaJIbHOM KPUBU3HBI, “3apsiKaloliero” 000JI0UKYy aKTUBHBIMUA MEeXaHWYEeCKMMU HATpsKEHUsIMU, U “pas-
PAOKK” 3TUX HAIIPSDKEHU, YTO BedeT K arddepeHIIMPOBKE JIOKAIbHON KPUBU3HBI 000JI0YKH.

Karouesvie caoea: mopdoreHes, KoamuecTBeHHass MOPGOJIOTHSI, TeOMETPHUST IBUXKEHMSI, POCTOBOM ITUKII,

OIHOKJIETOUHBIE BOJIOCKM (TPUXOMBI), BeTBJIeHUE, pon Draba L.

M3ydeHuto o011mMx 3aKkOHOMepHOCTEN MopdoreHe3a
OOJIBIIIE BCETO MEIIAET TO, YTO €TO TTAPAMETPHI HACUITb-
CTBEHHO CTaOMJIM3MPOBAaHbI HA T€HETUYECKOM YPOBHE
13-3a IJIMTEJIbHOM 3BOJIIOLIUMU B COCTABE KOHKPETHBIX
dunoreHeTHYECKUX TMHUI. Bus, 4To BOCIIpOM3BOIST-
csl Kakue-To orpeneseHHble (hOpMbl, Mbl HE MOXEM
CKa3aTh, SBJSIETCS JIM 3TO 3aKOHOMEPHOCTBIO CaMOro
MoporeHes3a WK e CIeICTBUEM reHeTUUYeCKO (prK-
CallH TTAPAMETPOB Y HAYATBHBIX YCIIOBUI PA3BUTUST —
TOTO, YTO YCJIOBHO HA3bIBACTCS €0 TEHETUYECKOM MPO-
rpaMMOW.

MMeHHO ITo3TOMY TaK BaxKHO U3ydeHHE MOp(oreHe-
32 UBMEHUMBBIX CTPYKTYP, SBOJTIOLSI KOTOPBIX HE TIPH-
BeJla K (pUKcalMK ero rmapaMeTpoB M HE YHUUTOXWIIA

! pagora noaaepxkaHa Poccuiickum ¢hoHI0M yHIaMEeHTaJIbHBIX
uccnenoBanuii (mpoekt Ne 04-08-00057).
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U3MEHYUBOCTh. K TaKiIM CTpyKTypaM OTHOCSITCSI OTHO-
KJIETOUYHBIE BOJIOCKU (TPMXOMBI) pacTeHMI, pa3BUBaIO-
II1eCcs U3 SIUACPMAIbHBIX KJIETOK JIMCTOBOM IUIACTUH-
KU1 1 Apyrux opraHoB. Ix MmopdoreHes KpaitHe MpocT 1
OrpaHMYMBACTCSI 00Pa30BaHNEM BBLIPOCTOB ITOBEPXHO-
CTU KJIETKM (JTy4yeid, MJIM BETBEI BOJIOCKA), BOZHUKAIO-
KX TT0 MEPE YBeIMYEHUS ee 00beMa. B To ke Bpemst Ha
YPOBHE OHOM KJIETKHM B HEM €CTh BCE€, UTO CBOMCTBEHHO
BooOIIIe MopdoreHesy — oOpa3oBaHHE MOIYILHOMN
CTPYKTYPHI C TIOJISIPHOM U OMIaTepaIbHOM OpraHu3aiy-
€1, 3aBUCILECHA KaK OT FEOMETPUM CAMOM KJIETKM, TaK U
OT €€ TTOJIOKEHUSI OTHOCUTEIHLHO IJIaBHBIX OCEU CHM-
MeTpuu opraHoB pactenus (Uphof, 1962; Folkers et al.,
1997; Hiilskamp et al., 1998; Schwab et al., 2000). Bo-
IIpPOC O XapaKTepe 3TOH 3aBUCHMOCTH — 3aBUCUT JIN
¢dopMma OT ITOJIOKEHUST KJIIETKU WIM K€, Ha000pOT, CBOS
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TTOJIOXKEHUE KIIETKA OIIYIIAET TOJIBLKO OJ1aromapsi CBOCH
¢dhopMe — oMH U3 HauboJIee OCTPhIX B SMOPUOJIOTUHU, U
MopdoreHe3 BOJIOCKOBBIX KJIETOK JIaeT elle OIHY MO-
TIEJTh JUTSI €TO MCCIIeIOBAHMSL.

HeobxonumbIM yciioBUeM AeTepMUHALIMM BOJIOCKO-
BOI KJIETKM SIBJISIETCSI BBIXOI SIMUICPMATBHON KIIETKH
13 HOPMAJTLHOTO MPOIMGhEPaTUBHOTO IIMKIIa B MOMEHT
repexona K o4epeaHoMy MpoirudepaTUBHOMY MUTO3Y.
Hauasimit 66010 (hopMUpOBATECS MUTOTHUYECKHIA arl-
rmapar pas3pymiaercs, 1 Sapo IePeXoauT K SHIOMUTO3Y,
MPOXO/Ist KAK MUHUMYM YeThIpe LIMKJIa SHIOPEayTIIMKa-
v JIHK (Hiilskamp et al., 1998).

Hawubosnee BaXHbIA pe3ysibraT, MHOJyYEHHBIA s
Arabidopsis, COCTOUT B TOM, YTO BOJIOCOK MOXKET pa3BU-
BaThCS M3 JIIOOOI SMUIePMATBHON KIIETKI, BBIOOP KO-
TOpo¥, mo-BuauMoMy, ciaydaeH (Larkin et al., 1996).
ITponykT reHa, OT KOTOPOTO 3aBUCUT ACTEPMUHALIUS,
SIBJISIETCS TPAHCKPUITIIMOHHBIM  (paKTOpOM, CITIOCO0-
HBIM, B YACTHOCTH, YCWJIMBATH TPAHCKPUIIIIMIO CAMOTO
sroro reHa (Larkin et al., 1996). B pe3synbrate ciydaii-
HBIE TTOJIOXKUTETbHBIC (QIIyKTYaIli €T0 KOHIICHTPAIIN
CITOCOOHBI K aBTOKATATUTUIECKOMY POCTY, ¥ MBI TIOJTY-
YaeM aHaJIor “JIOKaJIbHOTO aKTWBaTopa” B CO3MAHHOMN
Toropunrom (Turing, 1952) 6a30Boit MoaeIM camoopra-
HU3aIM Ha OCHOBE peaKIMOHHO-I(PDY3MOHHBIX B3a-
nmoaericTBuii. TeopeTudecku “JIOKaIbHBINA aKTUBATOP”
TIOJDKEH CTUMYJIMPOBAaTh OOpa3oBaHUE IMICTAHTHOTO
WHTUOMTOpA”, TIPENSITCTBYIOIIETO OOpa30BaHMIO BO-
JIOCKOB U3 COCEMHUX KJIETOK, HO OH TTOKa He HalAeH.

Peaxkimmonno-nudy3oHHasT MOIeAb He pellaeT
BOITpoca 0 MOP(OJIOTUM BOJIOCKA, OTHAKO TOT (paKT, UTO
Y BOJIOCKOBBIX KJIETOK HET JeTepMUHUPOBAHHBIX TTpeI-
IIIECTBEHHUKOB — KJIETOK, KOTOPBIE ObI C CAaMOT0 HavasIa
OTJIMYAJIUCh OT OOBIYHBIX SMUIECPMATBHBIX KIIETOK,
OYeHb BaKEH JIJIs1 TOHUMaHMSs uX MopdoreHesa. 13 He-
T0, a TAKKE M3 TIPSIMBIX HAOJTIOMEHMI 3a TIepeMelleHIeM
MEUYEHBIX YJaCTKOB TOBEPXHOCTH BOJIOCKOBBIX KJIETOK
Arabidopsis cnenyet, 4To npu 00pa30BaHUM Jydeil BO-
JIOCKA TUIONMIaAh KJIETOYHOM TOBEPXHOCTH YBEINIHMBA-
€TCsI He B OTIEIBHBIX TOYKAX POCTA, a Ha BCEM €€ TIPOTSI-
JKeHUH, KaK 3TO MPOUCXOAUT B XOJe OOBIYHOTO MPOJIH-
depaTuBHOIO LMKIIA 3MUAEepMaIbHON KieTku (Schwab
et al., 2000). B Mop¢oreHeTU4ECKOM CMBIC/IE BOJIOCKO-
Bas KJIETKA OTJIMYAETCSI OT Hee TOJIBKO pa3MepoOM U CKO-
POCTbI0 aKTUBHOTO POCTA IUIOLIAIN KJIETOYHO MOBEPX-
HocTu. Ee MopdoreHe3 — TMIYHBIM IpruMep Mopdgore-
He3a “aKTMBHOM 000JIOYKM” — 3aMKHYTOW WIM
OrpaHMYEHHOMN 10 KpasiM MOBEPXHOCTH, OOJiafgaroLIeii
CTaHIAPTHBIM HAOOPOM CBOMCTB YIIPYTOil OOOJIOUKM,
KOTOpast TTACCUBHO PaCTATUBAETCS TTON JCCTBUEM CHIT
BHYTPEHHETO (TypropHOro) JaBJeHUSI U B TO Xe BpeMs
CITocOOHA K aKTUBHOMY PACTSDKEHUIO 3a CUeT 00pa3oBa-
HUS U BCTparBaHUsI B He€ HOBBIX CTPYKTYPHBIX 2JIEMEH-
TOB — MULE/UI Heunono3sl (MapteiHOB, 1982; Good-
win, 1994).

B ormmuuue ot pakTopoB AeTepMUHALIMM Mopdgore-
He3 BOJIOCKOBBIX KJIETOK OY€Hb MaJlo U3Yy4YeH AaXKe Yy
Arabidopsis. Y 3TOr0 MOIEIBHOIO BUIA, HECMOTpPS Ha
MHOTOJIETHHME U B ONIPEAEJICHHOM CMBICTIE TIATeIbHBIC

YEPJAHIEB, TPUTOPBEBA

uccaenoBaHus 3 pexra pazHooOpa3HbIX MyTalmii (Op-
penheimer, 1998; Luo, Oppenheimer, 1999), no cux nop
HE TOJBKO HE M3BECTHA ITOCJICIOBATEJIBHOCTH 3TAIloB
paHHero MopdoreHesa, HO M HESICHO, CYIIECTBYET JIU
BOOOIIE Kakasi-Mb0 3aKOHOMEpPHasl IMOCJIeIOBaTEb-
HOCTb U3MeHeHu#i (hopMbl. B Hallleit paboTe Mbl MOITbI-
TaeMcsl BOCIIOJTHUTh 3TOT MPOOENI U, OCHOBBIBASICh HA
aHaJIi3e TeoMeTpUU MOpOreHe3a, MOHSITh er0 MEXaHU-
Ky. OCHOBHBIM MHCTPYMEHTOM OyAET aHaIu3 W3-
MEHYMBOCTU MoOpdoreHe3a Ha BCEX YPOBHSX: OT
BHYTPUMHIMBUIYAJBHBIX OO0 MEXBUIOBBIX pa3iiv-
YUii, UMEHHO MO3TOMY B KaueCTBE O0ObEeKTa UCCJie-
IOBaHUSI MBI BeIOpanu He Arabidopsis, a BOIOCKU
pacteHuii pona Draba (KpyInKu).

Panee 6bi10 mokasano (Ipuropeesa, 2006), uto y
KPYIIOK, AaKe B TIpe/iesiax JIMCTOBOM MIaCTUHKY OTHOTO
M TOTO XK€ pacTeHus1, MOpdoJIormieckast UaMeHINBOCTh
BOJIOCKOB TaK BEJIMKa, YTO TUITMYHOM [IJ1s1 JAHHOTO BUAA
MOp(}OJIOrMU BOJIOCKA MOKET IMPOCTO HE CYIIECTBOBATh
— TUMMUYHBLIMU SIBJISTFOTCS TOJIBKO HaIpaB/IeHUs €€ HOP-
MaJbHOM M3MeHuYnBOCTH. 11 sMOpHostora 3T0 O4YeHb
yI00HO, TaK KaK 3TU HaIlpaBJIeHUsI OOBIYHO COBITAAAIOT
C OCHOBHBIMU IyTIMHU (POPMOOOPA30OBAHUS — IIPU CITY-
YaiHBIX QQIyKTyaluusx $opMa IIpearounuTacT M3Me-
HATBCA B TEX >KE€ HAIIPaBJICHUAX, B KOTOPBIX OHa N3ME-
HSIETCSI B XOJIe CBOETO HOPMAaJIbHOTO pa3BUTHsi. I103T0-
MY €CJI TIPY aHAJIN3€ N3MEHYMBOCTU OOHAPYKUBAIOTCSI
reOMETPUYCCKHUE apXETUIIbI, KOTOPbIC ITOCTOSAHHO BOC-
MPOU3BOASITCS BO BCEM Arara3oHe U3BMEHYMBOCTU KOH-
KPETHBIX MOP(POJIOTMIECKNX XapaKTEPUCTUK, TO 3TO
O3HauaeT, UYTO camMa TeOMETPUST COAECPKUT B cebe BCIO
HEOOXOINMYIO MH(MOPMALIMIO O BO3MOXKHBIX ITyTSIX CBO-
ero m3meHeHus (Yepmanues, 2003).

MbI TmombITaeMCSI ¢ TOMOIIBIO KOJMYECTBEHHOTO
aHaJIM3a TeOMeTPUM MOp(OreHe3a BOJIOCKOBBIX KJIETOK
HE TOJIBKO OITUCATh KOHKPETHBIN MOpGOreHe3, HO 1 BbI-
BECTH HEKOTOpPbIE OOIIMe 3aKOHOMEPHOCTH Mopdore-
He3a aKTUBHBIX 000JI04YEK, HE 3aBUCSILINE OT BapUalyii
€ro HavyaJIbHbIX YCJIOBUIA U MapaMeTpoB. OCHOBaHUS K
3TOMY JAeT NPUHLUITHATEHOE CXOACTBO BHYTPUUHIM-
BUIyaJTbHOUM M3MEHUYMBOCTH MOpdoOreHe3a BOJIOCKOB C
TAKCOHOMMYECKMMMU Pa3TAIMSIMU.

MATEPUAIT U METOIUKA

MopdoreHe3 BOJIOCKOBBIX KJIETOK M3y4eH C TTOMO-
mpio COM y aByx BUIOB Kpynok — D. sibirica (Pall.)
Thell. u D. daurica DC. OcHOBHOE BHUMaHMeE ObLIO yIe-
JIEHO BOJIOCKOBBIM KJIETKAM MOJIOABIX JIMCTOBBIX ILJIa-
CTMHOK U 1IBeTOHOcaM. Mojiofbie, ellie He pa3BepHYB-
ILLIHECS JTUCThS (PUKCHUPOBATTA CMeChIO 4% -HOro ToTap-
anpaernga M 2%-HOro pactBopa OCMMEBOI KUCIIOTHI
(1:1) B TeueHue 18—20 4 B XOJOAWIIbHUKE, TTOCJIE YETO
nepeHoCWIN B 4%-HbIIi pacTBOP DIIOTAPAILICTUIA HA
onHokpatHoM Oydepe PBS (“ICN”, CIILA). Takoii me-
Ton (pukcauuu OwL1 nipeaoxed HaMm H.H. JIyauHckoi
(JinuH. coodiieHue). PUKCUPOBAHHBIA MaTepuai OT-
MBIBaJI OTHOKpaTHBIM Oyepom PBS 1 mpoBommm ge-
pe3 Cepuro CIIUPTOB BO3PACTAIOIIC KOHIIEHTpALIUU U
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ateroH. CylIKy MaTepHalia IpOBOIVIIN C IIOMOILBIO Me-
Tona “kpurndeckoit Touku” mociie 100%-Hoii mpoBo-
KU alleTOHOM. BEICYIIIeHHBIIT MaTepral HaKJIenBaid Ha
CTOJIMKH JJISl SJIEKTPOHHON MUKPOCKOITMH, HAITbLISIIN
30JI0TOM 1 aHaIM3UpoBaIu ¢ romollbio COM (“Hita-
chi”, fInonwms; “CamScan”, BermkoOpuranust).

Memoo koaunecmeenno-mopghoaocureckoeo anaausa
2eomempuu mopghozenesa

AHanu3 reoMeTpur MopgoreHesa IpOBOAWIN C IO~
moinpio makera rmporpamMm AUXIOVISION. Ilpu sTtom
MBI aHAJTU3UPOBAJIA TOJTBKO KJIETKH, OOpAIlICHHBIE K Ha-
OmonaTelno IMOO CBOei OOKOBOI CTOPOHOI, KOTIa BU-
JIMMBII KOHTYP KJIETKM TOYHO COOTBETCTBYET ITPOMUITIO
ee MPOJ0JILHOTO CEUCHUSI, TMOO BEpXHEU (IMCTATbHOM)
CTOPOHOIM, KOrna BUOWMBIN KOHTYP KJIETKU COOTBET-
CTBYET €€ OKPYKHOCTH. [1JIsT 000MX TUIIOB OOBIYHO I10-
JIy4aJIUCh CXOMHBIE COOTHOILIECHUSI M3MEpSIEMBIX T'eO-
METPUYECKUX XapaKTEPHUCTUK, YTO MO3BOJIIET CUMTATh
IUIOLIAb, OIrPAHWYEHHYIO JAHHBIM KOHTYPOM, aleK-
BaTHOI XapaKTEPUCTUKOU 0O0beMa, OrpaHUYEHHOTO
JAHHOM IJIOLLIAIBIO.

MopdoreHes Bcex TUTIOB BOJIOCKOBBIX KJIETOK Y 000-
VX U3yYEHHBIX BUIOB KPYIIOK ITPOXOIUT CTAINIO, Ha KO-
Topoit (bopMa MOBEPXHOCTH OUYeHb OJM3Ka K (opme
dparmeHTa chepnl. OnHako cepudeckast popma Bce-
IJIa OKa3bIBAETCS HEYCTOMYMBOIM: KaK TOJILKO ITOBEPX-
HOCTB JJOCTUTAET HAMOOJIBIIIETO TTPUOIITKEHNS K (ppar-
MEHTY cpepbl, OHa HaunHaeT TuddepeHIMpoBaThCs Ha
30HBI C pa3IMIHON reomeTpureii. I3 aToro ciienyer, 4To
JIaxKe HeOOJIbIINE, ITYCTh U CIIydaiiHbIe, OTKJIOHEHHS OT
cheprueckoili GopMBI MOTYT MMETh CYILIECTBEHHOE U,
BO3MOXHO, pellafolliee 3Ha4eHUe I HallpaBJICHUS
JIajbHelero Mopgorenesa. [msa aHamm3a Takmx OT-
KJIOHEHUIA MBI UCITOJIb30BaJIM CJICAYIOLIME FeOMETpUYEe-
CKME IMapaMeTphl, N300pakKeHHBIC Ha puc. 1.

Ipesxne Bcero Mbl U3MEPSIIU TUTOIIATb BOJIOCKOBOIA
KJIETKU S, KaK Iuiona b 001acT!, OrpaHUYEHHON BUAU-
MBbIM KOHTYPOM €€ Hapy>KHOI IToBepXxHocTHU (puc. 1, a).
ITocie 3Toro ¢ NOMOoIIbIO COOTBETCTBYIOLLIEH OMIIU Ma-
keta AUXIOVISION cTtpouniy OKpy>KHOCTb paguyca R,
MaKCUMAaIBHO COBMANAIOIIYI0 ¢ KOHTYPOM Hapy>KHOM
TTOBEPXHOCTHU KJIETKH, ¥ U3MEPSUTU TUIOIAAh CeTMEHTA
9TOi1 OKpYXKHOCTH S, (puC. 1, @), OCHOBaHUE KOTOPOTO
COBITA/IaeT C OCHOBaHMEM KOHTYpa Hapy>KHOI MOBEpX-
Hoctu. [1pu 1osaHOM coBMaieHUM 00OMX KOHTYPOB S, =
S., B TIPOTUBHOM K€ CJIy4yae IJIOIalb, OrpaHUIYCHHAasI
HapY>XKHBIM KOHTYPOM, OOJIbIIIEe MM MEHBIIIE TUTOIIAIN
CerMeHTa OKPYKHOCTH.

J1s1 olleHKU HampaB/ieHUs] OTKJIOHEHU OT cepu-
yeckoil (popMbl Mbl UCTOJIB30BAIU MSITh MapaMeTpPOB
(puc. 1, 6): BenMUUMHY paanyca peajbHOT0 KOHTypa Mo-
BEPXHOCTU B ero LeHTpe (R,,) Y B OOHOI 13 KPAaeBbIX TO-
yek (R;), MaKCUMaJIbHYIO BbICOTY (KPUBU3HY) peaIbHO-
ro KoHtypa (H), MaKCUMaJIbHYIO BeJIMUMHY PACCTOSTHUSI
MEKITy TIPOTHUBOIONIOXHBIMU KpasiMu KJeTku (D,,,,) U,
HaKOHeEII, YIJIOBYIO BEIMIMHY 3TOro paccTossHus (A). B
cilydae pa3jauyuus BeJIMYuH R, U A y NPOTUBOIIOIOXKHbBIX
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Puc. 1. Cxema n3mMepeHMst BOJIOCKOBBIX KJIETOK: @ — TUTOIIa-
I, 6 — JIMHEHBIX XapaKTepUCTUK. S, — IUIolanb, R — pa-
INYC OKPYXKHOCTU, MAaKCUMAJTbHO TIPUOJIMKEHHOW K BUIIA-
MOMY KOHTYpY KJIETOUHOI TOBEPXHOCTH, S, — peasibHast
TUIOLIAAb 3TOTO KOHTYpa, H — BeIcoTa, D)), — MaKCUMAIb-
HBII JIaTepaIbHBIA InameTp, R;, R,, — JaTepaJlbHbIi 1 Me-
NIMaHHBII panuycel, A — yrioBasi IIMPUHA HAPYXXHOM Kile-
TOYHOI TTOBEPXHOCTHU.

KpaeB KJIETKM MbI BBIOMpAIU Kpail, HaXONSAIIWICS Ha
OoJiee paHHel cTamuu MopdoreHesa, T.e. Kpaii ¢ bosee
BBICOKOI BeJTMUMHOM R, (MeHbIlIeit KpuBU3HOM). N3Me-
peHUsI 1IeJIbIX KJIETOK MbI IPOBOAMIMA IO Hayajaa 30-
HaTbHOU MU (hEpEeHIIMPOBKN KIETOYHOU MOBEPXHO-
CTU, TaK KaK Ha OoJjiee MO3IHMX 3Tarnax MopdgoreHesa
CpaBHEHHUE peaIbHOIO KOHTypa C KOHTYpPOM cCepbl
yTpauyrBaeT CMBICIT. TOYHO TaK K€ MBI TTIOCTYIAJIA C OT-
JIEJIbHBIMU TIEPBUYHBIMUI 3a4aTKaMM, M3MeEpPsIST UX Te0-
METPUYECKUE XapaKTEPHUCTUKN TOJBKO B Hadajle MOp-
¢oreHesa.

Bce nuHeliHbIe BeTMYMHBI BBIPAXKEHbBI B MKM, BEJIU-
YrHa yria A — B YIJIOBBIX Fpaiycax, BEIUYMHBL S, U S, —
B MKM?. JIJIsl TMHEAHBIX U YIJIOBBIX U3MEPEHUI TIOTPELL-
HOCTb NMprHUMau paBHoi 0. 01 MKM, a JUIsT UBMEpeHU I
rommany — 0.1 Mxm?. J11s1 06paboTKM KOMMYECTBEHHO-
MophoJIOrMuecKrx JaHHBIX MCITOJIB30BAIM TAKeT CTa-
tuctrdeckux nporpaMm STATISTICA 6.0.

PE3YJBTATBI U OBCYXJIEHUE
Mopdpoaoeus eoaockos

CrnoxHble (BEeTBSILMECS]) OTHOKJIETOUHBIC BOJIOCKU
COCTOSIT U3 LHWIMHIPUYECKOU TNMPOKCUMAIBHOM YacTU
(HOXKW) I TUCTAIBHOI 9aCTH, OOpa3ylolei Tyuu (BeT-
BM) BOJIOCKa.



174

CrozxabIe Bostocku D. sibirica mMeIoT yKOpOYSHHYIO
HOXKY, a JIydu, BbIPACTaIOII1Ee U3 KJIETOUHOI MOBEPX-
HOCTH, IpaKTUIECKI HUKOIIA He BeTBsITCs. M3 Hee Bce-
I71a BBIPACTAIOT ABa IVIABHBIX JIyda, HAXOMAIIMXCS Ha
paccrostiuu 180° Apyr ot Apyra, M 4acTo K HUM 100aB-
JISIIOTCS ellle ABa Jiyda TTIOMeHbIlle, 00pa3yroluecs mo-
cpearHe MeXIy IIaBHBIMU JTydaMH. bunatepaabHOCTb
MOPGOIOTUH BOJIOCKA MTPOSIBIISIETCS B pa3IMUUM pa3Me-
pa Jyueii, a moJIIPHOCTb BETBJIEHUSI — B TOM, UTO OJUH
M3 OCHOBHOM IIaphl JIy4eid BCerma HEMHOIO KpyITHee
JIpyroro 1M oOpallleH K OIUCTaJbHOMY Kparo JIMcTa
(puc. 2, a).

V D. daurica coxHbIe BOJTOCKHA OOBIYHO YETHIPEXITY-
YyeBble U UMEIOT 00Jiee JUIMHHYIO HOXKKY, OTHAKO OCHOB-
HOI X OCOOEHHOCTHIO SIBJISIETCSI BETBJICHUE JIydeil BO-
Jocka (puc. 2, 6). HecMoTps1 Ha 4eThIpeXIy4eBYIO CUM-
METPHIO, BOJIOCKU TOXE MMEIOT KakK TMOJISIPHYIO, TaK U
OmIaTepajbHyI0 OpraHM3alliio, TaK KaK OIVH U3 HUX,
TaKKe OOpaIlleHHBbIA K IUCTAIbHOMY Kpalo JIMCTOBOM
TUIACTMHKM, MIOYTH BCeraa KpyIHee Apyrux JIydeil u ya-
11Ie BETBUTCSI.

B xone MopdoreHesa JIMCTOBOM IJIACTUHKM €€ TTPOK-
cUMaJTbHas1 30Ha 0(pOPMIISIETCSI B TIOCJIETHIOO OYepeb,
T.. B KaXIbIii JaHHBIII MOMEHT BPEMEHM 3TO — camasl
MoJjiofast 30Ha popMupyrolierocs aucra. To xke camoe
OTHOCUTCSI 1 K Pa3BUTHIO BOJIOCKOB — YeM OJIKEe OHU
HaXOMITCS K AMCTATbHOMY Kpalo JIMCTOBOM ITACTUHKY,
TeM Jajblle MPOABUHYJICS WX MopdoreHe3 (puc. 2),
Osrarogapsi YeMy Ha OTHOM JIMCTOBOM TUIACTUHKE MOXKHO
HaOJIIONATh BCIO ITOCIEAOBATEIBHOCTD 3TAIOB MOP(O-
reHe3a BOJIOCKOB.

IToMuMO CTOXKHBIX BOJIOCKOB Y BCcex 0e3 UCKITIoue-
HUSI BUJOB Ha TTOBEPXHOCTU JIMCTOBOM TUIACTUHKU U
CTe0J1s1 BCTpevaroTcsl MpocThie (PUC. 2, ) U BWIbYaThie
(puc. 2, ) Bostocku. IIpocThie (HEBETBSIIIECS) BOJIOCKH
SBJISIIOTCS MOP(OJIOTMYECKUMI aHAJTIOTaMU MTPOCTHIX, a
BUJIbYAThIe (Pa3MIBOCHHBIC) — aHAJIOTaMW BUJIbYATBIX
JIy4yei CJI0XKHOTO BOJIOCKA U OTJIMYAIOTCSI OT HUX TOJIBKO
pasMmepoM. Takum 06pa3omM, OOUH U TOT 3KE IJIEMEHT MO-
JKeT OBITh ITPEICTABICH KaK B €IMHCTBEHHOM 9K3EMILISI-
pe, TaK U B BUAE MOJYJIe OMHOI U TOU XKe CTpYKTyphl. B
TIEpBOM CJIy4yae pazjinuvsi MeXAy HAIUUUEM U OTCYT-
CTBUEM BETBJIEHUSI BXOIST B COCTaB BHYTPUWHINBUITY-
aJIbHOW UBMEHYMBOCTH, BO BTOPOM — B COCTaB MHIUBU-
JyaTbHOM U3MEHUYMBOCTU U TAKCOHOMMYECKHUX Pa3iiv-
yuit. HempepbhIBHOCTh Mepexofa MeXIy BHYTPUMHIW-
BUIIyaJIbHOW U MHIVBUIYaTbHONW N3MEHUMBOCTBIO OUe-
BUJIHA, XOTS1 BOIIPOC O €ro HaIpaBJIeHWUM TOoKa YTo OT-
KPBIT.

leomempus ¢popmoobpaszoeanus

IIpocmbie u sunvuamole 6onocku. AHaIM3 Mopdore-
He3a BOJIOCKOBBIX KJIETOK €CTECTBEHHO HayaThb C CAMOTO
ITPOCTOTO CITy4Jast — 00pa30BaHMS ITPOCTHIX U BIJTBYATHIX
BOJIOCKOB. Takue BOJIOCKM Pa3BUBAIOTCS U3 SIUACP-
MaJIbHBIX KJIETOK JIMCTOBOM TUIACTMHKM, IIBETOHOCA,
LIBETOHOXEK U vaireanctukoB (Ipuropbesa, 2006). Ha
HEKOTOPBIX MpernapaTax MOJIOALIX LIBETOHOCOB D. sibiri-
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ca eCTb TOJBKO TIPOCTHIE W BHWIbYATHIC BOJIOCKH
(puc. 3, a), 4TO AaeT BO3MOXKHOCTb ITPOCJIEIUTh TTOCTIe-
JloBaTeJIbHbIe 3Tarnbl MOpdoreHe3a BOJIOCKOBOI KJeT-
KW, 3Hasl €TO Pe3yJIBTaT.

Ha navansHBIX 5Tammax MopdoreHe3a BOJIOCKOBBIE
KJIETKH JIETKO OTJIMYUTH OT OOBIYHBIX 3MUACPMATbHBIX
KJIETOK, TOTOBSIIMXCSI K OYepEeIHOMY MUTOTUYECKOMY
JIEJIEHUIO, TI0 JIETKOMY B3IyTHIO W YMEHBIIIEHUIO 3JIeK-
TPOHHOM IUIOTHOCTM Hapy>KHOU IIOBEPXHOCTU, YTO
MOpSIMO TOBOPUT O BCTpaMlBaHWM B Hee HOBBIX MULIEJUT
LeJUTIoNO3kI (puc. 3, 6). HapykHast HoBEpXHOCTh BOJIOC-
KOBOI KJIETKM TTPOJOJIKACT pa3myBaThCsl U TIPUHUMAET
cHauasa chepruieckyro opmy (puc. 3, 8), a3aTeM HauU-
HAaeT BBITSTUBATHCS B TPYOKY C LIMJIMHIPUYECKON TTPOK-
CUMAaJTBHOM U c(PeprUUIeCKOM TUCTATEHOM TTOBEPXHOCTSI-
mu (puc. 3, ¢; H;). BHyTpunHauBrayanibHas U3MEHYM -
BOCTb JieJIJaeT OCOOEHHO SIBCTBEHHBIM TMOBTOpPEHUE B
MopdoreHe3e OTHUX U TeX XKe TEOMETPUUECKUX apXETH -
OB, KOTOPbIE Mbl PACCMOTPUM Ha MpUMEPE pa3BUTHUS
MIPOCTBIX BOJIOCKOB Y D. sibirica.

Dopmuposanue cihepuueckoeo gpaemenma u 603HUK-
Hoeerue U-obpasnoit mpyoku y D. sibirica. B HayaabHOM
(haze MopdoreHe3a HapyKHasl TOBEPXHOCTh BOJIOC-
KOBOM KJIETKW YBEJIMYMBAET CBOIO TIJIOIIAIb U TIPH-
HUMaeT popmy, 61n3KyIo K opme pparmeHTa cdpe-
pul (puc. 4, a, 6), HO TYT Xe TipeBpalaercsi B U-obpas-
HyIO TpYOKY (puc. 4, 6). Tak, cienyst 0ojiee Wi MeHee
obmenpuHsaToit TepmuHonoruu (bemnoycos, 1987), Mbl
OyzieM Ha3bIBaTh YYaCTOK LIMIMHAPUYECKON TTOBEPXHO-
CTH KJIETKH (MPOKCHUMaJTbHAas 30Ha), COMPSIKEHHBIN C ee
cheprIecKM YIaCTKOM (IrcTaibHas 30Ha). [1paBuib-
HBII TWJIUHIP 00pa3yeTcsl peaKko, HO TI0 CPaBHEHUIO C
MepuarnaHaMu cheprudecKoil MOBEPXHOCTU €ro 00pasy-
FOIIIFe MOKHO CUMTATh MPSIMBIMU JTMHUSIMU. B 3101 ha-
3¢ MopdoreHesa ellle HeIb3sl CKa3aThb, TOJIYUYUTCS U3
KJIETKU TIPOCTOM WJIU K€ BUJIbYAThI BOJIOCOK.

Mo obpazoBaHust U-obOpa3Hoii TpyOKU OTIWYUS OT
cepudeckoii (opMBI Ha IIa3 ajieKO HEe OYeBUIHBI U
reoMeTpuio (opMooOpa3oBaHUSI MOXKHO BOCCO3IaTh
TOJBKO ITyTEM CTATUCTUYECKOTO aHaln3a OCHOBHBIX
TeoOMeTPUIECKIX XxapakTeprucTuk (puc. 1). Ilepexon ot
chepuueckoit Kk U-obpa3Hoii (hopMe ynoOHee BCero xa-
paKTepu30BaTh BEJIMYMHOM yIiia A — 4yem OJIKe ero Be-
JmurHa K 180°, Tem Oimbke MepuarMaHbl IPOKCUMAIIb-
HOM 30HBI cephl K 00pa3ylolnuM IMINHIPUIECKOMN
noBepXHOCTH (cp. puc. 4, a u 6). Ucxonst u3 3Toro, KjieT-
KH, BUIIMMBIM KOHTYP KOTOPBIX XOPOIIIO COOTBETCTBO-
BaJI KOHTYPY MX CariTTaJbHOIO CEUEHMsI, Mbl pa3Ie/ v
Ha JIBe IPYIIIbI — C BEJIMUUHOM yriia >140° u <140° (tad-
Jmua). [pynmnbl COOTBETCTBYIOT ABYM IIOCJICHOBATEIIb-
HBIM CTaausIM MopdoreHe3a KJISTOUHOI ITOBEPXHOCTH.
M3-3a oyeHb OOJBILION N3MEHUMBOCTH OoJiee IpoOHOE
pasnelieHre IToTpedoBaIo OBl MHOTOKPATHOTO YBEJIMYe-
HIST o0ObeMa BBIOOpKHU. 1 Oojiee HarISImHOTO Tpe-
CTaBJICHUSI KOJWYECTBEHHBIX JaHHBIX Ha puc. 4, a, 6
TOYHO COOJTIIOACHBI TeOMETPUUECKHE MPOITOPLIUU, BbI-
TEeKaoIlNe U3 CPeaHNX 3HAYEHNI T€OMETPUIECCKIX Xa-
PaKTEepUCTHUK, TIPEICTABJICHHBIX B TAOJIULIE.
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Puc. 2. O011mit BUjI BOJIOCKOB: @, 6 — CJIOXHbIe BoJiocku D. sibirica v D. daurica; 6, 2 — IpoCTO# M BUIbYATHIN BOJIOCKU. V, W — nipo-
CTbl€ U BWJIBYATBIE JTyYU BoJIOocKa; V* | W* — 3auaTky MPOCTHIX U BUIBYATHIX JTy4eit; V(W)* — 3auaTku, U3 KOTOPBIX C pAaBHOM BEpOSIT-

HOCTBIO MOTYT pa3BMBaThCs KaK MPOCThIC, TAK U BJTBYATHIC JIYUH; ( q) — MPOKCUMAJTbHBIN Kpaii JIMCTOBOM IIaCTUHKU. Mac-
wrad: a — 30, 6 — 80, 6, 2 — 10 MKM.

OHTOT'EHE3 Tom 41 Ne3 2010
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Puc. 3. Mopdorenes ripocTbix BosiockoB y D. sibirica: a — obumii Bup 1iseToHoca (H); 6 — Hauano MopdoreHe3a BOJIOCKOBBIX KIIETOK;
6 — cdepu3alvsi BOJIOCKOBOI KJIETKU; 2 — KJIeTKH (H; — H 3) Ha ociieioBaTeIbHBIX 3Tarax paHHero MopdoreHesa.

Kunerxku: HC — Bonockosble, EC — anuaepmaiibHblie, RC — o0pasyioliye po3eTKy BOKPYT OyyIiero Bojocka; P, D — npokcumaibHast
M TMCTaJIbHAsl 30HbI KJIETKU, oOpa3syolieit U-obpa3Hyto Tpyoky. Maciira6: a — 300, 6, 6 — 10, ¢ — 30 MKM.

D

Dmax

max

Puc. 4. [TocnenosaresbHble 3Tarbl MopdoreHesa npoctoro Bosocka D. sibirica: a — KjieTKa ¢ MaKCUMYMOM KPYBU3HBI HApY>KHOI O~
BEPXHOCTU B MEIMAHHOI 30HE; 6 — BbIpaBHUBAHME KPUBU3HBI KIIETOUHOI TOBEPXHOCTU B MEAMAHHOI U JIATEPATbHBIX 30HAX; 6 — TIe-
pexon HapyXHo# noBepxHocTy K U-o0pa3Hoii hopMe; e, d — “pasrubarolias” U “crudaroriast” Moabl IBVKEHUST TOBEPXHOCTH; € —
YMEHbLLIEHNEe KPMBU3HBI JUCTATBHON MOBEPXHOCTH NPY 00pa3zoBaHUM U-00pa3Hoit TpyOKHU.

(' ') — anmpoKCHMAIVsT KPUBU3HBI HAPYKHOM TIOBEPXHOCTH; (+++) — UCXOIHBIN KOHTYP TIOBEPXHOCTH; ( = ) — BEKTOPHI €€ JIBU-
XeHust; (- - -P>, —>) — HopMaJTbHbIe PayChl KPpMBU3HBI TUCTATBHOM MOBEPXHOCTH A0 M Toclie Mepexona K U-o6pasHoit hopMe; ocT.
0003HaueHMs CM. Ha puc. 1, 3.

OHTOT'EHE3 Tom 41 Ne3 2010
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KommyecTBeHHO-TeOMeTprIeCKMe XapaKTepUCTUKNA paHHETO MOp(doTeHe3a BOJIOCKOBBIX KJIETOK D. sibirica

R ITpocroii Bostocok (N = 60) CrnoxHblit Bostocok (N = 100)

Hpusrax A < 140° A>140° A< 140° A>140°

R 6.1 0.2 5.3+0.33* 6.4 +0.29 6.1 +£0.31%

R, 8.710.41 6.9 £ 0.57 84104 7.1£0.3

R, 7.7 £0.39 5.4+0.4%* 7.6 +0.35 6.1 £0.31*

Dax 11.4 £ 0.43%* 10.56 £ 0.69%* 12.2 + 0.56** 11.9 + 0.48%*

H 4.1+0.28 6.4+0.6 4.0+0.23 6.1 £0.22

S, 441+ 78 596 £ 70 643 + 98 770 £ 73

S,/S. 1.03 + 0.006** 1.02 + 0.006** 1.04 £ 0.005%* 1.03 £ 0.005%*

R/S, 0.012 = 0.002 0.008 £ 0.001 0.02 £ 0.001 0.001 £ 0.1

IMpumeuyanue. N — o6beM BBIOOPKHM; ~ cM. B “Marepuaie 1 MeToauKe”; *> **pa3nuuunst Ipu3HaKOB HeaocToBepHHEI (p > 0.05) B pe-

Jenax CToJ01Ia uin CTPOKHU COOTBETCTBCHHO.

B Hauane mopdorenesa (4 < 140°) paguyc BmcaH-
HOW B KJIETKY OKPY>KHOCTH R TOCTOBEPHO MEHBIIIE KaK
MeAUaHHOTO R,,, TaK U JIaTepaJIbHOTO R, painycoB KpU-
BHM3HBI KJIETOYHOM TToBepxHOCTH. Ha Gojee mo3mHeid
cranuu (4 >2140°) BeamuuHbl R 1 R; CTAaHOBSITCSI paBHbI-
MU JPYT IPYTY, HO HE BeJInunHe R,,, KOTOpasi A0CTOBEP-
HO BBIIIIe BEJTMIMHBI KaK YCPETHEHHOTO, TaK W JiaTe-
paigbHOro pammyca Kierku. M3 atoro cnemyer (puc. 4,
a, 0), 4TO POCT JIOKATbHOI KPMBU3HBI HAUMHAETCS B Me-
MMAHHOM 30HE HApPYyKHOI IMOBEPXHOCTH, a 3aTeM pac-
MPOCTpaHSIETCsSl B JlaTepajibHble 30HBI. KpHMBH3HA T10-
BEPXHOCTU BBIPAaBHMBACTCSI, HO BMECTO mMoJychepbl
(mpu A = 180°) oOpazyercs U-obpa3Hast TpyOKa
(puc. 4, 8).

IMomyyaeTcst, YTO ABMIKYILASICSI TTOBEPXHOCTh HUKO-
rJa He UMeeT ITPOCTPaHCTBEHHO OTHOPOIHOM (DOpMBI, a
TeOMETPYISI e IBIDKCHMS UMeeT IBE MOJIBI, OIHA M3 KO-
TOPBIX CBSI3aHA C JIOKAJIbHBIM POCTOM KPUBU3HBI, a APY-
rast — ¢ ee JlaTepaJibHbIM pacipoCTpaHEHUEM.

JlokasbIBaeTcst 3TO C MOMOILIBIO (haKTOPHOTO aHATU-
32 FeOMETPUUECKUX XapaKTEPUCTUK JIJIs1 OObEAMHEHHOM
BBIOOPKM, BKJTIOYAIOIIEN KJIETKU 00eUX IPYIII TaK, YTO-
OBl BEJIMUMHY yI1a A MOXHO ObLIO MCIOJIb30BaTh Kak
ONIHY U3 iepeMeHHbIX. OKa3aJloCh, YTO B COCTAB MEPBOM
m1aBHoO# koMmrioHeHThI (I'K-1) ¢ hakTopHBIMU Harpys-
kami 0.9 BxomAaT BenmnuuHbl R, , R, 1 D 1 B 3Ty e KOM-
TMIOHEHTY BXOIUT BeJImurHa yria A ¢ pakTopHOI HAarpy3-
Koi1 0.7 1 oTpuLIaTeIbHBIM 3HaKOM. Bo BTOpYIO ri1aBHYIO
komrmioHeHTy (I'K-2) BXxomar ¢ (pakKTOpHBIMK Harpy3Ka-
mu 0.8 1 01MHAKOBBIM 3HAKOM BEJIMYUHBL S,, H 1 A.

I'K-1 1 I'K-2 cCOOTBETCTBYIOT JBYM MOJaM JIBWKE-
HUSI, ONHY M3 KOTOPBIX MOXHO Ha3BaThb JiaTepaJlbHOM
(I'K-1), a apyryio — wmemuanHoit (I'K-2). Ilepas
MOJla — 3TO JIaTepalbHOE IBWXXKEHME KpaeBbIX TOYEK
KOHTYpa, “pasrudaroiiiee” KpaeBylo TOBEPXHOCTb KJIeT-
Kku (puc. 4, ). Benuuunsl D, R, 1 R;1ipu 5TOM Bo3pacTa-
IOT, BeJIMUMHA yI1a A — YMeHbIaeTcsl, U (popmMa Meau-
AHHOM 30HBI KOHTYpPa OCTAeTCSI MPAKTUIECKN HEN3MEH-
Hoil. EcTtecTBEHHO, YTO paziuyue MeXIy KpUBHU3HOM
MEAWaHHOM U JIaTepajibHOI 30H MpPU 3TOM BO3PaCTAET
2 OHTOTEHE3 Ne 3
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(puc. 4, ¢). Bropas (MennaHHas1) Moda — 3TO YBEIMYE-
HUE KpUBU3HBI HAPY>KHOM TTOBEPXHOCTH, “crubatoiiee”
ee Kpasi. OHO CBSI3aHO C pOCTOM BeJTMUUH H 1 S,, yMeHb-
IIIeHVEM BeJIMYMHEI YIIIa A U BbIpaBHUBaHUEM MeIVaH-
HOI1 1 TaTepalibHOM 30H (puc. 4, d). Bkiian, KoTopbiii Jia-
TepajibHasi MOJIa BHOCUT B UBMEHEHME TLUIOIIANN, Mpe-
HEOpeXXMMO MaJl MO0 CPaBHEHUIO CO BKIIAIOM MeIu-
aHHOM MOJHbI (Cp. puc. 4, 21 0).

Io MexaHMKe IBIXKEHMST TTIOBEPXHOCTHU JIaTepaJibHast
Mo/a GI1Ke BCETO K TTACCUBHOMY PACTSIKEHMIO KIIETOU-
HOI1 000J10YKY MO/, ACMCTBUEM BHYTPUKIJIETOUHOTO TYp-
TOPHOTO JIaBJIEHUSI, TOCKOJIbKY YBEIMUYMBAIOTCS 00a ee
pamnyca. MennaHHasi ke MOoJia Topas3no OmKe K U3ruoy
YIIPYToii TUIAaCTUHBI TION IEHCTBUEM aKTUBHBIX CUJI Jia-
TepaJIbHOTO (TaHTe€HIIMAJIbHOTO) naBieHus. [Ipu sTtom
MaJlo TOro, 4To (popMa KJIETOUHOI MOBEPXHOCTU MPO-
CTPaHCTBEHHO HEOMHOPOAHA, HO OHA IEPUOIUYECKU
U3MEHSIETCSI BO BpEMEHU, CTPeMSICh CIJIaUTh MPO-
CTPAHCTBEHHbIE Pa3Inyusl, HO TaK U HE JOCTUTAs 3TOTO
110 KoHI1a. B xoze naTepanbHOro pacrpocTpaHeHUs Bbl-
IyKjiasi KpaeBasl MOBEPXHOCTh “pa3rubaercst”, Korga
pa3IBUTAIOTCS ee Kpasi, M “‘crubaercs’”’, Korga pasHuia
MEXIy KPUMBU3HON MEOWAHHOM 30HbI M JIaTepajbHbIX
KpaeB MOBEPXHOCTU CTAHOBUTCS CJIMIITKOM OOJTBIION.

INepexon x U-o6pa3Hoil ¢hopMe MPOUCXOAUT B TOT
MOMEHT, KOTIa ITOBEpXHOCTb “crudaercst”, BhIpaBHUBAsI
KPVBM3HY BCEX CBOMX 30H, U €€ TUIOLLAAb MAKCUMAJIEHO
NpuoIKaeTcsl K IUIoaau Ioaycdepnl (Tadbmuna: cp.
BEJIMYMHY OTHOLLIEHUS S,/.S, HA paHHEN U MO30HEN CTa-
Imstx MopgoreHesa). OTHOIIEHME TUIONIAAN TTOBEPXHO-
CTU K ee 00beMY, TIJIOCKOCTHBIM aHAJIOTOM KOTOPOTO SIB-
Jistercst BeJivuuHa R/S,, CTaHOBUTCSI MWHUMAJIbHBIM
(Tabuiia), a eTMHCTBEHHBIM (9HEPreTUYeCKU HanboJiee
BBITOHBIM) CITOCOOOM YMEHBIINThL 00beM chepude-
CKOI1 TTOBEPXHOCTHU SIBJISIETCSI €€ COMPSDKEHNE C LIMTAH-
npoM. MenyaHHas1 30Ha CTAHOBUTCS IUCTAIBHOM (cde-
pUYECKOIt), a TaTepalibHasi — MPOKCUMAJIbHOM (LIMJIMH-
JIpUYecKoii) 30HoM U-oOpaszHoii Tpyoku (puc. 4, 6).
INepexon MepunraHoB cdepbl B 00pa3ylolIye MINH-
Jipa TIoJipa3zyMeBaeT yMeHbIIIEeHUEe KPUBU3HBI cheprye-



178 YEPJAHIEB, TPUTOPBEBA

Puc. 5. Budypkaimst MopdoreHes3a mpocToro Bojiocka 1 MOp(hOTeHETMUECKU IIUKJIT €TO POCTa; @ — 00pa30BaHME JIOKAJTEHOTO B3ITy-
THs (L) B LIEHTPaJIbHOI YaCTH AUCTATBHOM 30HBI; 6 — 00pa3oBaHUE OHOTO JIOKAJIbHOTO B3AyTUsI (L ;) y Kpasi AUCTaIbHON 30HBI C BO3-
MOHBIM 00pa30BaHUEM BTOPOTO JIOKAJILHOTO B3AyTUs (L) Y IPOTUBOIIOIOXHOIO Kpas; 6, 2 — MOP(OreHeTUYeCKUA LIUKII POCTa
MPOCTOTO BoJlocka. G — “reome3nyecKue TMHUKM (JIMTHUY OMWHAKOBOW KPUBU3HBI HAPYXKHOU MTOBEPXHOCTU), OCT. 00O3HAUYEHMST CM.
Ha puC. 3, IOSICHEHMS CM. B TeKcTe. MaciiTab 3nmech U Ha puc. 7: 30 MKM.

CKOI1 YaCTH NOBepXHOCTH (puc. 4, €), 4TO, KaK MbI YBH-
JIMM, OYEHb BaXKHO JUISI 00pa30BaHUS IIEPBUYHbBIX 3a4aT-
KOB JIy4Yeid.

Urto xe kacaercs BelIWYuHbI D, ., TO, O JAHHBIM
TaOIMIIBI, OHA BOOOIIIE HEe M3MEHSIETCSI B X01e Mopdore-
He3a, XOTSI 3TO He coBceM TakK. Ha caMoM Jiesie HaKJTOH
JinHuM perpeccuut D, 1o H JOCTOBEPHO OTIIMYAETCS OT
HYJI51, HO O4eHb MaJl (KO3 dULIMeHT IMHETHOI perpec-
cuu paBeH 0.4), U3 Yero CleayeT, 4yTo JaTepaibHbIe Ipa-
HULIBI KJIETKU Pa3ABUTAIOTCSI OYeHb MEIJIEHHO IO CpaB-
HEHUIO C MMHAMMKOM KPUBHU3HBI €€ HAPYKHOM TTOBEpX-
HOCTH.

bugpypxauyus mopgoeeneza. Tlocae obpazoBaHUs
U-ob6pa3Hoii TpyOKU ee mucTaibHasi [IOBEPXHOCTH O0pa-
3yeT JIOKaJbHOE B3ayTHe (HOBBIM (pparMeHT chepuye-
CKOIi MOBEPXHOCTH ), TIJIOIIAb KOTOPOTo MEHbIIIE, a pa-
JINYC KPMBU3HEI — OOJIBIIIE, YeM Y MCXOIHOM ceprae-
CKoOl TmoBepxHOCTH (puc. 5, a, 6). B ciyyae, eciu 310
B3IyTHE IPOUCXOAUT B LIEHTPAJIbHOM YaCTH IUCTATIbHOMU
MOBEPXHOCTU Y UMEET OTHOCUTEJIEHO OOJIBIIION pa3zMep
(puc. 5, a), pa3BUBaeTCsI MPOCTOI BOJOCOK. Ecim ke
OHO BO3HMKAET OJIMIKE K Kpalo TUCTAIbHOI TTOBEPXHO-
CTM U WMEET OTHOCHUTEJIBHO MEHBIINI pa3Mep
(puc. 5, 6), TO HAIPOTUB HETO MOXET BO3HUKHYTH BTO-
pOe TaKoe B3AyTHE, Y TOTIa BOJIOCOK CTAHET BUIbYATHIM.
B obomx ciyyasix u3-3a yMEHbIUEHUS IUIOINAOW Ov-
CTaJIbHOM IMTOBEPXHOCTU LIJIMHAPHUIECKAsT TIOBEPXHOCTh
U-00pa3zHoii TpyOKM TTOCTEINIEHHO CYXKaeTcsl K CBOEMY

JMUCTATLHOMY KOHILY, T.. TTIOCTelIEeHHO MPUHUMAET KO-
HUYecKy1o ¢popMy (puc. 5, 6, 2).

XoTg B KaKIOW M3 OMMCAaHHBIX (pa3 MopdoreHesa
00beM KJIETKU HEIpepbIBHO BO3pacTaeT, JIETKO 3ame-
TUTh LIMKJIMYHOCTb U3MEHEHMUSI ee (DOPMbI, TaK KaK -
CTaJlbHasl MOBEPXHOCTb TO YBEIUUMBAET, TO YMEHBIIAET
CBOIO KpUBU3HY. Ee KpMBH3HA yBeJMYMBAETCS B KOHLIE
nepBoii ha3bl MopgoreHesa, Koraa (hopMUpyeTCs MOITy-
cdepa, yMeHBIIIaeTCsI BO BTOpoii (pa3e, Koraa rmoirycde-
pa mipeBpaiaetrcsa B U-obpasHylo TpyOKy, U CHOBa
yBeJMuuBaeTcs B TpeThell haze Mpu oOpa3zoBaHUU
HOBOT'O B3IyTHS MOBEPXHOCTU. JalbHEUIIUNA pOCT
MPOCTOTrO BOJOCKA IMPOIOJIKAST 3TOT LIMKJI, Mpel-
cTaByisisi co0OI MOCeNoBaTEIbHOCTb JIOKAJIbHBIX
B3AYTUM, IJIOIIAAb KOTOPBIX KAXKAbIN pa3 yMEHbIIIa-
eTcsl, a paauyc KpMBU3HBI Bo3pacTaeT. UMeHHO To-
3TOMY 00pa3yeTcsi KOHUYECKUIA MPOCTOM BOJIOCOK C
3a0CTPEHHBIM AUCTAIbHBIM KOHILIOM. Cieabl HUK-
JIMYHOCTHU ero (POpMHUPOBAHUS COXPAHSIOTCS Ha MO-
BEPXHOCTU BOJIOCKA B BHUIE “TeOAe3UYECKUX JH-
Hut” (puc. 5, 6, 2), Kaxkaast U3 KOTOPHIX MpeacTaB-
JISIeT TpaHUILy Iepexona Mexay “cepudeckum” u
“UMIMHAPUYECKUM” POCTOM.

Croorcruie 6onocku. Y 000X BUIOB CIOXKHBIE BOJIOC-

K1 00pa3yloTcsl M3 3MUAEPMaIbHBIX KJIETOK JIMCTOBOM
IUTACTUHKY 1 (MHOIIA) LBeTOHOCA. JIJIST CJI0XKHBIX BO-
JIOCKOB CJIEyeT pa3indaTh IepBUYHBII MOp(OreHe3
BOJIOCKOBOW KJIETKU, ONPEAECISIIOIIMI YUCIO U pacIo-
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Puc. 6. [TocienoBarenbHbIe 3Tarbl MOpdoreHesa cIoXXHOro Bojiocka D. sibirica: a — popMrpoBaHre MEAMAHHOTO MAaKCUMyMa KpH-
BU3HBI;, 6 — BbIpaBHUBAHVE MEAMAHHONW M JIATepATbHOW KPUBU3HBI KJIETOUHOW TTOBEPXHOCTH; 6 — BOBHUKHOBEHME PACIIMPEHHOMN
U-00pa3Hoii TpyOKU; ¢ — CUMMeTpU4Hast oudypkaruyst; 0 — acummMeTpust U-o6pa3Hoii TpyOKU, TIpeaBapsoiasi aCUMMETPUYHYIO O1-

(bypKalMio; e — aCUMMETpUYHas1 OnypKaLus.

R;, Ry, — HOpMaJIbHbBIE paiyChl KPUBU3HBI AUCTAIBbHON oBepxHOCTYH; 1, 11 — nepBryHbIe 3a4aTKu JIydeid; (-++-) — MAKCUMAaJIbHBINA K-
BAaTOPUAJIbHBIN AUAMETP HAPYXKHOM IMMOBEPXHOCTH; (- - -) — TPaHUIIA TUCTAITBHON U MPOKCUMAIIbHOM 30H; (¥) — 00J1aCTh MUHUMAJTb-
HOI KpUBU3HBI; OCT. 0003HAYEHUST CM. Ha puC. 2—4, TIOSICHEHUS CM. B TEKCTE.

JIOXKEHME TIEPBUYHbBIX 3a4aTKOB JIy4eil, 1 BTOPUYHBII
MopdoreHe3, OT KOTOPOrO 3aBUCUT, TTOJYIUTCS U U3
JAHHOTO 3a4aTKa MPOCTOMN WA XK€ BETBALLIMMICS JTy4.

Hauanvnvie ghazvi nepguuroeo mopghoeenesa cr0MuCHbIX
sonockos y D. sibirica. TouHO Tak Xe, KaK JUIsSl TIPOCThIX
BOJIOCKOB, (hOpMY Hapy>KHOI MOBEPXHOCTU BOJIOCKO-
BBIX KJIETOK B Hadaje MopdoreHesa (puc. 6, a, 6) Mbl
U300pa3uiv B COOTBETCTBUM CO CPEAHUMU 3HAYCHUSIMU
TeOMETPIIECKIX XapaKTePUCTHK, JAHHBIX B TaOJIHIIC.
Bunno, uyro nepen HavanoMm (popmupoBanust U-o0pas-
HOW TPYOKM BOJIOCKOBBIE KJIIETKH, M3 KOTOPHIX (DOPMU-
PYIOTCSI TIPOCTBIE Y CJIOXKHBIE BOJIOCKM, MaJIO OTJIMYa-
IOTCSI IPYT OT JApyra, 3a OAHUM HCKIIOYEHEM — OTHO-
IICHUEe BBICOTHI KIeTKM H K ee MaKCUMaJbHOMY
JlaTepaibHOMy quametpy D,,,. HIKe, YeM TIpu oOpas3o-
BaHUM ITPOCTHIX BOJIOCKOB (Cp. puc. 6, a, 6 u 4, a, 6). B
TOM, YTO W3 KIETKU TTOJNYIUTCS CIIOXKHBINA BOJIOCOK,
MOXHO OBITH YBEPEHHBIM (1 TO HE TTOJTHOCTBIO) TOJIEKO
TMIOTOMY, YTO OHA Pa3BUBACTCS B TOI 00JIaCTU JIMCTOBOM
TUTACTUHKM, T HET ITPOCTHIX BOJIOCKOB.

JIMHaM1Ka reOMEeTPUYECKUX XapaKTepUCTHUK B paH-
HeM MopdoreHe3e IIPOCTbIX M CJIOXKHBIX BOJIOCKOB
MpaKkTU4eCK oauHakoBa (TaOymia). EmuHcTBeHHOE,
HO BaXXHOE OTJIMYME 3aK/IFOYAETCS B TOM, UTO KO3(ppu-
LIMEHT YpaBHEHUs JIMHEWHOM perpeccuu D,,,, 1o H pa-
BeH 0.3, uro noctoBepHO (p < 0.05) HizKe, YeM B Mopdo-
TreHe3e MpocToro Bosocka. Kirerka, oopasyrorast Ciox-
HBIN BOJIOCOK, CHUJIbHEE pacTeT “B IIMPUHY, T.€. Iep-
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HEHAVKYJISIPHO Oymylleil MpOKCUMOIMCTAIBHON OCH
U-00pa3Hoii TpyOoKH.

DakTOpHEI aHAN3 BBIACIISIET TE K€ MO IBIDKE-
HUS TOBEPXHOCTH, YTO U ISl MOpdoreHe3a MpoCThIX
BOJIOCKOB — “Cryu0aroliyto” MearaHHyto (0JIOK Mpu3Ha-
koB H u S, B I'K-2) u “pasrudaroinyro” naTepajibHy10
mony (610K nipusHakoB D, R, u R; B 'K-1). Ominuue
COCTOUT TOJIBKO B 00Jie€ CUJIBHOM MOJIOXKWTEBHOM CBSI-
31 MeIMaHHOM MOJIbI ¢ BeJIMUMHOM yriia A. PaBHOBecue
Mexmy “crubaHremM” W “pasrudaHureM” MOBEPXHOCTU
CMEIILIEHO B CTOPOHY “CrMOaHUs1”, YTO TTO3BOJISICT KJIET-
Ke nepeuTu K (popmupoBanuio U-o0pa3Hoi TpyOKM IpU
MEHbIIEM OTHOLLIEHUY BbICOTHI H K JlaTepaibHOMY J1a-
metpy D, T.e. Ipy MEeHbIIEN KPUBU3HE MOBEPXHOCTU V-
CTaJIbHOW 30HBI.

Benuuuna koppensiiy nepeMeHHbIX S, — S, 1 S, (r=
=(0.59) BbIlLIE, YeM TPU 00PaA30BAHNM TTPOCTHIX BOJIOC-
KOB, U, TJIaBHOE, 3Ta KOPPEISLIMS He Ucue3aeT s KIle-
TOK ¢ A > 140° (r = 0.56). I1pu sToM KJ1eTKH ¢ A > 140°
Tak e HeOTJIMYMMbI oT nosaycdep (D/H = 1.86 = 0.15),
KaK ¥ KJIeTKU, (hOPMUPYIOLIME MPOCThie Bojocku. Ha
nyt K U-00pa3Hoii TpyOKe KIIETKY IPUHUMAFOT TTOJTy-
chepuyeckyto ¢GopMy, HO OHa IepecTaeT ObITh 0CO0OI
TOYKOI NX ABYDKeHMST. MOXHO CKa3aTh, YTO KJIETKA 3HA-
€T, UTO 13 Hee TODKEH ITOyUYUThCS He IIPOCTOM, a CIIOXK-
HbI BOJIOCOK, N HE€ 3aM€YacT, YTO Ha KaKO€-TO BpEMs
CTaHOBUTCSI MOJychepoit — He 3aMevaeT B TOM CMBICIIE,
YTO CPeAHsISI BeJIMYMHA OTKJIOHEHUS OT C(epuuecKoit
(opMBI OCTaeTcs Takoil ke, Kak U paHble. Bee nerno,

2%k
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Puc. 7. U3ameHuMBOCTb NEpBUYHOTO MOpdoreHesa C1oxHOro Bosiocka D. sibirica (py cMiMMeTpUYHOM (KJ1eTKU 1 U 2) U acCUMMEeTpUY-
Hol (KiieTku 3 1 4) oudypKamu; (-+-) — MaKCUMaJIbHBIN 3KBaTOPUAIBHBIN TUaMETpP; (—>) — MPOKCUMAJTbHbIN Kpaii TMCTOBOI Iia-

CTUHKM; OCT. 0003Ha4Y€HHUsI CM. Ha puCc. 6.

KOHEYHO, B MEHBIIIEM HaKJIOHE JIMTHUU perpeccuu D 1o
H, oTtyero xieTka MpUXOauUT K TToJryceprudecKoit (pop-
M€ NpY OOJIbIIEM pa3Mepe U, COOTBETCTBEHHO, MEHb-
1IIeM OTHOILIEHMH TIJIOIIAAN TIOBEPXHOCTU K €€ 0ObeMY,
YyeM KJIeTKa, oOpa3yloliasi IMpocToil Bojocok. MMeHHOo
MMO3TOMY JUCTalbHas1 30Ha U-00pa3Hoil TpyOKU MMeeT
MEHBILYIO KPUBU3HY.

bugypkayus nepeuunoeo mopghoeeneza u oopazosanue
NepeUMHbIX 3a4amK08 Ay4el. XOTsl OYEBUIHO, YTO KJIeT-
KU, 00pa3yollMe CJIOXKHBIE BOJIOCKU, UMEIOT B MOMEHT
nepexona K U-obpaszHoii ¢popMe OONbIINI pa3Mep, YeM
KJICTKH TIPOCTBIX BOJIOCKOB, Pa3INylsl CpSOHNX 3HAYC-
HUIi BEJIMYUHBI S, CTAaTUCTUYECKN HEJIOCTOBEPHBI U3-3a
OYCHb OOJBIIOK U3MEHYMBOCTU. JloCcTOBEpHBIMU (TIpU
p <0.05) oKa3bIBaIOTCS TOJIBLKO Pa3IAYMsI BEJIMYMHbBI pa-
JINyCa OKPY>KHOCTU, MAKCUMAJIbHO IMPUOIIKEHHON K
BUIIMMOMY KOHTYPY BOJIOCKOBOI KjeTku (puc. 1, a; R):
JIJIS1 KJIETOK ¢ A > S, ero BeimunHa paBHa 5.3 + 0.3 — mist
KJIETOK MPOCTBIX U 6.1 % 0.3 — [JI KJIETOK CJTOXKHBIX BO-
nockoB D. sibirica.

ITockonbKy IUIoIIaah MOBEPXHOCTH PacTeT ObICTpee,
YeM y KJIETKU IIPOCTOIO WM BJIBYATOTO BOJIOCKA, MAK-
CUMAJIbHBI AMaMeTp OVCTAIbHOI 30HBI CTAHOBUTCS
OoJblle TaMeTpa IMPOKCUMAIbHOM 30HbBL IUCTAJIbHAS
MOBEPXHOCTh HE YMEIIIAeTCs B Mpeaeax CTBOpa, o4ep-
YeHHOTOo rpaHMIaMu KieTku. Ilponcxomur omdypka-
s, Beoylnasi K BOZHUKHOBEHUIO Cpa3y HECKOJBbKMX
SKBU(UHAIBHBIX TTyTeli (dopmoodpazoBanus. I[lpu
BCEM MX pa3zHooOpa3um y D. sibirica OH1 YKJIagbIBaIOTCS
B HETIPEPBIBHBIN Psi IEPEXOI0B MEXKIAY ABYMSI TUTIAMU,
OIVH U3 KOTOPBIX YCJIOBHO HA30BEM “‘CUMMETPHUYHOMN”,

a Ipyroit — “acuMmeTpudHoi” oudypkaumei (puc. 7).

Cummempuunasn ougypkayus. B momeHt ondypka-
1LIMA AUCTAJIbHAs TOBEPXHOCTb MMeEET Mosychepuye-
CKy10 (hopMy; OMypKalus TIPOUCXOIUT B TOT MOMEHT,
KOIZIa rpaHMLIA C TMTPOKCUMAIbHOM 30HOM OKa3bIBACTCS
YyTb HUXKE 3KBaTopa. Takoil BEIBO MOXHO CIeaaTh Ha
TOM OCHOBAaHWM, YTO Mbl HU pa3y HE BUIEIU KIIETOK, Y
KOTOpBIX IMCTajbHasl TOBEPXHOCTb Oblia cepuue-
CKOI1, a ee Kpasi Jiexkay Obl HKe 9KBaTopa cepsbl. [1o-
cjle mepecedyeHursl 9KBaTopa IucTajibHasi MOBEPXHOCTD
yTpauuBaeT MPOCTPAHCTBEHHO OJHOPOIHYIO (hOpMY U
TMOBTOPSIET TO e caMOe, YTO Jiesiala paHbllle, — MPUHU-
maeT U-obpaszHyio (popmy, HO ToJIbKO HOBast U-o0pa3-
Hasl TpyOKa MMEET pacllIMPEeHHbIN JUCTATbHBINA KOHEI,
TakK KaK MOBEPXHOCTb NUCTATLHOI 30HbI HE yMeIllaeTcs
B LWIMHIPUYECKOM CTBOpPE IPOKCUMAILHON 30HbBI
(puc. 6, 6). Y myCTabHOM 30HBI BO3HMKAET HOBasI 9KBa-
TOpUaAJIbHAs TJIOCKOCTb, PANyC KOTOPO OOJIbIIIE TAKO-
BOT'O ITIPOKCUMAaJIbHOM 30HBI. UMEHHO B 3TOi 30HE II0-
1[a7b TTOBEPXHOCTU HAYMHAET PacTH, U Ha MPOTUBOIIO-
JIOXKHBIX MOJI0cax chepruIecKoi MOBEPXHOCTU 13 Hee
BBIIETSTIOTCS cheprudecKue ke (pparMeHThbl, UMEIOIIe
COOCTBEHHYIO KPMBU3HY M COOTBETCTBYIOIIME ABYM
TMEePBUYHBIM 3aUaTKaM Jydeil, OMUH U3 KOTOPBIX BblIe-
JISIETCS YyTh paHblie (puc. 6, 2).

IMockonbKy 10 MX HOSIBIICHUSI 3KBaTOPUAJIBHOE Ce-
YeHHe JUCTAIbHO 30HbBI UMeeT (DOPMY OKPYKHOCTH, TO
IrddepeHIMPOBKY KPUBU3HBI MOXKHO LIEJIMKOM OTHE-
CTU Ha CYET camMoopraHm3anuu. 1o ke camMoe MOXKHO
CKa3aTb U O BBIACACHUN CaMOI 3KBaTOPUAJIbHOI 30HBI,
TaK KaK OHa BBIIEJISICTCS TTPHU JTIIOOBIX MaJTbIX (IIYKTya-
LYSIX, YMEHBIIAIOIUX OTHOIIEHNE TIIOIIAAN TTOBEpX-
HOCTH K ee 00BeMY.
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(Baxcroe 3ameuanue. CTporo roBopsi, Mbl II0Ka He
MMeeM MpaBa TOBOPUTH 00 YCTOMYMBOCTU WJIM HEYCTOM-
YUBOCTU PaBHOBECHS — JJIsl 3TOTO, XOTsI ObI B CAMOM 00-
11IEM BUJIE, HY>KHO 3HAaThb MEXaHUKY JBU>KEHUS MTOBEPX-
HOCTU, KOTOPYIO Mbl pACCMOTPUM TT03:Ke. OHaKO ecu
MIpENICTaBUTh cebe, IS Ha puc. 6, 6, YTO 13 TUCTAITb-
HOM 30HbI BBIAEISIOTCS ABa chepruyecKux (hparMeHTa ¢
paBHBbIMU paguycamMu R; U R,, TO MOTyYUTCS KOHDUTY-
paLusi, COOTBETCTBYIOIIAsl “HErpyooMy IOJOXKEHUIO”
(ApHonba, 1993). JIBe onMHAKOBBIX ChepuuecKUx
00J1aCTU UMEIOT OOIIHUI LIEHTP, IO3TOMY IIPH JI000OM
“MajioM IIeBeJICHUM’ TaKoil IOBEPXHOCTU OydeT
MPOUCXOAUTh OudypKalius, T.e. pacilieryiecHUue ean-
HOTO LIEHTpa Ha JiBa LIEHTPpa ABYX pa3HbIX cepuue-
CKUX TTOBepxHocTelt (cM. puc. 6, ¢; 1, 1I). DT1o Gyner
MPOMCXOAUTh COBEPILIEHHO HE3aBMCUMO OT BbIOOpa
MEXaHUYECKOU MOJEeNU JIBUXKEHUS, BaXHO TOJIbKO,
YTOOBbI MTOBEPXHOCTh B MPUHIIMIIE ObLJIa CIIOCOOHA K
aKTUBHOMY U3MEHEHUIO (DOPMHEI.)

Acummempuunas ougypkayus. B momeHT oudypka-
IIUY TIOBEPXHOCTD IUCTATBHOM 30HbI U-00pa3Hoii TpyO-
KU UMEET aCUMMETPUYHYIO (hOpMY, BO3HUKAIOIIIYIO U3-
3a TOro, 4to mepexon chepruyecKoil MOBEpXHOCTU B
U-o0pa3Hyto TIpOMCXOIUT paHbllle Ha OAHOMN U3 JiaTe-
PATBHBIX CTOPOH KJIETKU (puc. 6, d). B 3ToM MecTe no
OYEBUIHBIM T€OMETPUYECKMM TMPUUUHAM COMPSIKEH-
Hasl ¢ UWJIMHIPOM chepudeckasl TUCTabHasi MMOBEepX-
HOCTBh MeeT HAaMMEHBIIIYIO KpUBU3HY (pUC. 6, 0; *), U U3
Hee BBIICSIETCS HOBBIN c(hepruecKuil pparMeHT, COOT-
BETCTBYIOIIUI TIEPBOMY TIEPBUYHOMY 3auyaTKy Jyda
(puc. 6, e). Bropoii 3a4aToK, eCTeCTBEHHO, Topa3ao 60-
Jiee KpYITHBIN, “BBIIyBaeTCsI” M3 OCTABIIEICS 9acTH T1-
CTAJILHOU 30HBI.

AcnMMeTpraHYyIo OndypKammio HeIb3s1 CIMTATh ca-
MOOpraHM3aleil B CTPOTOM CMBIC/IE, TaK Kak 00pa3o-
BaHWIO TIEPBOTO 3ayaTKa TMPEIIIeCTBYeT W3MEHEHUe
(OpMBI 5KBATOPUATIBHOTO CEYEHUS AUCTAIBHOM 30HbI
(puc. 6, d), KOTOPOE B CBOIO OYEPEID 3aJaHO aCMMET-
pueil rpaHUYHBIX yeioBuit. OnHaKO yCIoBUsI 00pa3oBa-
HUS TIEPBOTO 3aYaTka reoMeTpMYecKu OUYeHb OJIM3KU K
YCJIOBUSIM €CTECTBEHHOM IOTEPU YCTOMYMBOCTU IPU
CUMMETPUYHOI OnypKaimu. B Takux ciyyasix mpuHsi-
To roBoputhb (cMm.: benunien, 1990), yro BHeLIHSS
aCUMMETPUS SIBJISIETCS TPUITEPOM Mpoliecca, COOCTBEH-
Hasl JMHaMKKa KOTOPOro MMeeT Te e 3aKOHOMEPHO-
CTH, YTO ¥ IPM CUMMETPHUIHOM OMpypKaim. DTo mo3-
BOJISIET OOBSICHUTH MPAKTUYECKU OJMHAKOBBIM MCXOM
JIBYX TUMOB OMMypKaliu, TaK KaKk B OOOUX CIydasix
“nmeicTByIONIEH mprunHOi” (AprcToTeIeBoii causa ef-
ficiens) mepBuyHOro MopdgoreHe3a 3a4aTKOB SIBIISICTCS
BbIJJIEHUE O0JaCTM C MUHHMAJIbHBIM OTHOIIIEHUEM
TUTOIIAIN TIOBEPXHOCTH K €€ 00BEMY.

Ilapaaneausm eHympuuHOUBUOYANbHBIX U MEIHCEU-
doebix pazauvuil. Y D. sibirican D. daurica nameH4u-
BOCTh IIEPBUYHOTO MOpQOreHe3a MpaKTUIEeCKU
OJIMHAKOBAa U YMeEIIAeTCs B MpeaesiaXx BHYTPUUHIN -
BUAYAJIIbHBIX pa3Indyuii MopdoreHes3a KJIETOK, pa3-
BUBAIOLIUXCI HAa OAHOM M TOU Xe JIMCTOBOM ILIa-
ctuHke (puc. 7; 8, a—e6). Y 0001x BUAOB MOKHO Ha0II0-
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JIaTh HETIPEPBIBHBIA MEPEX0 MEXIY CUMMETPUYHOMN
(puc. 7; 8, 6; kinerku I, 2) 1 acUMMeTpU4YHOI (puc. 7;
8, a, 0; knerku 3, 4) oudypkaumeir. Y D. daurica nipu
OYEHb CUJIbHOIM aCHMMETPUH KJIETKA BBITJISIIUT TaK, KaK
Oyaro cobupaeTcst hopMrpoBaTh IMPOCTOM WX BUJIbYA-
ThII1 BOJIOCOK (Cp. pHC. 5, a, 6 1 8, a), U eAMHCTBEHHOE,
HO pellarolliee OTIMYKME COCTOMT B TOM, YTO Ha MPOTH-
BOITOJIOXKHOM JIATEPAJTbHOM Kpato KJIETKU, TJe elle OT-
YETJIMBO HE BUIHO JIOKAJILHOIO B3OYTHSI, AUCTaIbHAS
MOBEPXHOCTh BCE XK€ BBLICTYMAeT 3a IIpeleiibl CTBOpA
IIPOKCUMAJIbHOM 30HBI. Hamuio “TpoiiHoi mapasuie-
JIU3M” UBMEHYMBOCTU MOp¢oreHe3a — oHa MOBTOpsIET-
s TIpy 00pa30BaHUM CIIOKHBIX BOJIOCKOB Y Pa3HBIX BU-
1oB (cp. puc. 7 u 8, a—a), mpu 00pa3oBaHUU ITPOCTHIX 1
CJIO>KHBIX BOJIOCKOB Y OHOTO 1 TOTO XK€ BUIA U, HAKO-
Hell, IpY 00pa30BaHN BOJIOCKOB U3 KJIETOK, BXOISIIINX
B COCTaB OJTHOM U TOM K€ JIMCTOBOM ITJTACTUHKMU.

HecMoTpst Ha oIMHAKOBBIN KaueCTBEHHBI COCTaB
U3MEHUYMBOCTH, MEXKITY BUIAMU CYIIIECTBYIOT YETKO BbI-
pakeHHBIe KOJTMYECTBEHHBIE Pa3IniUsI — ACUMMETPUY-
Has1 oudypkanys Bctpevyaetcs y D. sibirica ¢ 4acToTom,
paBHoli 14, ay D. daurica — 70% (manHble o 50 KileTKam
D. sibirica n 40 xnetkam D. daurica, pa3nuyusi 4acToT
JocToBepHbI ITpu p < 0.001).

CpaBHeHUE BYX BUIOB MOXHO CUMTATh aHAJIOIOM
MBICJIEHHOT'O OITbITa C UBMEHEHHWEM MPOIOpLIMii chepr-
YecKoi U HUIMHApruYecKoi 30H U-00pa3Hoii Tpyoku. Y
D. daurica U-obpa3Hast TpyOKa obpasyeTcst He U3 Beel
Hapy>XHOI TMOBEPXHOCTU KJIeTKU, Kak y D. sibirica, a
TOJILKO U3 €€ LIEHTPaJIbHOM YacTu, reprcdepudeckas xe
4JacTh (puc. 8, 6; Pr) IprCOeIUHSIETCS K IIPOKCUMAIBHO-
My TATUHAPY. OTHOCUTEIBHBIN pa3Mep IUCTATBHOM 30-
HbI YMEHBIIIAeTCsI, HO OKa3bIBaeTCsl, YTO 3TO HE BeleT K
yIpoieHuto BetBieHus (y D. daurica obpasyercst 00JIb-
11e TIEPBUYHBIN BeTBeid, yeM y D. sibirica). O4eBUIHO,
HENOCTAaTOK HAYaJIbHOM IUIOIIAAU [UCTAIBHOU 30HBI
MOJTHOCTBIO, U JaXe C M30bITKOM, KOMIIEHCUPYeTCs
YCKOPEHVEM JIATTbHENIIIETo ee pocTa.

Tloasprocmb nepeuuroeo mopgoeernesa u ee cés3b ¢ no-
JAAPHOCMbI0 pocma 0pearo8. Y CIIOXHBIX BOJIOCKOBBIX
KJeTok Arabidopsis, MmopdoreHe3 KOTOpbIX JOCTATOUHO
OJIM30K K aCUMMETPUYHOMN OMdypKalvu, TIepBbIi Jy4
TOSIBJISIETCSI HA TOM CTOPOHE KJIETKU, KOTOpasi oopaiiie-
Ha K MPOKCUMAJIILHOM 30HE JIMCTOBOM IJIACTUHKM, a B
MPOTUBOIIOJIOXXHYIO CTOPOHY CMOTPUT BTOpPOii, Gojiee
mortrtHbI 3a9atok (Uphof, 1962; Schwab et al., 2000).
D710, MO-BUIMMOMY, O0IIasi 3aKOHOMEPHOCTh, TaK KaK
TaKasl >k CBSI3b MEKITy MOJISIPHOCTBIO BOJIOCKOBOI KJIeT-
KM U jJucta Habmopaercst y D. sibirica n D. daurica
(cM. puc. 2, a, 6).

Ilo HamyM HaOIOAEHUSIM, TIOJISIPHOCTh BOJIOCKO-
BBIX KJIETOK MPOSIBIISIETCS YK€ C CAMOI0 Havasla ux pas-
BUTHUS U B IPUHLIUIIE HE OTJINYAETCSl OT MUTOTUYECKOM
MOJIIPHOCTU ACJISIIIMXCS KJIETOK 3IMUIePMIca, BO3HU-
Karolleit B mpenpodase MUTo3a, KOraa B IIIOCKOCTU Oy-
JyLIero nejaeHusi (GOpMUPYETCSl KOO U3 MUKPOTPY-
0ouek, ompeesisifollee IMOJOXKEHUE 3TON TJIOCKOCTU
(cp.: Hiilskamp et al., 1998). B ToT MOMeHT, koraa Bo-
JIOCKOBYIO KJIETKY YK€ MOXKHO OTJIMYUThH OT OKpYXkKaro-
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Puc. 8. MaMeHYMBOCTh MepBUYHOIO MOporeHe3a CAOXKHOIO BOJIOCKA (@—6) U BTOPUYHbINM MopdoreHes Jjiydeil Bojocka (e, d) y
D. daurica.

Pr — npokcumainbHasi YacTb HOXKM BOJIOCKA, 00pa30BaBILAsICsl U3 MepudepuyecKoii YacTh HapY>KHOM MOBEPXHOCTU BOJIOCKOBOM
KJIETKU; P — NepBUYHBII 3a4aTOK; S'7, S — BTOPUYHBIE JI4H; (-+++) — KOHTYP 3a4aTKa, HaMevalolIerocs rnocyie 6udypkanuu, ocT. 06o-
3HAYEHUST CM. Ha puc. 6. Maciurab: a — 3, 6, 6 — 10, 2, 0 — 15 MKM.
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Puc. 9. Bropuunslit MopdoreHes stydeii Bonocka y D. sibirica (a) n cxema U3MepeHUs BOJIOCKOBO KJIETKU /, N300paskeHHOi Ha a (0).
Knetku /—3 HaxomsTcst Ha MOCJIeI0BaTeIbHBIX cTanusix MopdoreHesa nieppoii (1(7) u 1(2)) u Bropoii (11(7) u 11(2)) napsl ny4eii; D,
H — narepanbHasi IMpUHA U JUIMHA KJIETKU, d , A — IIIMPUHA U JUTMHA TIEPBOrO MEPBUYHOIO 3a4arka jyda. MaciuTa6: 30 MKM.

IIIUX KJIETOK, OHA UMEET TaKyIO XK€ YITTMHEHHYIO (hopMmy,
Kak OObIYHasl anuAepMalibHasl KJIeTKa mepe HayaioM
0YepeTHOTro MUTO3a. B OOJIBIIMHCTBE ciTyyaeB ee JIMH-
Hasi OCb OPUEHTHUPYETCS TIONEePeK IMPOKCUMOIUCTATb-
HOI OCH JIMCTa TaK, YTO OJHA M3 IIUPOKUX MOBEPXHO-
cTeil oOpallleHa K €T0 IUCTaJIbHOMY, a Apyras — K ero
MPOKCUMAJIbHOMY Kparo (puc. 3, 8).

[1pu ormcaHHOl BbIIIE aCUMMETpUX MopdoreHe3a
Oosee BhICOKAs LIMTMHApHUYEcKast cTeHKa U-o0pa3Hoit
TpyOKHM OOBIYHO OOpallleHa K MPOKCUMAILHOMY Kparo
JIMCTA, T.€. Ha 9TOI CTOPOHE IOBEPXHOCTH OBICTPEE ITPH-
HumMaeT U-o0pa3Hyio (hopMy U 3a4aTOK ITOIyJaeTcs 00-
Jiee MeJIKUM (puc. 6, 0, e). Takum 06pa3oM, pas3andue Bo
BpeMeH! (DOPMUPOBAHMS IPOKCUMAJIBHON U TUCTAIIb-
HOM 30H JIMCTOBOM IUIACTUHKU BOCIIPOM3BOAUTCS B
MaclTade OTHON KIETKHU.

310, pasymeeTcs, He Ooyiee YeM aHAJIOTHsI, OTHAKO
BaXXHO, YTO JIaTepasibHasi OCh KJIETKM TOYHO TaK K€, Kak
U TJIaBHas OCh JIMCTOBOM TIJIACTUHKU, SIBJISIETCS] HE MPO-
CTPaHCTBEHHOI, a BpeMeHHOI ochlo. Ee onpeneneHue
HE 3aBUCHUT OT BBIOOPA CUCTEMbI KOOPIMHAT, YTO JIeJaeT
TpaIULMOHHbBIE TIPENCTaBICHUSI O TPaAUEHTax U MOo3u-
LIMOHAIFHOM MH(pOPMALII IIPOCTO HEHY>KHBIMM.

K atomy cienyeT 100aBUTh, YTO CBSI3b MEXKITY TTOJISIP-
HOCTBIO BOJIOCKOBOI KJIETKM 1 JIMCTA SIBJISIETCSI BCE XKE
BEPOSITHOCTHOIA, a HE CTPOro AeTepMUHUpoBaHHOK. Ha
JIOCTaTOYHO OOJILIIIOM MaTepualie (TopsiaKa coTeH ¢op-
MUPYIOIINXCS BOJIOCKOB) BCeria 0OHAPYKMBAIOTCSI BO-
JIOCKM, Y KOTOPBIX TIJIOCKOCTh OMJIaTepaibHON CUMMET-
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PUN CUJIIBHO OTKJIOHACTCA OT IVIOCKOCTH CUMMETPUN
JINCTA, BIUIOTb A0 MHBEPCUM TIOJIAPHOCTM BOJIOCKA I1O
OTHOIICHMIO K ITOJIAPHOCTU JIMCTOBOM TUIAaCTUHKU.

Bmopuunwiii mopgoeenes. HauanbHast aza BTopud-
HOro MopgoreHe3a NepBUYHBIX 3a4aTKOB B OCHOBHOM
TMOBTOpSIET Hadaio MopdoreHe3a Bceil BOJOCKOBOI
KJIETKM, KOTOpOE, KaK Mbl BUIIEJIA, BCETIa ONMHAKORBO,
HE3aBUCHUMO OT TOro, oOpasyeTcsl 11 U3 Hee MPOCTO,
BWJIBYATBIA WJIM K€ CJIOKHBIM BOJMOCOK. amee myTh
BTOPUYHOTO MOopdoreHe3a pacxomsiTcs, Tak Kak y D. si-
birica nepBUYHbBIE 3a4aTKU JIydeil IIPaKTUYECKU HUKO-
Ta He BeTBATCH, a 'y D. daurica — BEeTBITCS, TIpUYEM Jie-
J1aTh 3TO, XOTSI U C Pa3HON BEPOSITHOCTBIO, MOXKET JTIO-
00i1 13 MEPBUYHBIX 32a4aTKOB.

VY D. sibirica iocine obpa3oBaHUsI IBYX MEPBUYHBIX
3a4aTKOB OIMH U3 HUX, PAa3BUBAIOIIUIACS YyTh ObICTPEE,
npuHuMaet ¢opmy Tonychepbl, KOTopasl ToT4ac mpe-
Bpaiaercst B U-obpa3Hyto TpyOKy, HE MMEIOIIYIO JIH-
CTaJIbHOTO pacinpeHus (puc. 9, a; kinetka /). TouHo Tak
K€, HO C HEKOTOPbIM OIMO3/IaHUEM, U3MEHSIETCS] KOHTYP
BTOpOro 3ayartka (puc. 9, a; kierka 2). Bropas napa nep-
BUYHBIX 324aTKOB 00pa3yeTcsi B TOT MOMEHT, KOra BTO-
po¥i U3 3a4aTKOB MEePBOI Mapbl MPUOIMKAETCS K MOJTY-
ccepe 1 ero KprMBU3HA OKa3bIBAETCS 0OJIbIIe KPUBU3HBI
TMTOBEPXHOCTH, PA3AESIOLICH IEPBbII Y BTOPOM 3a4aTK1
(puc. 9, a; xierka 2). Ecnu cama 3Ta IMoBepXHOCTb €l11e
coxpaHsieT chpeprdecKyro (popMy, TO U3-3a OTHOCUTE]Th-
HOTO YMEHBILIEHUS €€ KPMBU3HbBI U3 HEe 00pa3ytoTcs 3a-
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YaTKU BTOPOI1 Maphbl JIy4ed U MOJIy4aroTCs YeTbIpe Nep-
BUYHBIX 3a4aTKa, PACITOJIOXKEHHBIX Ha PABHOM YTJIOBOM
PacCTOAHUM APYT OT Apyra (9, a; kyetka 3).

ITno1aae BUAMMOTO KOHTYpa MepBOro 3a4aTtka, 13-
MepeHHas1, KOIlia 3TOT 3a4aTOK XOPOIIIo 000c00IeH, HO
ele nMeeT ToycdeprdecKyio, a He U-obpa3Hyro dop-
My (puc.8, 6; naHHbIE 110 60 BOJIOCKOBBIM KJIETKaM), CO-
craBisieT 25 + 1%, T.e. pPOBHO YeTBEPTh OOIIIE IO
BHIVMMOTO KOHTYpa KJIeTKH. OTHOITICHE ITUHEI (BBICO-
ThI) TIEPBOTO 3auaTka K €ro MakKCHUMAaJIbHOM IIMpUHE
(h/d) v oTHOIIEHUE MJTUHBI U MAKCUMAaJTbHOW ILIMPUHBI
Bceil kietku (puc. 9, 6; H/D) cBsizaHbl BbICOKOU (¥ =
=(.57) u cratuctuyecku nocrosepHoit (p < 0.001) no-
JIOXKUTEJIbHON Koppessilyeil. 3Ha4YuT, HOBbIC MepBUY-
HBIE 3a9aTKW BBIIEISIOTCS OTHOBPEMEHHO ¢ mudde-
PEHLIMPOBKOM KPUBU3HBI BCEU KIIETOYHOUN IMOBEPXHO-
ctu. AiineBunHas ¢dopMa KIETKA COOTBETCTBYET €€
pasfesieHIo Ha 3a9aTKY TIePBOiA ITaphl JTydeit, a JITUII-
cougHast (popMa — BO3HMKHOBEHHMIO HA OOKOBBIX ITO-
BEPXHOCTSIX DJUIMIICOM/IA ellle IBYX 3a4aTKOB, 00pasyro-
WX Y9 BTOPOM TTapFhl.

VY D. daurica tiepBble ABa 3ayaTka oOpa3yloTcsl B
MIPUHIINTIE TaK Xe, Kak y D. sibirica, HO TI0IAAb TTIEPBO-
ro 3a4arka cocrasiister 33 + 0.7% 1utolany Bcey KIIETKU
(maHHbIe MO 55 BOJIOCKOBBIM KJleTKaM). CTatuctuye-
CKasl KOppeJsiLivS MEKIy CTETNEHbIO BBITSDKEHUSI 3a4at-
Ka TIepBOTO JIyda M BCell KIETKN (MEXIY BeTMIMHAMU
h/dw H/D) ropazno Huke, yem y D. sibirica, i HaXOOWT-
¢s1 Ha rpaHu goctoBepHocTH (= 0.25, p = 0.01).

B xone BropmuHoro mopdoreHesa cepruyeckue 3a-
YaTKu TIPUHUMAIOT ¢OpMy He MPOCTOM, a paclIipeH-
Holt U-o0pa3Holi TpyOKM, B TUCTATBHON 30HE KOTOPOU
TIPOMCXOANT CUMMETPUYHAS WM (Jallle) aCUMMETPHY-
Has oudypkaiys. B 3tor MOMeHT popMa 3a9aTKa Ipak-
TUYECKU TTOJTHOCTBIO TTOBTOPSIET (hOpMY BCeli BOJIOCKO-
BOM KIIETKU TIPM aCUMMETPUIHON OMdypKalum Tep-
BUYHOTO MopdoreHe3a. Tak, MepBUYHBINA 3ayaToK P
(puc. 8, e, 0) nipeacTaBisieT coboit Ty ke U-00pa3Hylo
TPYOKY, U3 KOTOPOI1 BTOPUYHBIE 3a4aTKu S; U .S, pa3Bu-
BaOTCSI TOYHO TaK e, KaK caM MEepBUYHBINA 3a9aTOK
pa3BUBAJIiCS Ha CTaavio paHblie. HakiaoH nuHumM pe-
rpeccuy IIMPUHEI 3a4aTKa d 110 ero BeicoTe /1 paBeH (.38,
YTO TOCTOBEPHO HE OTJIMYAETCS OT HAKIIOHA STOM JIMHUH
npyu 00pa3oBaHUM MNepBUYHON U-00pa3HOU TPyOKU.
Hanporus, y D. sibirica HaKJIOH JIMHUU perpeccuu d o
h (b= 0. 28) He oTyIM9aeTCs OT 3HAYEHUS STOM BEINIM-
HBI ITpY 00pa30BaHUU ITPOCTOI0 BOJIOCKA.

HTak, HecMOTpsT Ha CTOJIb CYIIIECTBEHHBIE MEKBUIO-
BBIE pa3INuMs, KaK HAUTMIME WM OTCYTCTBUE BTOPUY-
HOT'O BETBJICHUSI TIEPBUYHBIX 3a4aTKOB, U3MEHUYUBOCTD Y
pa3HBIX BUIOB B OCHOBHOM TIOBTOPSIETCSI, 0Opa3ysl Ia-
paJuIeTbHbIC PSIIBI OMHMX U TEX XK€ Pa3TNIMiA, TAKMX KaK
mexxay U-obpa3Hoii 1 pacumpeHHoi U-obpa3Hoii pop-
MOM 3a4aTKa WJIM MeXIy CUMMETPUYHON U aCUMMeT-
puuHoOI oudypkamueit U-obpaszHoii Tpyoku. Takue xe
OTHOIICHMST BOZHUKAIOT MEXKIY BUIOBBIMU PA3INUMSI-
MU BTOPUYHOTO MopdoreHesa Jydeil CJIOXKHOTO BOJIOC-
Ka ¥ BHYTPUMHINBUIYATGHBIMHA PA3TTINIMUA MOPGHO-
reHe3a BOJIOCKOBBIX KJIETOK, OOpasylolIMX MPOCTHIE,

YEPJAHIEB, TPUTOPBEBA

BWJIbYATBIE WJTU CJIOXKHBIC BOJIOCKH B ITPEIENIaX OTHOTO 1
TOTO K€ paCTCHMUI. BosHukHOBeHUE INCPBUYHLIX 3a4arT-
KOB CJIOXKHOTO BOJIOCKA SIBJISIETCS TIPEEIOM U3MEHYM -
BOCTH Mop(oreHe3a IPOCTBIX BOJIOCKOB (ITEPEXOm OT
TepuoaNYeCKUX u3MeHeHui ¢popmel U-o0pazHoii Tpyo-
KU K Ougypkaimu MopgoreHe3a), a BOSHUKHOBEHUE
TIPOCTHIX JIydeil — TIpeaesioM N3MEHIMBOCTH BETBIICHUST
X IIEPBUYHbIX 3a49YaTKOB.

leomempuueckuii aseopumm
u mexaunuka mopghocenesa

BocnpousBeneHre omHOM M TOI ke OpraHu3alvy
M3MEHYMBOCTH HAa BHYTPUMHIVBUIYATHHOM, WHINBU-
IyaJJbHOM M TaKCOHOMWYECKOM YPOBHSIX TOBOPHUT O
TOM, YTO B OCHOBE MOp(oreHe3a J0LKEH JiexKaTb MPo-
CTOM W YHUBEPCAJIbHBII aJTOPUTM — TaKOM, UYTOOBI
dopMupoBaHMEe MOIYJIEH pa3HOro ITOpsaKa (IIPOCTBIX
BOJIOCKOB, JIyY€M CJI0KHOTO BOJIOCKA U BETBEI CaMOro
Jyda) ObLIO €CTECTBEHHBIM CJIEICTBUEM €TI0 IIOBTOPHOIO
npuMeHeHUs. Y BceX M3yYeHHBIX BUIIOB MoOpdoreHe3
KaK BCETO BOJIOCKA, TaK U JIIOOOM ero ITOBTOPSIIOLICICS
YacTU CBOAUTCS K BEIOOPY BCErO MEXKAY ABYMSI T€OMET-
pUYeCKMMM IpeoOpa3oBaHUsSIMU: (pparMeHT cepude-
CKOI moBepxXHOCTH NpuHMMaeT U-ob0pasHyio ¢dopmy
WIM Xe MyTeM CUMMETPUYHOM WJIM aCUMMETPUYHOM
OrdypKaMy pa3aeisieTcsT Ha ABa HOBBIX C(PepMIECKIX
¢dparmenTa, Takke npuHUMalommx U-obpasnyto dop-
My. Lukn nmonycpepa — U-obpa3Hast TpyOKa — T10-
Jycepa JEXKUT B OCHOBE He TOJILKO MOopdoreHe3a, HO 1
POCTa BOJIOCKOB, TaK KaK POCT IUIOIIAIN M 00beMa Kite-
TOYHOM MOBEPXHOCTU HEBO3MOXEH 0€3 MepUOINIeCKO-
Io U3MEHEHMSI €€ KPUBU3HEL.

HapyxHy10 TOBEpXHOCTh BOJIOCKOBOIT KJIETKH MOXK-
HO paccMaTpyBaTh KaK MOAETBHbBIN TTPUMep aKTUBHBIX
00o0ueKk, (opmMooOpa3oBaHNE KOTOPBLIX MNOAPOOHO
U3y4eHO JUIsl OJHOKJIETOUYHBbIX (MaptbiHOB, 1982;
Goodwin, 1994) n MmHorokeroudHsix (Green, 1996) Mo-
nereit MopdoreHesa pacrenmii. OcHoBHas uaest (Map-
TBIHOB, 1982) cOCTOMT B TOM, YTO, TaK KaK aKTUBHBIA
POCT TIIOIIAAN OOOJOUYKM MPH TTOCTOSTHHOM BHYTPEH-
HEM JIaBJICHUU He KOMIICHCUPYET YBEJIMYCHUSI ee 00be-
Ma, 000JIOUKA HAYMHAET COMTPOTUBIISITHCSI PACTSKEHUIO
He TTACCUBHO, a aKTUBHO, 00pasys peibed, 0coObIe TOU-
KU KOTOPOTO COOTBETCTBYIOT T€OMETPUYECKUM pedpam
JKECTKOCTH.

Ota upest, cama 1o cede 3aMevaTesibHast, BCe XKe M03-
BOJISIET paccMaTpUBaTh YCIOKHEHUE (POPMBbI OOOJTOUKH
KaK OOBIYHYIO MEXaHN4YeCKY10 KaTacTpody (MapThIHOB,
1982; benoycos, 1987). AKTMBHasT KOMIIOHEHTa U3Me-
HEHUS TUIOIIANAM TTOBEPXHOCTU CUMUTAETCsl Oojiee Mel-
JICHHBIM TIPOLIECCOM II0 CPAaBHEHUIO C U3MEHEHUEM €€
KPUBU3HBI, U CBSI3b MEXIYy aKTUBHOM M NACCUBHOI
KOMITOHEHTaMU (HOpMOOOPA30BaHMSI OKA3bIBAETCS HE
OoJee yeM ImapamMeTpraeckoii. B mo00it MexaHmdecKoit
MONEIN TEPBUYHBIC 3a4aTKU Jydell CUMTAIuCh Obl
CKJIaKaM1, KOTOpble 000jI04Ka 00pasyeT M3-3a TOro,
YTO B 9KBATOPUAILHOM IUIOCKOCTA PacCIIPEHHOMN
U-o0pa3Hoii TpyOKM 3KBaTOpHUAIbHOE CXKAaTUEe CUIbHES
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Puc. 10. KuHemaTrka 1 TMHAMIYKA TBVKEHUS] KIIETOYHOM TTOBEPXHOCTH: @ — IBIKEHHE (—>) B OTCYTCTBUE ITAHAPHO KOMITOHEHTHI;
6 — cxema, ToKa3bIBAIOLLAs CBSI3b MEXIY BEJTMUUHOM CUJTbl BHYTPEHHETO AaBiieHust (P) u BenuuuHoii cuit (Fs1, F52 1 pe3yasTupyto-
el cubl F5), pacTArMBaroOLLIMX KJIETOYHYIO 000JI0UKY MPU OTCYTCTBUM B HEil aKTUBHBIX BHYTPEHHUX HAIIPSDKEHMI; 8 — BO3HUKHO-
BeHMe ITAHAPHOI KOMITOHEHTHI ABVKeHusT (—P>), KOraa HapyKHasi IOBEPXHOCTh YIIMPAeTCsi B GOKOBBIE CTEHKH KJIETKH; 2 — BO3HUK-
HoBeHue U-00pa3Hoii TpyOKU; 0 — reOMETPUYECKUIA aJITOPUTM JBUXKEHUSI TOBEPXHOCTU MPY CUMMETPUYHOM OUdypKaluu; e — reo-

METPUUYECKUI aITOPUTM aCUMMETPUYHOM OMdypKaIvu.

[—II1 — mocienoBaTe TIbBHOCTH KOHTYPOB HApY>KHOM ITOBEPXHOCTH;, L. — GOKOBBIE CTEHKH BOJIOCKOBOM KIIETKMU; (++++) — TPACKTOPUHU JBU-
xeHust; R, RI, RII — narepajibHble paquyChl KpUBHU3HbI AUCTAILHOM 30HBI 1 HAPYXKHOI ITOBEPXHOCTHU COOTBETCTBEHHO; (- - -) — Ipa-
HU1IA AUCTATHHON 1 IPOKCUMAJTbHOM 30H; /, 2 — UCKPUBJISIIOIIVECS U3-3a TUTAHAPHOW KOMITOHEHTHBI IBUXKEHUSI PAANYChl KPUBU3HBI,
COOTBETCTBYIOIIUE TPACKTOPYSIM IBVDKEHMSI TOYEK TTOBEPXHOCTH; (¥) — TOUKA UBMEHEHUsI 3HaKa KPUBOM, IO KOTOPOU ABUKETCSI TOU-

Ka ITOBEPXHOCTHU, OCT. MOSICHEHUSA CM. B TCKCTE.

MEPNIMOHAJIBHOTO PACTS2KCHUSA. OL[HaKO MbI BUIECIN,
4YTO MEPBUYHBIE 3a4aTKM SIBJISTFOTCSI BOBCE HE CKJIaaKa-
MM, a aKTUBHO IBIKYIIMMUCS YYACTKAMM OOOJIOUKU,
MpUYEM UX aKTUBHOE JBIDKCHUE PA3BUBACTCS HE B OTBET
Ha MMaCCUBHOE U3MeHEeHME (POPMbI KJIETKM, a HA000POT,
repepacripeieJieHie BHyTPEHHETO JaBJI€HUsI, BbI3bIBa-
olllee YIIPYIyIO peakiidio, pa3BMBaeTCsI B OTBET Ha aK-
TUBHOE JABVKEHUE 3JIEMEHTOB O00JIOUKU.

Mexmy aKTMBHBIM YBEJIMYCHUEM IUTOIIAIA U KPH-
BU3HBI O0OJIOUKM B KaXIbIii MOMEHT BpPeMEHU CyIlie-
CTBYeT KaK OTpHUIIaTe/IbHasl, TAK W MOJIOKUTEIbHAST 00-
paTHasl CBSI3b, MEHSTIOIIAST CBOI 3HAK B 3aBUCUMOCTH OT
reOMETPUUN IBUKCHUSI. I/IMGHHO MN3-3a 9TOTI0 Araria3oH
YCJIOBHIA, B KOTOpoM cepudeckast hopMa COXpaHSIeT
YCTOMYMBOCTh, OKA3bIBAETCSI TOpa3ao 6oJiee y3KMM, 4eM
TSI OOBIYHBIX YIIPYTHX O00JIOUEK.

JBikenne cgepudeckoil (OpMBI aKTUBHOM 000-
JIOUKM YCTOMYMBO B TOM M TOJIBKO B TOM CJIydae, eCiin
MpU YBEJIMUEHUU O0ObeMa B3JIEMEHTHI €€ TMOBEpXHOCTHU
IBIDKYTCS TI0O HOPMAJIBHBIM pagnycaM e¢ KPMBHU3HBI, a
TeOMETPUIECKHUIA TIEHTP 000JIOYKM HAXOMUTCS B IIEHTPE
OKPY>KHOCTHU, 00pazyeMoii ee Hapy>KHOI MOBEPXHOCTHIO
(puc. 10, a). lns atoro, pazymeercsl, MaKCUMAaJIbHBII
maMeTp chepryecKoil TTOBEPXHOCTU HODKEH pacTh
BMECTE C YBEJIMUEHUEM €€ Pafauyca, YTo Mbl M Hab/oaa-
€M B HauaJibHOM (haze MopdoreHesa BOJIOCKOBOIA KJIeT-
ku. B aToi1 (paze yBenmueHne oobeMa 000I0UKY CBSI3a-
HO C YMEHBIIICHUEM €€ KPUBU3HBI, a YeM MEHBIIIE KPU-
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BU3HA IIOBEPXHOCTH, TEM JIerde ¢e pacTITMBaTh
(puc. 10, 6). OTUM 0OBSICHSIETCS TO, TTIOUYEMY JIH000IT HO-
BBII 3a9aTOK, 00pa30BaHMe KOTOPOTO BCETa TTompasy-
MeBaeT YBEeJIMUCHUE JIOKATbHON KPUBU3HBI, BOSHUKAET
B 00JIACTU C HAMMEHBIIIEH JTOKATBbHOI KPUBU3HOMA.

Curyanysi pe3Ko MeHSIeTCsl, KOIrjJa HapyKHasl Mo-
BEPXHOCTh BOJIOCKOBOI KJIETKU YIMPAETCSl B 30HBI
KOHTaKTa KJIETKH CO CBOMMU COCEASIMU WJTU K€ TIPOCTO
CKOPOCTb YBEJIWYEHHUSI €€ JaTepaJIbHOTO JIraMeTpa
(puc. 1, 6; D,,,,) HAUMHAET OTCTaBaTh OT CKOPOCTU POCTa
wiomany. HaunHast ¢ 3Toro MoMeHTa Ipu JajIbHeHIeM
pocTte 00beMa 000JIOUKH €€ KPMBU3HA HE YMEHBIIIAeTCS,
a Hao0OPOT, YBEIMYMBAETCS, TaK KaK IMPU BCTpauBaHUU
B JIIOOOI Y4aCTOK ITOBEPXHOCTU HOBBIX CTPYKTYPHBIX
3JIEMEHTOB BO3pacTalOT CHJIBI JIaTePaIbHOTO TABJICHMUS,
C KOTOPbIMHU 3TOT Y4YacTOK JEKMCTBYET Ha COCEHHUE C
HUM YYacTKU. DTO BeAeT K WCKPHUBJIEHUIO DPAUyCOB
KPUBU3HBI ITOBEPXHOCTH, IO KOTOPOM OH IBIDKETCS
(puc. 10, 6, MyHKTUPHbIE JIMHUHN), a CJIEA0BATEIbHO, K
POCTY aKTUBHBIX HAMPSDKEHWI B KJIETOYHOI 00OJIOUKE.
Cdepuueckast popMa 000I0UYKH CTAHOBUTCSI SHEPTETH -
YeCKM HEBBITOTHOM, U TIPU MaJTbIX U CIIyJalHBIX (DITyK-
Tyalusix cpepuyeckre MepuavaHbl MPOKCUMAIbHOMI
30HBI IIPEBPALLAIOTCS B 00pa3yIolye MITMHIPUIECKOI
noBepxHocTH (puc. 10, e).

ot tmnuHapa U BOOOIIE JTI000 MOBEPXHOCTU C
TIPSIMBIMH OOPA3YIOITMMI JTMHUSIMI OKPYKHBIE (KOJTb-
LIEBbIE) YIIPYTMe HampspKEHUsT HAMHOTO BBILIIE ITPO-
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JIoiabHbIX HanpstkeHuit (TumolneHko, BoitHOBCKuMii-
Kpurep, 1966). MOXHO cUMTATh, YTO TP IIEPEXOIE K
IMHAPUIECKO (opMe ITOBEPXHOCTb MPOKCUMAIIb-
HOII 30HBI TEPEeCTaeT PACTITMBATBCS B IOIECPEUYHOMN
TJIOCKOCTU M TOTa HOBBIM T€OMETPUUYECKUM LIEHTPOM
KJIETKM, OTKy[a HarpaBJIe€HO BHYTPEHHEE aBJICHUE,
pactaruBamoliee chepruIecKyro IIOBEPXHOCTb TUCTAIb-
HOM 30HbI, CTAHOBMUTCS LIEHTP €€ HOBO KpaeBO
okpyxxHocTu (puc. 10, ¢). KpuBuzHa cepuyeckoii ya-
CTU MOBEPXHOCTH YMEHBIIIAETCsI, M 3TO ITO3BOJISIET Ha-
YaTh HOBBIN IIUKJI U3MEHEHUI (POPMBI.

Kak jerko 3ameTuTh, Takasl MOCJIEIOBATEILHOCTh
COOBITHIA TOYHO COOTBETCTBYET OIMMCAHHOMY B HaIllei
paboTe yepeaoBaHUIO JaTepaabHON “paszrudaroiieii” u
MeIVaHHOU “crubaroleii” Mol IBVDKEHUS OOOJIOYKU.
IIpyHUIMTIMATTBEHBINT MOMEHT, OOBSICHSIIOIIMI Pa3HUILY
MECXIOY ITaCCMBHBIMM M aKTMBHBIMMU MEXaHWYCCKMMU
HAaIIpsDKEHUSIMU, 3aKJTI0Y4aeTCsl B TOM, YTO OTKJIOHEHME
OT TMPOCTPAHCTBEHHO OIHOPOIHOM (CheprIecKoin)
GOpPMBI SIBJISIETCS 00SI3aTEIbHON KOMITOHEHTOM JIBIKE-
HUSI TIOBEPXHOCTU. B KaxkabIii MOMEHT ABVDKEHUST KU~
BU3HA MEIMAHHOW 30HbI JIMOO BHIIIIE, TMO0 HIDKE KPH-
BU3HBI JIATEPAJIbHOI 30HBI, Y IBMXKEHUE ITPOIO/DKAETCS
JIO T€X TOP, TI0KA 3TO pa3Inyle He CTAHET IIpeHeOpeKM-
MO MaJIbIM, HO KaK pa3 B 3TOT MOMEHT (popma yTpaumBa-
eT yCTOMYMBOCTh. B MopdoreHese IpocToro BoJjOcKa
WJIM K€ JTy4da CJIOKHOTO BOJIOCKA aMILIMTYAa KOJIeOaHMIA
MOCTETICHHO YMEHBIIIAETCS M3-32 YMEHBIIIEHUS pa3Mepa
30HBI POCTa, OTYETO KOHYMK BOJIOCKa (W11 JTy4a) ITocTe-
TIEHHO 3a0CTPSIETCS U TIpeKpalllaeT CBOI pOCT.

OCHOBHBIM KOHTPOJILHBIM ITapaMeTpOM, TePEKITIO-
YalollUM pa3BUTHE B CTOPOHY 00pa30BaHUSI CJIOXKHOTO
BOJIOCKA, SIBJISICTCSI IIPOCTO YBEIMUEHIE CKOPOCTH POCTa
(yBemueHusI TUIOIIAAN) KJIETOYHOM ImoBepxHocTr. Cam
o cebe 3TOT MapaMeTp MOXET ObITh OUeHb CIOXKHbBIM,
TaK KaK ero BeJIMYMHA 3aBUCHUT, IO-BUINMOMY, HE
CTOJILKO OT CKOPOCTH 00pa30BaHMS MHIIEIUT IIEJUTIOJIO-
3bl, CKOJIBKO OT opranu3anmu nurockenera (Kropfet al.,
1998). OH mpocT TOJILKO Kak “TlapameTp Mopsiaka”
(JTanmay, JIusrimir, 1976) — Kak TeMITOIMMUTHAPYIOIIEE
3BEHO B LIETT COOBITUI, CBSI3bIBAIOILEN MOJIEKYJISIPHYIO
MTUHAMUKY C TMHAMUKOM opMbl. Korma ero BemanHa
IOCTATAeT KPUTUIECKOTO 3HAUYEHWMS, MUCTaIbHAs 30Ha
U-00pa3Hoii TpyOKM pacIimpsieTcs 3a Mpeaesibl LITMH-
JIPUYECKOTO CTBOPA MPOKCUMATTBHOMN 30HBI U €€ 00BeM
HaYMHAET PaCWICHSTHCA Ha cepraeckre hparMeHTHl,
B KaKIOM 13 KOTOPBIX OTHOIIICHUE TUTOIIAIN TTOBEPX-
HOCTH K €€ 00beMY BBIIIIE, YeM B UCXOTHOM TUCTATLHOM
3oHe. ¥ D. sibirica n D. daurica obpa3yeTcst 1Ba TaKux
dparMeHTa, COOTBETCTBYIOIIMX 3a4aTKaM TTEPBOI TTaphl
JIy4yeit, — CAMMETPUYHBIX WIM aCUMMETPUYHBIX B 3aBU-
CHMOCTH OT THTIa OVbypKAaLIHN.

Mx o6pa3oBaHre MOXHO OIMUCATH C ITOMOIIIbIO I'e0-
METPHUYECKOTO aJITOPUTMa, BBIBEICHHOTO B CBOE BpeMs
JUIs1 ABYDKeHMST (M3MEeHEeHMsI (DOpMbI) SMOPHUOHAIBHBIX
KJIETOUYHBIX TIJIJACTOB MHOTOKJIETOYHBIX YKMBOTHBIX
(Yepmanues, 2003). ITono6HO Kj1eTKaM B COCTaBe Kiie-
TOYHOTO TUTACTa, THTaHAPHOE MBIDKEHIE JIEMEHTOB T10-
BEPXHOCTU “‘3apspKaeT” €e aKTMBHBIMU MEXaHWYeCKU-

YEPJAHIEB, TPUTOPBEBA

MU HanpsLKEHUSIMH, KOTOPBIC “pa3psmKalorcs”’ IyTeM
n3MeHeHusI ee popMbl. POCT aKTUBHBIX HaIpsDKEHUIA
BBIpaXKAeTCSI B VICKPUBJICHMM HOPMAJIBHBIX PaIyCOB
KPUBU3HBI KJIETOYHOI oBepxHOCTH (puc. 10, 0, myHK-
TUPHBIE JIMHWUM), a TIOBEPXHOCTb, IBUTAsICh BIOJb 3TUX
paanycoB, UBMEHSIET CBOIO (DOPMY TaKM 00pa3oM, UTO-
OBl BOCCTAHOBUTH WX HOPMAaIbHYIO (PHEPIeTUYECKU
Haubosee BbITOIHYI0) opueHTawmio (puc. 10, d; I-I11).

I1pu paBeHCTBe yCI0BUI1 HA TpaHUIAX AUCTATIBHOMN
30HBI MBI ITOJTy4aeM HOBYIO (DOpMY ITOBEPXHOCTH, XOPO-
110 COOTBETCTBYIOIIYIO TAKOBON MPU CUMMETPUYHOM
oudypkanuu. B cirydae, eciiv Ha OTHOI CTOPOHE KJIIETKU
(HamoOMHMM, YTO 3TO CTOPOHA, OOpaIlleHHasI K IIPOKCH-
MaJIbHOMY Kparo JINCTa) MOBEPXHOCTh pacTeT ObICTpeEe,
noJrydaeTcs (popMa, XOpOIIO COOTBETCTBYIOIIAsI (DOpMeE
MOBEPXHOCTH TP aCMMMETPUYHON OudypKarm
(puc. 10, e).

(Ymounsrowee 3ameuanue. MoxkeT MoKa3aThCsl apa-
JIOKCAJTbHBIM, UTO MOTEPST YCTOMYMBOCTU cheprIecKOMN
(hopMbI BeieT KO BMHOJHE ACTEPMUHUPOBAHHOMY JIBU-
XKeHuto. [IpuMeHssT airopuT™M, MBI ICXOIUM U3 TOTO,
YTO B KaXIIbIil MOMEHT BPEMEHU JBVKECHME 3JIEMEHTOB
TMOBEPXHOCTHU BIOJIb KpUBbIX I 1 2 (puc. 11, 0) ipencras-
JISIeT cepurro otodpakeHuid KoHTypos I—III apyr B apyra
(IIPUHLIUIT TIPOCTPAHCTBEHHOM pa3BepPTKU MOpdoreHe-
TUYECKOro ABrkeHusl, cM.: Yepaanies, 2003). BDTo 11o3-
BOJISIET, 3Has1 (popMy MOBEPXHOCTHU B JAHHBIA MOMEHT
BpEMEHU, MPeICKa3bIBaTh XapaKTep N3MEHEHMsT TPaeK-
TOpPUIA ABWKEHUSI €€ 3JIEMEHTOB JaXe MpU TMoTepe
YCTOMUMBOCTH, TaK KaK OMypKais BCeraa CBsI3aHa C
M3MEHEHMEM 3HakKa HaKJIOHA JTHUX TPaeKTOpUil
(puc. 10, e; *).)

OnucaHHbBII aITOPUTM TOYHO TaK K€ IMPUMEHSIETCS
K JIBIDKEHUIO (M3MEHEHUIO (hOpMBI) MOBEPXHOCTU Ca-
MUX TIEpPBUYHBIX 3a4aTKOB: 0Opa30BaHUE U BETBJICHUE
JIydel CJI0XKHOTO BOJIOCKA TTOOYMHSIIOTCS OTHUM U TEM
>K€ mpaBUWJIaM, pa3idyasiCh TOJBKO MacIITaboOM U, KakK
CJIeICTBUE, MOPSIAKOM (hopMUpoBaHUsl. KOHTPOIBHBIM
napaMeTpoM, OIPEISISTIOIINM BRIOOD MEXKIy 00pa3oBa-
HHEM IPOCTOTO U CJIOXKHOTIO JIyda, HO-IPEKHEMY SIBIISI-
€TCsI BeJIMYMHA OTHOIIIEHUSI TUIOIIAIN TTOBEPXHOCTH K €€
00beMy, Tak Kak y D. sibirica — BUa ¢ HEBETBSILLIUMMUCS
JIydaMH BOJIOCKA — OTHOCUTE/ILHBIN pa3Mep IIepBOIo 3a-
yaTkKa MeHbllIe, yeM y D. daurica, — Ba ¢ BETBSIIIIUMMUCS
Jiyaamu. BeiTekarolast i3 MOIean 3aBUCUMOCTb ITOTEPHU
YCTOMUYMBOCTU HE OT aOCOIIOTHBIX Pa3MEPOB IUCTAIIb-
HOI 30HBI, a OT €€ reoMeTpuu (IJTaHapHasi KOMITIOHEHTa
JIBIDKEHUsI BO3HMKAeT Torja, Korma o0ojiouKa CTaHO-
BUTCS IOJTyc(hepoit), OOBSICHSIET MAaCIITAOHYIO MHBAPH-
aHTHocTb MopdoreHesa (benoycos, 1987), T.e. ero He3a-
BUCHMOCTD OT pa3Mepa MPOKCUMAaTbHOM 30HbI 1 OT J0-
JIM Ha4vaJbHOI IUTOIIAOY MOBEPXHOCTH BOJIOCKOBOM
KJIETKM, YIaCTBYIOIIEH B 00pa30BaHMH JIydeii BOJIOCKA.

OcoO0kIii MHTEpEC TIPEACTABISICT BO3MOXHOCTD ITPH-
MEHEHUSI OMHOTO U TOTO XK€ TeOMETPUIECKOTO aJITOPUT-
Ma K MopdoreHe3y KJIeTOYHOU 000I0UYKM U1 MHOTOKJIe-
TOYHOTO 3IUTeMaIbHOro Iacta. OueBUIHee BCETro
CXOICTBO MeXIy MOP(OreHEe30M BOJIOCKOBBIX KIIETOK 1
MOP(OTreHe30M TUAPOUIHBIX TIOJUIIOB, OCHOBHBIMH
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Puc. 11. ®a30BbIii mopTpeT MOPHOTEeHETUIECKOTO IIUKJIA TBUKEHUS KJIETOYHOM MOBEPXHOCTH: @, 6 — YCTOMUMBOE paBHOBecHe (@)
pu MaJjioii (a) 1 00bIIoM (6) KPUBU3HE; 8 — aBTOKOJIe0aTeIbHbIN pexkiM (O — TOUKa HEYCTOMYMBOIO PaBHOBECHST ) ; TEOMETPUYECKUE
apXETUTTBI TTIOBEPXHOCTH, COOTBETCTBYIOIIIE OCHOBHBIM BETBSIM JIBIDKEHMS 110 (ha30Boit KpuBoil. C* — ycpeaqHeHHast KpUBU3HA, S F—
yIeNbHasl TuIolanb, P — BHyTpeHHee naBiieHue; I, 11 — 00001IeHHbIe ypaBHEHMS IBKCHUS M OJIOK-CXeMa TUTFOC—MUHYC-B3alMO-

NEUCTBUS TIEPEMEHHBIX, OCT. IOACHEHUS CM. B TEKCTE.

MOTUBAaMM KOTOPOTO SIBJISIIOTCS COBEPIIIEHHO TaKMe XKe,
KaK y BOJIOCKOBBIX KJIETOK, TIEPEXOIbl MEXIY cheprde-
ckoii, U-00pa3Hoit u pacmmpenHon U-obpa3Hoii dop-
MaMM KJIETOYHOTO IIacTa B XoJe MopgoreHesa 1 uepe-
nmoBaHVe (a3 YBeIMUSHUS W YMEHBIIEHUS] KPUBU3HBI
ACTAJTGHOM TTOBEPXHOCTH B XOmIe pocTa-MopdoreHesa
snureavaibHoro miacta (bemoycos, 1987; Beloussov,
1998). J1J1s1 MHOTOKJIETOYHBIX CUCTEM aBTOKOJIeOaTe b~
HBII PEXUM POCTa CUUTAETCS CIICICTBEM OMOXIMIUe-
CKMX aBTOKOJIeOaHM (cM. HanpuMep: benuniies, 1990),
HO MopcoreHe3 BOJIOCKOBBIX KJIETOK J0KA3bIBAET, YTO
aBTOKOJICOAHMS SIBIISTIOTCS €CTECTBEHHBIM M TIOTOMY He-
M30€KHBIM CJICICTBUEM CaMOM TeOMETPHM IBVKCHUS
000JI0UKH1, HE3aBUCHUMO OT €€ BHYTpEeHHEl CTPYKTYphI U
OHMOXMMIIECKOM MOIOTIIEKN MaKPOCKOITITIECKOTO ABH -
>KEHUSI CHCTEMBI.

JIJ1s1 akTMBHOI 000I0YKM IPUHIIUIT MEXaHUTYECKOIO
paBHOBeCHsI TpeOyeT, YTOObI TTPU YBEJIUMYESHUN KPUBU3-
HBI €€ YYACTKOB JIECTBYIOIIEEe HA HUX BHYTPEHHEee JaB-
JICHUE BO3pacTajio M, HA00OPOT, TTagaio Py YMEHBbIIIe-
HUM KpUBU3HBL. B a3zoBoM npoctpaHcTBe {C*, S*}, e
C" — ycpenHeHHas1 KpMBU3Ha, a S* — yaeabHast (Ha equ-
HUITY 00BbeMa) TUIOIIAAb YYacTKa, KprBasi 3aBUCUMOCTU
C*(S*) mMmeer ABe HUCXOISIINE W OTHY BOCXOISIIYIO
BeTBb (puc. 11). Ob6e HUCXoAsIIe BETBU TOApa3yMeBa-
FOT OTPUIIATEITEHYIO OOPATHYIO CBSI3b MEXKIY TUIOIIAIBIO
MOBEPXHOCTU U €€ KPUBU3HOI, BOZHUKAIOIIYIO B CITy-
yae, Koraa IBUXKeHHE 2JIEMEHTOB ITOBEPXHOCTU HE UMe-
€T TUTaHApHOM KOMITOHEHTHL. HamGombimii mHTepec
TMpEICTaBIIsIET BOCXOSIIAsT BETBb, TIe MEXITY KPUBU3-
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HOI TTOBEPXHOCTU W POCTOM €€ YAEIbHOM ILIOIIAIN
TIEMCTBYET TTOJIOXKUTEIbHAS OOpaTHAsT CBSI3b M3-3a BO3-
HMKHOBEHUSI B KJIETOYHOI O0O0JIOUKE aKTUBHBIX MEXa-
HUYECKUX HAIPSDKEHUI, PaCTyILMX BMECTe C YBeJIM4e-
HUEM KPUBU3HBI 000JI0YKH W TIIOMIAAN e¢ TTOBEPXHO-
cti. Jlanmblile OCTaeTcsl MNPUMEHWUTh OOBIMHOE IS
MCCIICIOBAHUST aBTOKOJIEOaHUI ITOCTPOEHUE, KOTOPOE
MbI 3auMcTBOBaIM Yy benunuena (1990), yacto npume-
HSIBILIETO €r0 K MOP(OreHETUUECKIM MOJIEIISIM.

IMpsamas muHusa C* = kS* nipy odeHb Majioil U Tpu
O4YeHB OOJIBIION BeMMIMHE Koad duieHTa k repeceka-
€T HUCXOsdIIMe BeTBU KpuBoit C”(S5*), 4TO COOTBET-
CTBYET OTCYTCTBHUIO aBTOKOJI€0aHUII — YyracaHUIO poCcTa
000JI0YKHM, MMEIOLIEN CIUIIKOM OOJbIIYIO TLIOIIAIb
MpU OTHOCUTESILHO HEOOJBIIION BEIMYMHE BHYTPEHHE-
ro naBiaeHus (puc. 11, @) nam e CIUIIKOM MaJTyIO 10~
Ianb Ipu OobInoi KpuBu3He (puc. 11, 6). ABTOKOIIE-
OaTesbHbId PEXUM BO3HUKAET MPU MPOMEXYTOUHBIX
3HaYEHUSIX KoadduiireHTa k B 1100011 TOUKE Tepeceye-
HUSI TIPSIMOM JIMHUM € BOCXOJS11IEN BeTBbIO (puc. 11, 8).

JormycTtrM, 4T0 MOp(OTreHETUIECKMM LIMKJT HAaYHA-
€TCsI C BepXHEil TOpU30HTANIbHOI BeTBU (puc. 11, 6; *).
VoenbHasl IUTOIIAAL ITOBEPXHOCTM YMEHBIAETCS IIPU
HEU3MEHHOM BeJIMUMHE YCPeIHEHHOM KpUBU3HBI C™ —
3TO O3HAYaeT, YTO KPMBU3HA PAa3HBIX YYACTKOB KJICTOU-
HOI1 000JI0YKY BEIPABHUBAETCS, IIPAKTUIECCKH HE 3Me-
HSIsI CBOETO cpeHero 3HadeHus1. C 3Toro MoMeHTa 000-
JIouka “yrmpaercss” B COOCTBEHHBIC Kpasi, U JaJbHEi-
I POCT IUIOIIAAM TTOBEPXHOCTH BEJIET K YBEJIMIESHUIO
CWJI JITaTepaJIbHOTO (TAaHT€HIIUAJIBHOTO) TaBJICHUSI, “pac-
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TAJIKMBAIONIEro” ee yyacTKu. I1pocTpaHCTBEHHO OHO-
ponHasi (popMa yTpauMBaeT YCTOMYMBOCTb, TO3TOMY
caemyroliasi (HUCXoas1asi) BETBb (pa30BOro MoTokKa co-
OTBETCTBYET YMEHBIIIEHUIO KPMBU3HBI 1 YIEIbHOMI IUI0-
AU JUCTalbHON 30HBI OOOJIOYKM B pe3yjisraTe mepe-
xona KJIeTku K U-obpazHoii popme. [lanee cucrema re-
PEXOIUT Ha HYKHIOIO TOPM30HTAILHYIO BETBb (pa30BOTO
MOTOKA: yJe/NbHasI TIIOIIAAb ITOBEPXHOCTU BO3pacTaeT
M3-3a BOBHMKHOBEHMSI omHoro (puc. 11, ) win He-
CKOJIbKUX JIOKAJIBbHBIX B3MyTUH, “BbIIABIMBAEMbIX’ W3
Hee TeMU XK€ CUJIaMM JiaTepajibHOro nasieHus. Kpusus-
Ha COCETHUX C HUMU YJaCTKOB ITPY 3TOM YMEHBIIIAeTCsl,
noaTomMy BemmamHa C° OCTaeTCsl MPaKTUYECKA HEeU3-
MeHHo#. HakoHell KprBH3HA (BOCXOsIlasi BETBb (ha-
30BOI'0 MMOTOKA) HAYMHAET PACTH TSI BCE NUCTATBLHOMU
MOBEPXHOCTY OOHOBPEMEHHO C YMEHBIIIEHUEM €€
YIEJIbHOM TUTOIAIN, U IIMKJ 3aMbIKaeTCsl.

3aMeHa JIOKAJIBHBIX XapaKTepUCTUK KPUBU3HBI €¢
YCpEeIHEHHOI IO BCEW TOBEpPXHOCTH BeymuuHon C°
HY>KHa MTOTOMY, YTO aKTUBHBIE HaIIPSDKEHUSI, 0e3 KOTO-
PbIX He ObUIO Obl aBTOKOJC0aHMI, BOZHUKAIOT TOJIBKO
IpY TeOMETPUIECKN HEOTHOPOTHOM IBIMKeHUU. i1t
BOCXOJSIIIIMX M HUCXOISIIMX (pa30BbIX IMOTOKOB eIl
MOXKHO ObUTO ObI 0OOHTHCH 0€3 TAaKOM 3aMEHBI, HO 3TOI'O
HEJb3sI CAEJIATh IS TOPU3OHTANBHBIX BeTBel. 11 Hix
HACTOsIILIE AOUHAMWYECKON TIIEPEMEHHON SBISIETCS
MPOCTPaHCTBEHHAas IUCIEPCHsI KPUBU3HbI, BO3PaCcTalo-
111251 Ha HYDKHEH BETBU, T.€. IIPY MaJIOi BeJIMUMHE YCPe/I-
HEHHOI KpUBU3HBI, U TTaJao1ast Ha BepxHel BeTBU (a-
30BOU KPUBOIA.

TTosToMy BenmmumHy S* ciiemoBajio ObI, KOHEYHO, 3a-
MEHUTb BEJIMYMHOMN AUCTIEPCUU JIOKAIBHO KPUBU3HBI
KJICTOYHOI MOBEPXHOCTH, HO TP YIIPOILEHHOM OIIMCa-
HUM MOP(MOTEHETUYECKOTIO IIMKJIa MOKHO CUUTATh, YTO
OH OITMCBIBAETCSI CUCTEMOI YpaBHEHMIA TOYECYHOM (J10-
KajabHOM) nuHaMuku (puc. 11, I), rme nepemeHHas S*
SIBJISIETCST MaTeMaTUIeCKM aHaJIOTOM “‘akThBaropa”, a
nepeMeHHast C* — aHajloroM “vHruouropa”. MyHKIINS
AS*, C*) nmeer S-o0pa3Hyo (GopMmy, 1 eTMHCTBEHHOE
TpeboBaHNME K Heil — HaJIM4re BOCXOMMIIEH BETBU, T
MEX]Ty aKTUBATOPOM M MHTMOUTOPOM ACHCTBYET IOJI0-
JXUTEIbHAS CBSI3b U JII00ast TouKa (Pa30BOM KPUBOM SIB-
JIsIeTCsT TOYKOM HeycTtoumBoro paBHoBecust (bemuH-
1esB, 1990).

[NonoxkurenbHast CBSI3b IIOJIy4aeTCs ITOTOMY, 4YTO
000JI0YKa HE TOJIbKO PaCTATMBAETCS 104 JCKCTBUEM
BHYTPEHHETO JaBJieHus1 P, HO 1 U3rubdaercsi, Kak yrpy-
ras IUIacTUHA, a U3rM0 yBeIMYMBAET ee KpuBU3HY. Ol-
HOBPEMEHHBII POCT IUIOLIAAN U KPUBU3HBI O00JI0UKU
Be/IeT K YBEJIMYCHUIO MO/ Heil BHYTPEHHETO JaBJIeHUSI, a
3HAYUT, K ellle OOJIbIIeMy ee pacTsbkeHuIo. B To xe Bpe-
MSI POCT KpUBHU3HBI 000JIOUKY YBEJIUMUYMBAET €€ COMpPO-
TUBJICHWE BHYTPEHHEMY JaBJICHUIO, NSHCTBYSI KaK MH-
ruduTop pocrta ee 1omany (puc. 11, IT). Takum obpa-
30M, caMa Te€OMETPUs ABDKEHUSI COIEPKUT B ceOe Bce
HEOOXOAMMBIE U TIOCTATOUYHBIE YCIOBUS /11 BOSHUKHO-
BE€HUS aBTOKOJe0aHuli. B aBTOKO1e0aHUSAX OOBIYHO
pa3anyaloT ASCTBUE U MOATOTOBKY K HEMY: B OIU-
CaHHOM Moaeau “meiicTBUeM” ClieAyeT CUMTATh U3-

YEPJAHIEB, TPUTOPBEBA

MeHeHue (CTyIakuBaHUe UM BOSHUKHOBEHME) IIPO-
CTPaHCTBEHHOIO pejbeda 000J0UYKH, a “TIOATOTOB-
KOM K IEUCTBUIO” — yBeIWYEeHUE WIN YMEHBIIEHHNE
YCpeTHEHHOU KpMBU3HBI, BeAylllee K ITOTepe yCTOM -
YUBOCTHU UCXOAHOI (POPMHEI.

IMpuHIIMTIMAIBHOE OTJIMYHME LIMKJIA, U300paXkeHHOTO
Ha puc. 11, 6, OT OOBIYHOI0 aBTOKOJIE0ATETLHOTO PEXKU -
Ma COCTOMT B UYepeIOBAHNH JIOKAIBHOIM (BOCXOISIIAST 1
HUCXOMSIIAsl BETBb) Y HEJIOKAIBLHON (TOPU30HTAIBHBIE
BETBU) JUHAMUKU. “JIeficTBUE” TIPOMCXOIUT JTUOO0 IpU
WCYEpIaHUM TIPOCTPAHCTBEHHON HUCIIEpCUU, 10O,
HAoOOpOT, MpU €€ BO3HMKHOBEeHUW. Illoroxcumenvuas
00pamHas cea3b PaKmu4ecku 603HUKAem Medicoy poCHom
VOeabHOIl naowadu NO8EePXHOCMU U OUCnepcueli ee Kpusu3-
Hbl, @ OMPUUAMENbHASL — MedCOy OUChepcUell KPUBU3HbL U
BeAUHUHOLL ee cpedHeeo 3HaueHus. TeM caMbIM aBTOKOJIe-
OaTeJIbHBIM PEeXXUM CTAHOBUTCSI TTOTEHLIMAJIBHBIM pe-
>KMMOM IIPOCTPaHCTBEHHOM nuhepeHIMPOBKU — IS
3TOr0 JOCTATOYHO, YTOOBI Pa3HOCTh MEXIY JIOKAIbLHOMN
U YCPEIHEHHON KPUBU3HOM KJIETOYHOMW MOBEPXHOCTU
ObL1a JOCTaTOYHO BE/IMKA.

B onvcaHHOI MoniesI akTUBAaTOP Y MIHTMOUTOP SIB-
JISIIOTCSI TIEPEMEHHBIMM “OJTHOTO TeMIIa” , XOTSI CUMTAET-
Csl, 4YTO B peXHME IIPOCTPAHCTBeHHOI muddepeHim-
POBKU MHTUOUTOP JOKEH OBITh “OBICTPOI”, a aKTUBA-
TOp — “MEIJIEHHON” TIepeMEeHHOM JIOKAJIbHOM 1HAa-
vuku (bemmanes, 1990; Turing, 1952). D10, omHako,
BEPHO JIMIIIb B TOM CJIydae, Korjaa ooe repeMeHHbIE SIB-
JISTFOTCSI JIOKQJIbHBIMU XapaKTepUCTUKAMM CUCTEMbI, Ha-
IpUMep JIOKAJTbHBIMY KOHIIEHTPALMSIMM KaKWX-HU-
Oynp BelrlecTB. B HammeMm cirydae ejto oOCTOUT MHade,
TaK KaK CBSI3b MEXAY aKTMBHBIMM HaNpPSDKEHUSMU U
TeOMETpUEN OBIDKEHMSI OOOJIOYKM 3aBHUCHUT HE OT JIO-
KaJIbHOI KPYMBU3HBI, a OT BEJIMUMHBI €€ IIPOCTPAaHCTBEH-
Horo pa3opoca. KprBu3sHa sijisieTcst He 6osiee ObICTPOI,
a 6oJ1ee NAJIbHOACUCTBYIOLIECH ITIEpeMEHHOI, YeM Y/IeJIb-
Hasl TUIoIIAalb, ITOCKOJIBKY CHJIa, NEMCTBYIOIAs HAa JaH-
HBIM y4acTOK, 3aBUCHUT OT Pa3HOCTH MEXOYy ero coo-
CTBEHHOI1 KPUBU3HOM U e¢ 3HAaYeHHEM, YCPEIHECHHBIM
7151 BCeld MoBepXHOCTU. MateMarnaecku noka3aHo (be-
JmHLEB, 1990; cm. Takke: Jlanmay, JIusimn, 1976), uro
pazmure MexX Iy OJTM3KONeICTBYIOIINM aKTUBATOPOM 1
JIATbHOIEHCTBYIOIIMM MHTMONTOPOM SIBJISIETCSI HEOOXO-
JUMbIM M JOCTaTOYHBIM YCJIOBMEM BO3HUKHOBEHUS
MPOCTPAHCTBEHHOM CaMOOpraHU3aLIuN.

B 3akimioueHmne 3aMeTuM, 9To camMo I10 cebe BO3HUK-
HOBEHUeE MIEPBUYHOTIO 3aUaTKa Jyda sIBISIeTCS] TOTeHII -
aJTbHBIM MCTOYHUKOM IIPOCTPAHCTBEHHO-BPEMEHHOM
pa3MeTK! JajbHEHIIIero MopdoreHe3a BOJOCKOBOM
kJeTku. Takoit 3adyarok (U-obpa3Hast TpyoKa) sIBsIeTCsI
JIUIST KJIETKA €CTECTBEHHBIM T'€OMETPUYECKUM peOpoM
KecTKocTH (cp.: MapTteiHOB, 1982), 4TO 3acTaBisieT BTO-
POl 3a4aTOK pa3BUBAThLCS KAK MOXKHO JaJIbliIe OT MepBO-
ro. B mpuHIMmne 3To gaeT Kimo4d K HIOHMMAaHUIO TOTO, Ka-
KM 00pa30M B XO/I¢ 3BOJIIOLINI BOJIOCKOB BOZHUKAET MX
OHTOI'CHE3 M, KaK CJICACTBUC, BUJOBbLIC pa3IMindd, YTO
CTaHEeT MPEAMETOM CJIEIYIOIIEer0 COOOIIEHMS, TAC Mbl
MOITBITAEMCSI 1aTh OOIIYIO KapTUHY 9BOIIOLINI MOP(PO-
reHe3a BOJIOCKOBBIX KJIETOK B Tipenesiax pona Draba.
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Geometry and Mechanics of the Morphogenesis of Active Membranes on the Example
of Plant Trichome Cells of the Genus Draba L.
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e-mail: arnosnew@mail.ru
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Abstract—The stages of the early morphogenesis of simple (unbranched) and complex (branched) unicellu-
lar trichomes are studied in two species of the genus Draba—D. sibirica (Pall.) Thell. and D. daurica DC. The
geometry of morphogenesis is estimated by analyzing intraindividual variation of quantitative morphological
characteristics of the developing leaf blade and peduncle trichomes. The surface of all types of trichome cells
first acquires a spherical shape, followed by a U-shaped configuration with cylindrical proximal and spherical
distal regions. In the development of complex trichomes, the area of the distal zone grows at a higher rate,
which leads to separation of its volume into individual spherical regions, the morphogenesis of which repeats
the early morphogenetic stages of the overall trichome cell, forming simple (unbranched) or complex
(branched) trichome rays. As a rule, the lateral polarity of a trichome cell coincides with the proximodistal
polarity of the leaf. Quantitative morphological data make it possible to infer an algorithm of the changes in
shape common for all trichome cells, namely, the growth cycle comprising alternation of the phases of in-
crease and decrease in the curvature of the outer cell surface. This surface is an active membrane expanded
by the internal pressure and concurrently capable of actively increasing its area by incorporation of new struc-
tural elements. A distinctive feature of the proposed model is the geometrical inhomogeneity of the surface
movement, changing the radius of curvature and creating internal (active) mechanical stresses in this mem-
brane. A decrease in the ratio of the membrane surface area to the volume deprives the spatially homogeneous
shape of its stability; correspondingly, the transition from elastic resistance to internal pressure to active re-
sistance with the help of curvature differentiation becomes more energetically favorable. The source for
growth and morphogenesis of the active membrane is alternation of the phases of local curvature leveling,
which “charges” the membrane with active mechanical stresses and “discharge” of these stresses, leading to

differentiation of the membrane’s local curvatures.

Key words: morphogenesis, quantitative morphology, movement geometry, growth cycle, unicellular tri-

chomes, branching, genus Draba L.
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