OHTOIEHES, 2016, mom 47, Ne 1, c. 3—14

YIK 591

BNOJIOTUA PA3BUTUA I1I03BOHOYHbIX

MUKPOJAEPOPMAIINU ITOBEPXHOCTHA U PETYJIALINA KIETOYHbBIX

,I[BI/DKEHI/Iﬂ B PABBUTUN ].HHOPHEBOﬁ JIATYIIKH
© 2016r. A. IO. Esctudeena, JI. B. Benoycos

Mockoegckuii eocyoapcmeennbiil ynugepcumem um. M. B. Jlomonocosa, 6uonroeuueckuii pakysomem
119991 Mockea, Jlenunckue eopot, 0. 1, cmp. 12
E-mail: alyona-evst@yandex.ru

IMoctynuna B pemakuuio 24.03.2015 r.
OxoHyaTeIbHbII BapuaHT mojaydeH 30.06.2015 r.

H3mepsiu cKOpOCTY U HaIlpaBJICHUS IBUKEHUI WHAWBUAYAIbHBIX KJIETOK 3MUIKTOAEPMBI 3apOAbIIIeit
LITOPLIEBOM JISITYIIKY TP HOPMAJILHOM Pa3BUTHUU OT OJIACTYJIbI 10 paHHE XBOCTOBOI MTOYKH, a TAKXKE IMO-
cJie pejlakcali MeXaHUUeCKNX HATSDKeHWM Ha CTaayuy paHHeH ractpyibl. OGHapyXeHO YepenoBaHue Te-
PHMOIOB HaMpPaBJIeHHBIX IBVKEHH I OOIIMPHBIX MACC KJIETOK C UX JIOKAJTbHBIMU OJTy>kaaHusiMu. Y1 B ToM, 1
B IPYTOM cJlydae TPAeKTOPUHW OTACIbHBIX KJIETOK COCTOSIT MTPEUMYIIIECTBEHHO U3 OPTOTOHAIBHBIX OTPE3-
KoB. KJieTouHble NBUKEHUST U3MEPsUTU B IBYX Maciitabax. [Tpy MenkoMacimTabHOM paccMOTpeHUU (Bpe-
MeHa MopsiiKa HECKOJIbKHUX YaCOB, pPACCTOSTHUS TTOPSIIKA AECITKOB MUKPOH) BBISIBJICHBI OTHOCUTEIHLHO He-
GoJIbIIINE JIMHEWHBIE Te(hOpMALIMU PACTSKEHUS M CXXATUsI, UMEIOIIVe BUII ITOJIOTHUX TUTABHBIX TPAIUEeHTOB,
BBEPX IO KOTOPBIM HaIpaBIeHbl MOpGhOreHeTUUECKNE IBMKEeHUS KJIeToK. [1pu KpymmHOMacITabHOM pac-
CMOTpEeHUHU (BpeMeHa TMopsiiKa 1eCITKOB MUHYT, PACCTOSIHUS TTIOPSiAKAa MUKPOH) OOHAPYKEeHBI HE TTOJTHO-
CThIO KOPPEIMPOBaHHbBIEC TI0 BpeMEeHM KBasumepuoanieckue hayKTyalluyu CKOPOCTE TBUKEHUST OTIEb-
HBIX KJIeTOK. Pa3HOCTH 3TMX CKOpPOCTEil MOpoXAaloT MUKpoaehopMaliii, KOTOPbIe TOCTUTAIOT HECKOJIb-
KHUX NEeCSITKOB MPOIICHTOB M YCTaHABIMBAIOTCS 3a BpeMeHa, He TpeBblmaromue 10 muH. M3mepeHms
OTHOCHUTEJIbHBIX BEJIMYUH MEXaHUYECKUX CUJI, IEMCTBYIOIIMX HA KJIETOUHbIE CTEHKH, IO3BOJISIIOT TIPEAITO-
JIOXWTb, 9YTO MUKPOIe(HOpMaLINK TOPOKIAIOT JJOKAJIbHbIE HAIPSKEHUS PACTSKEHUS U CKaTHsI, MOy~

pyromue 0oJiee njaBHbIE I'PaIVCHTBI Ha]'[pﬂ)KeHV[f/’I.
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Xotst MOpdOreHeTUYECKE IBVDKEHMS IIPU Tra-
CTPYJISILIMM M HEUPYISILUM 3apOAbIIIC ITO3BOHOY-
HbIx 1aBHO omnucaHbl (Keller and Tibbetts, 1989; Shih
and Keller, 1992), MexaHU3MBbI X TPOCTPAHCTBEHHO-
BPEMEHHOM PEryiIsiliii OCTAIOTCS HETOCTATOYHO 1C-
clienoBaHHBIMU. B mpenpimyimx padorax (Beloussov
et al., 1990; Kornikova et al., 2009) coo011anoce, 4To
IIJISI 3aIlycKa U MOCJeAYIoIIe peryasinuy HarmpasBiie-
HUII 1 CKOpPOCTeil MOp(POreHEeTUYSeCKUX IBVKCHUMI
HeoOxomuMbl MexaHudeckue HamnpsokeHus (MH),
JIOKaJIN30BaHHbBIE Y 0e6CXBOCTHIX aM(pUOUii B TOBEPX-
HOCTHOM cJjioe (B 3MUIKTOAEPME), COCTOSIIEM W3
IIPOYHO CBsI3aHHBIX KieToK. IlokazaHo, 4To Iipu
HOpMaibHOM pa3putn MH mopoxnaiorcsa medop-
MalUsIMM, BI3BAHHBIMM IBVDKECHUSIMU TacTPYJISIIIAN
1 Helipynssuyn. OQHaKO KUHETUKA KJIETOYHBIX OTBE-
ToB Ha MH n3ydeHa HemocTaTouHO. B yacTHOCTH He-
M3BECTHO, O0pa3yIoT JIM IBIKYIIHECS B OIIpeaeiIeH-
HOM HarpaBJICHUHU KJIETKM JIJAMUHAPHbBIE TOTOKU, WA
OHM MepeMeNIaTcs “TypOyJIeHTHO”, C CYILIECTBEHHO
pa3TUYHBIMUA CKOPOCTSIMU. B mmepBoM citydae KiieTod-
HBIE IBIDKCHUS HE ITOJDKHBI COIIPOBOXKIATHCS CYIIE-
CTBEHHBIMM AeopMallMsSIMU, TOrA KaK MpU BTOPOM

BapuaHTe B MEXaHUYECKU CBSI3HOM KJIETOUHOM ITJIACTY
Takue aedopMalii MOTYT BOBHUKATb.

M3znaraemble HIDKE JaHHBIE CKJIOHSIOT HAC K MO-
clienHeid Bepcur. MBI TToKa3blBaeM, YTO Hapsay C
MPOTSKEHHBIMM UM IUIAaBHBIMM TpamueHtamMu MH
IIpU OOCTAaTOYHO IeTajJlbHOM aHajmn3e (BBISIBIISIIOTCS
CYLLIECTBEHHbIE KBa3u-TMepuoandeckue GIyKTyaluu
CKOPOCTE IBUKECHUI OTHAEIbHBIX KJIETOK, JOCTOBEP-
HO, HO HE€ CTONPOLEHTHO KOPPEIUPYIOIINE MEXIY
co0oit. OTKJIOHEHUS OT UACATbHBIX KOPPEISILUA co-
34aI0T Pa3HOCTU CKOPOCTEil, KOTOpHIEC ACIaloT BO3-
MOXHBIMHU JIOKaJIbHBIE Oe(opMaly 3MOpPUOHAJIb-
HBIX TKaHel (MukpoaedopMmalmmn). Mbl obcyxnaem
nX MOp(OreHeTMYEeCKOe 3HAYCHME U IMOKAa3bIBacM,
yTO (bJIyKTyalluu CKOPOCTEN COXpaHSIOTCS B Te Tie-
pHYOIBl pa3BUTUSI, KOTrJa IUIaBHbIe rpagueHTel MH
OTCYTCTBYIOT U YCUJIMBAIOTCSI B MEXaHUYECKU pelaK-
CUPOBAHHBIX 3apOObIIIAX.

MATEPUAII 1 METOJbI

Iloayuenue ukpol u nodeomoska o6seKmoe K uyeii-
mpadgheproit mukpogpomocseemre. VIKpy Iorydaim Me-
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TOJIOM TOPMOHAJBHOI CTUMYJISIHUUA caMOK Xenopus
laevis. 3aponplieit ¢ ynaleHHBIMU CTYASHUCTHIMU U
XKeJITOYHBIMU 000JJ0uKamMu moMelnaiu B 1 X MMR B
yamky [lerpu ¢ 3% arapoBbIM ITOKPBITUEM B BbIpE-
3aHHYIO B arape HeOOJIbIIYIO JIYHKY. B arapoBoit 1yH-
K€ CTEKJITHHBIMM I1aJI0YKaMU OPUESHTUPOBAJIN 3apO-
BT OOKOBOM CTOPOHOM K OMHOKYIApy. LleiiTpa-
depHYI0O MUKPOGOTOCHEMKY HauyWMHAIU HPUMEPHO
yepe3d 30 MMH M TIpOBOAWIM IIOA OWHOKYISIPOM
Olympus SZX9 na kamepy DCM-130 ¢ nuHTEpBajIOM
B 1 MmuH B TeueHue 120 wiu 240 MUH Ha CTaausx
nmo3aHel Gnactynnl (9 cragusi, Nieuwkoop, Faber,
1956), mo3aHeit racTpyibl (12 ctagust), paHHel Heil-
pynbl (13—14 ctanuu), cpenHeit Helipyabl (15 cramgust)
U paHHell xBocToBOM Touku (19 cramus). YToObl
IIPOKOHTPOJMPOBATh POJb CIAyJYalfHBIX COBUIOB,
IMIPOBOAMJIM KOHTPOJIbHBIE CHEMKM Ha 3apOjblIIlax,
(PUKCHUPOBAHHBIX B (hOpMaTUHE.

Penaxcayus mexanuueckux nanpsaxcenuii. MH Ha
IMOBEPXHOCTH 3apOIBIIIeit Ha CTaIUM paHHEH TacTpy-
JIBI peJTAKCUPOBAJIN ITyTeM BCTaBJICHUs B BeTeTaTHB-
HyI0 00J1aCTh KJIMHA U3 DHTOAEPMATBLHOTO MaTepua-
Jila, B34TOrO OT OPYroro 3apojblllia TOW K€ CTaauu
(nmonpodHoctu cM. Beloussov et al., 1990).

Ouenka OMHOCUMENbHBIX BeAUMUH MEXAHUYECKUX
cun Ha cmenkax kaemok. COrlacHO OOLIENTPUHSITOMY
(Odell et al., 1981; Forgacs, 1995; Kozlov and Mogil-
ner, 2007) ycJIOBHIO MeXaHMYECKOIO paBHOBECUS B
y3JIaX CXOXIIEHUS HECKOJIbKUX CUJI, OTHOCUTEJIbHbIE
BEJIMYMHBI TUX CUJT HAXOJSITCS B TIPSIMOIA 3aBUCUMO-
CTH OT YIJIOB CXOX/IEHUS CTEHOK, K KOTOPbIM 3TH CU-
Jibl IpUIOXKeHbl. Icxonst U3 3TOro ycioBus U IPUHSB
BEJIMUMHY HEKOTOPOI1 HauaJIbHOM CUJIbI F|, 32 eAUHU-
1y, Mbl MOXeM, TOcCJiefoBaTeIbHO U3Mepsisl YTJibl
CXOXIIEHUS KJIETOYHBIX CTEHOK B HETIPEPHIBHOM Psi-
Iy KJIETOK, TOJIyYUTh 3HAUCHUST CUJI, PUIIOKEHHBIX
K 3TUM CTE€HKaM, B equHuLax F;,. Mbl npuHUMaeM,
yTo 3HaYeHuss M H, ycTaHOBUBIIIMXCS K TAHHOMY MO-
MEHTY BPEMEHU, MPOIOPILUOHAIBHBI 3TUM CHUJIAM.
OLeHKY MPOBOJAWIM C MCHOJb30BAaHUEM KOMIIbIO-
TEpPHOM MporpaMMbl Ha KOH(MOKaIbHBIX N300paxe-
HUSIX STM3KTOACPMbI TaCTPYJIbl HIIMOPLEBOM JIATYIII-
ku (ctaaus 11), okpaieHHbIX Ha F-akTuH. [TonydeH-
Hble TaHHbIE MPEACTaBIEHbl B BUIE pa3BEPTKU CUJI,
MPUJIOXEHHBIX K CTeHKaM psiia KJIETOK, pacIiojio-
JKEHHBIX BIOJIb XapaKTepHBIX IS JAHHOI cTaauu
TPAEKTOPUI UX IBUXKEHUIA.

Ilpopucosxa mpaexmopuii 08uiceHUst KAemoK U no-
AyueHue yucaeHHolx darnHoix. O0pabOTKY MOJTyYEeHHBIX
cepuil M300paxkeHWil IIPOBOAMIM B IIporpaMme
Imagel, tutarua MTrackJ. C moMoIlbio JaHHOM IIpo-
rpaMMBbl BPYYHYIO OTMEYaJIM ITOJIOKEHUE BBIOpaH-
HBIX KJIeTOK Kaxabie 10 MUH, cTapasiChb KaxKIbIii pa3
IIOIIaCTh B LICHTP OTCJIEKMBAaeMOIl 00J1aCTU KIIETKMU.
ITonoxxeHne BHIOpAHHOM KJIETKW BU3YaJIbHO OIIpe-
eIt Iubo Mo ee BUAMMBIM IpaHULIAM, JU0O I10
NUTMEHTHOM TpaHyJie, CBI3aHHOM C JAHHOM KJIET-
Kkoit. I[To oTMeYeHHBIM TOYKaM IporpaMmMa prucoBa-

J1a TPAaeKTOPUHU OIBMKEHMS KIIETOK 1 BhIIaBaja Nx IT0-
JIOXKEHUS B MPSIMOYTOJIBHOM cucTeMe KOOpJAUHAT IO
ocsam X, Y. Ock X coBnanana c riepegHe-3aaHeid, a och ¥
COOTBETCTBOBaJla aHWMAaJbHO-BEreTaTUBHOMY WIIH,
MO3Xe, TOPCO-BEHTPAJIbHOMY HaNpaBJICHUIO 3apo-
neima. Ilytw, mpolineHHbIe penpe3eHTaTUBHBIMU
KJISTKaMM Ha OCIeIOBaTEIIbHBIX CTAOUSIX Pa3BUTHUS,
MOJTHOCTBIO M300pakeHbI HA prC. 1 U cXeMaTUIeCKN —
Ha puc. 2.

Hzmepenus u cmamucmuueckas obpabomka O0aw-
Hoix. CTaTUCTUYECKYIO 00pabOTKyY MPOBOIMIIN B IIPO-
rpamme Statistica. Onpenessiim:

— INAHBI TIyTei (S), TPOXOAUMBIX MHINBUIYTh-
HBIMM KJIETKAMM BIOJIb KOOpAUHAT X WK Y 3a Tpo-
JIOJDKUTEIbHBIE OTPE3KM BpeMeHU (2—4 vaca);

— CKOPOCTHM ABWXXKEHUI OTHENbHBIX KJeToK (V)
KaKk MyTU (BBIpaXXEHHBIC B JIMHEWHBIX €IMHUIIAX),
MPOXOIMMEBIe MMM 3a 10-MUHYTHBIE OTPE3KH BpeMe-
HY BIOJIb K&KIOH 13 KOOPIWHAT;

— pasHoctu (AV) ckopocTeil OJHOBPEMEHHBIX
IBVDKEHUM OBYX penpe3eHTATUBHBIX KJICTOK U JIH-
HeliHbIe fedopMalii Kak OTHOIIeHUsT AV K cpemHe-
MY PAaCCTOSTHUIO MEXAY JaHHBIMM KJIeTKaMu. 3ame-
TUM, YTO NOJyYeHHbIE 3HAUEeHUS TeopMalLii SIBIsI-
I0TCS WX HUMCHUMU TIpedejaMu, TaK KaK HeJb3s
WCKJIIOUYUTDH TOJYYCHUS TeX XKe WU AJaxe OOJbIINX
3Ha4YeHU AV 115 6J1Ke pacoNOXEHHbBIX KJIETOK.

— MPOLIEHTHI KJIETOK O0pa3lioB pa3HbIX CTaaWid
pa3BUTHS, KOODOULIMEHTHI KOPPETIIINI MEXITY CKO-
POCTSIMH NIBVKCHUM KOTOPBIX IPEBBIIIAIN TTOPOTH
JIOCTOBEPHOCTH.

— BpEMEHHEBIE NMEPUOIUYHOCTH 10 V (METOIOM
Ddypbe-aHanusa);

— HaIlpaBJICHUA JBUXXKEHUI OTOEJbHBIX KJIETOK U
3Ha4YeHUus V' B er'[OBOﬁ CUCTEME KOOpAHAT, HOPMMU -
pOBaHHOﬁ OTHOCUTEJIBHO OCEM 3apoJbliia.

Bcero 6n110 06padotraHo cBeilre 100 nByx- u ye-
TBIPEXYACOBBIX KJIETOYHBIX TPEKOB Ha 15 pa3ImIHBIX
00BeKTaX.

ITockonbKy pa3Mepbl CTPYKTYp, BBIOpaHHBIX Ha-
MU JJIsI MAPKUPOBKHU MOJIOXEHUS KJIETOK, IIPEBHIIIIA-
IOT IMaMeTp MEPEeKPECTUSI U3MEPUTEIILHOIO YCTPOIi-
CTBa, BOBMOXHBI CyObEKTUBHbIE OIIMOKU, CBSI3aH-
HBIE C BBIOOPOM IIOJOXEHMSI TOYKU, OTMeYalolleil
ITaHHYIO KJIETKY. s OlleHKM OImMOKM MBI IIPOBEIN
tst 10 AByX4acCOBBIX KJIETOYHBIX TPEKOB 10 IBE U IS
OOHOIO TpeKa — TPU HE3aBUCHMbIE CEpUM U3MEpEe-
Huii. [Ipu 3TOM BO BCex cirydassx BOCIIPOU3BOAMIICS
XapaKTEepHBIN I TaHHOTO TpeKa KoJiebaTeIbHBII
narTepH 3HadyeHuit V. B mporpamme Statistica 7.0 1o
MOJYyYEHHBIM JaHHBIM ISI KaXmoro 10-MMHYTHOTIO
OTpe3Ka BpeMEHU BBIUYMCIISIU CTaHIAPTHOE OTKJIO-
HeHue V 1o Kaxnmoii u3 koopauHat X, Y. B kauecTBe
OIIMOKM M3MEPEHUI MBI B3SJIM caMoe OOJbIIIoe
CTaHAAPTHOE OTKJIOHEHUWE U3 MOJYYEHHBIX — 3 MKM.
I1pu oueHke 3HaYeHU AV mopor olMOKU ObLI IO-
BBIIIIEH 10 5 MKM, IOTOMY YTO TaKOBBI OBLJIM MaKCH-
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Puc. 1. [1yTtu, nipoiineHHbIE peripe3eHTATUBHBIMM KJIeTKaMu 3a 2 (a, B, T) win 4 (6, 1) yaca Ha IToc/ieJ0BaTeIbHbIX CTAAUSIX Pa3-
BuTHs. Kaxnast KpuBasi COOTBETCTBYET TPA€KTOPUM OXHOM KieTku. KpecT — Havano TpaeKTopuu. AH — aHUMaJbHbI, Ber —
BereTaTUMBHBII rosttoc, Jlopc — nopcaibHas cTopoHa. Ha B—a nepenHuit KoHel ciieBa, fopcajibHasi CTOPOHA CBEPXY. a — CTaausl
12 (uHTaKTHAas racTpyja); 6 — MeXxaHMYeCKHU pelakCUpOBaHHAsl TacTpyJia, BereTaTUBHBII KOHell cpe3aH; B — cranus 13 (mepe-
XOJI OT TaCTPYJIbI K Helpyie); T — cranus 14 (paHHSs Helipyna); o — cranust 19 (paHHSIs XBocToBas mouka). @ororpacduu 3apo-
IbILIEN clesaHbl B KOHIE CheMKU KJIETOYHBIX TpaeKTopuii. MepHasi inHelika pagHa 500 um.

350 220

300 +
250 1 180 -
200 140 +
150 + 100

100
60 +

50 +
0F 20 +

=50 —20

Puc. 2. I'papuku NBUXKEHWMIT perIpe3eHTaTUBHBIX KJIETOK U TPOPUCOBKY COOTBETCTBYIOIINX CTAAUI pa3BUTHSI U BEKTOPOB KJle-
TOYHBIX ABMXKeHMI. Ha rpadhukax 1mo ropu3oHTaIbHBIM OCSIM OTJIOKEHO BpeMsl, AeJIEHUSI OTMEYAlOT IeCSITKU MUHYT. BepTu-
KaJIbHBIE OCU — IIyTH, IPOMAcHHbIE KJIETKaMu (B MUKPOHaX) B Bereto-aHuMaabHOM (Veg-An), nopco-BeHTpaibHOM (DV) win
aHTepo-TnoctepruopHoM (AP) HampaBneHMsIX (OTMEUEHBI Ha cxeMax U TpaduKax). a — CTaaus MO3MHEN O1acTyibl; 6 — cTagust
paHHel racTpyJibl; B — Ta Xe CTaausl, 3apOJbIll MEXaHUUYECKHW PeJIaKCUPOBaH. T, I — cTafaus 14 (paHHsIsl HelipyJia), peIcTaB-
JIEHBI BEHTPO-AOpCaTbHbIE (T) U MIEpeAHe-3aaHUE (1) TPAAUEHTHI KJIETOYHBIX JBVXKCHUA.
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MaJIbHBIEe apTeaKTHBIE OTKJIOHEHUS AV or Hyid,
BbI3BaHHbIE OIIIMOKaMU IpU u3MepeHusix V. Mbl yuun-
TBHIBAJIM TOJIBKO AV > 5 MKM.

PE3VJIBTATDBI

Ipaduenmut Kkaremourvix ckopocmeil u deghopmayuu
nosepxnocmu 3apoosiuieil 6 nepuod pa3eumus
om nosodHueii baacmynvt 00 NO30HeU Helpyabl
(meakomacuimabHoe paccmompenue)

Ha cranuu mo3nHeit 61acTynbl (9 cranust) KIETKU
JNIOpCaJIbHOI 00JIacCTH 3apojbliiia ABUXYTCS B aHU-
MaJIbHOM HaIlpaBJe€HWUM, MMPUYEM YeM OJIMXKe K op-
caJlbHOM CTOpOHE daHHasl KJIeTKa, TeM OOJbIINii
MyTh OHa TMpoxoauT. TakuM oOpa3oM, BO3HUKAET
JOPCO-BEHTPAJbHbII TpagUEHT CKOPOCTEH IBUXKE-
HUSI KJIETOK, TIepIeHANKYISIPHBIN HAITPaBICHUSIM UX
IBrkeHui (puc. 2a). B To e Bpems KJIeTKU BEH-
TpaJIbHOU 00JIaCTU 3apojblilia COBEPIIAIOT JIOKAIb-
Hbl€ JIBVKEHUS C MOYTHU HYJEBBIMU CyMMapHBIMU
CMEILIEHUSMU.

B nmepuop ractpynstuun (ctamum 10—12) ximeTtkmu
Bceli O0OKOBOIT TOBEPXHOCTH 3apOIBIIIICH TTepeMela-
IOTCSI C OTHOCUTEIBHO OOJIbIIIEH CKOPOCTBHIO CTPOTO B
cTopoHy 6nactomopa (puc. la, 20). ITo Mepe mpu-
OMMKEeHMS K 0JIACTOIMOPY CKOPOCTHU ABVKCHUWI TIJIaB-
HO HapacTaroT (B cpeHeM Ha 2.5 pm/MUH Ha KaxXble
100 pm npoiineHHoro nytu). B pe3ynaprare oopasyercst
€IMHbIN IpagyeHT KJIETOYHBIX CKOPOCTEM, OpUEHTU-
POBaHHBI BIOJb BEKTOPOB KJIETOUHBIX IBVKEHUI, a
He TMEePIIeHANKYISIPHO UM, KaK Ha MpeabIaylIeil cra-
nuu. [1pn ycoBUM MeXaHU4eCKOit CBSI3HOCTU KJIETOY -
HOTO IJIacTa 3TOT T'paAueHT PacTsATMBacT MTOBEPXHOCTh
3apojblllia B IepeaIHe-3aaHeM HalpaBIeHUH B CPe/l-
HeM Ha 12—14% 3a 2 yaca. B To xXe BpeMs1 KJIETKH,
PpAacIIoJIOXeHHbIE MMOOIU30CTU OT O1acToropa, comka-
I0TCsI (KOHBEPIUPYIOT) B JOPCO-BEHTPAIBHOM Harpas-
JIEHUU CO cpenHeit ckopocThio =18 + 7.6 pkm/10 mMuH,
KOTOpasl B cepearHe JaHHOTO TIeproia BO3pacTaeT 10
30 pkm/10 muH. B pe3ynbrarte 3a 2 yaca mpoOUCXOIUT
25% monepeyHoe CKaTue PacloOKEHHOTO MEXIy
HUMU y4acTKa IMTOBEPXHOCTH.

Penakcauus MH Ha ctaguu paHHe racTpyJibl Cy-
IIECTBEHHO HapylllaeT HOPMAaJIbHbIE ITATTEPHbI KJIe-
TOYHBIX IBMKEHMIA. XOTs KJIETKM, PACIIOJIOXEHHBIE
MOOJIU30CT OT MHAKTUBUPOBAHHOIO pejlakcalueit
G1acTonopa, B TeUeHHE MEPBBIX 2 Y4acoB HaGIIOmIe-
HUI TIPOJOJIKAIOT CMEIAThCs K OJacTOnopy, OHU
JIBUTAIOTCSl ¢ MEHBIIMMMU, HEXXEJIM B HOPME, CKOPO-
CTSIMU, a 3aTeM IMOBOPAYUBAIOT B CTOPOHY aHUMAaJlb-
HOTO TToJTIoca (KaK B HOpMaJIbHO pa3BUBAIOIINXCS 3a-
poabllax npeaplayieit craguu) (puc. 16, 28). Kier-
KU 0oJiee yIaJleHHBIX OT 6JIacTOnopa paifOHOB MOYTU
€ caMoro Havaja HaOIoaeHUil HaUMHAIOT JBUTAThCS
B aHMMAaJIbHOM HampaBjieHuU. B pe3ynbraTe Ha rpa-
HHUILIe 00eUX 30H BO3HMKAIOT aHOMAJBbHO BBICOKUE
nedopmanyu (CM. HIDKE).

I1o 3aBepmienuu ractpyiasiouu (cT. 13+) Kierou-
HBIC OBVDKEHUS CYIIECTBEHHO 3aMEJISIIOTCSI U YacTh
U3 HUX TepsieT HallpaBjieHHOCTh (puc. 1B8). Ha cieny-
foreii (14-if) cranuu B TYJIOBUIITHOM 001aCT HAYM-
HAaOT JTOMUHHMPOBATh ABMKECHUSI B BEHTPO-I0pCallb-
HoM (VD) HanpaBneHuu (puc. 1r, 2r). B To ke Bpemsi
KJIETKU TOPCATbHOM 00J1aCTU IBUIKYTCSI KOCO BBEPX U
BIIEpE CO CKOPOCThIO, YOBIBAIOIIE B IIEpeaIHEe-3a/I-
HeM (AP) nampasnenuu (puc. 2n). BozHukalomue B
3TOT Mepuod MeJIKoMaclITaOHbIe nedOopMaluu I10-
POXIAIOTCSI HEPaBEeHCTBAMU CKOPOCTEI 3TUX JIBIKE-
HUii. A UMEHHO, B TYJIOBUILIHOM 00JIaCTU M3-3a IJIaB-
Horo yowBaHusi VD-ckopocTteili B mopcajJbHOM Ha-
MpaBJICHUY BO3HMKAET BEHTPO-IOPCAIbHBINA I'PaTeHT
cxKartust, mocturaroumii >20% 3a 90 mun. Ilepnenau-
KYJISIpHO eMy B JOpcajibHOM o0yiacT obpasyeTcst rpa-
IVEHT PacTSLKEHMSI, MEIOIINI BEJIMIMHY TOTO XKe I10-
psinka. B romoBHOI 001aCTH IPOUCXOIST 00€e mehopMa-
1IUA: HauboJjiee JOpcajbHO PACIOJIOKEHHBIC KIIETKU
CMENIAIOTCS BIEPEI, OCYILIECTBIISIS IIPOIOJIBHOE PacTsI-
XKeHue, a 6ojee BEHTPAJIbHO PaCHOJIOXEHHbBIE KIET-
K1 cMemaloTcs B VD-HampaBlieHMM, TeHepupys
cxatue (puc. 1r). 3a 2 yaca gedopMaliiy CxKaTUsI-
pacTskeHus nocturaioT 50—70%.

Ha nocnenyrommux cranusix (puc. 14) TocIoncTBy-
IOT T€ XK€ TeHAECHIIMU: HauboJiee BEHTPAJIbHO pacro-
JIOKEHHBIE KJIETKHM CHavaja IBUXKYTCS B TOPCAUTHHOM
HaIlpaBJICHUM, a 3aTeM KPYyTO pa3BOpauMBaIOTCS B
rnepeaHeM U 3aiHeM HarpaBieHUsIX. OcoOeHHOCTHU
KJIETOYHBIX IBVKEHUI Ha 3TUX CTAAUSIX 00CYXKIatoT-
csI HIDKE, TIPY KPYITHOMACIIITAOHOM pacCMOTPEHMU.

TeHaeHMu}Z K OpmocoOHAaa1bHOCmMU
KAemo4HbIX 08UNCEHUL

V3ke u3 MpUBEASHHBIX BbIIIE JaHHBIX BUAHO, YTO
KJIETOYHbBIE TBUXKEHUSI B AMOPUOHAJIBHBIX TKAHSIX CO-
OpaHBbI B ITOYTHU IIPSIMOJIMHETHBIE TIOTOKH, pa3aeieH-
HEBIC YIJIaMU, OJIM3KUMU K IpsIMBIM. CTaTUCTUYeCKas
00paboTka, OCHOBaHHasl Ha OoJjiee TPOOHOM (KpYII-
HOMAacCIITaOHOM) pPacCMOTPEHMM MoOKazaja, YTO 3TO
CIIpaBeJIMBO HE TOJIBKO JJIsI HAIIPaBJICHHBIX KJIETOY-
HBIX IBUXKEeHU (puc. 30, 3m), HO 1 115 (a3 KIEToU-
HBIX OMy>KHAaHUH: “pO3BI TPACKTOPHUL” pacIIeneHbI
Ha IMCKpPETHBIE YIJIOBBIE KJIacTepkl (puc. 3a, 3r). C opy-
TOI CTOPOHBI, Y MEXaHUYECKU PeIaKCUPOBAHHBIX 3apO-
JIBIIIEH KlacTepu3anus 3aMeHsieTcs 6oree nuddy3HbIM
pacmpeneraeHreM TpaeKTopuii (prc. 3B), XOTsa mpeodJia-
JlaHWe TpaeKTOpUii, HaMpaBJICHHbIX K OJjlacToIopy
(Ha pucCyHKe BMpaBO), HajJ MPOTUBOIIOJOXHO Ha-
MpaBJIeHHBIMU COXpaHseTcs. Bce muarpamMMbl, CHSI-
ThIE€ C KMBBIX 3apOMABIIIC, pe3KO OTIMYAIOTCS OT
MOJIHOCTBIO M3O0TPONHBIX pacmnpeneieHuit, mpucy-
X (PUKCUPOBAaHHBIM oOpas3nam (puc. 3e).
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Puc. 3. YioBble tuarpaMMBbl KJIETOUHBIX IBVKEHUM B 3apOBIIIAX Pa3IMIHbBIX CTAIUMN pa3BUTHS (a—1) U B KOHTPOJIBLHOM 00-
pasue (buxkcrupoBaHHast GopMaIMHOM ractpysa) (e). Panuycsbl mponopLMoHaIbHbI MYTSIM, POHACHHBIM KJIETKAMU B TAHHOM
HarpaBieHuu 3a 10-MuHyTHBIEe OoTpe3ku BpeMeHu. Ocu 180°—0° cooTBeTCTBYIOT nepenHe-3anHeit, 90°—270° — nopco-BeH-
TpaJIbHOI OCH 3apojibllla. a — MO3AHsS O1acTysia, O — MHTaKTHAsI racTpyJjia, B —MeXaHM4YeCKU peslakCUpOBaHHasl racTpyJa, T —
craaus 14, HeHarpaBieHHOe OJIyKIaHKe, T — BEHTPO-A0pcalbHasi MUTPALIMS KJIETOK TOT'O XK€ 3apO/Ibllla, YTO M Ha T.

Kpynnomacwma6bnoe paccmompenue KaemoyHbixX
deudxcenuil u depopmayuii nosepxnocmu 3apodviulell

B mipenpinyiiyx pasaenax MPUBOAUINCH OLEHKH
nedopManuii MOBePXHOCTU 3apOJbIIICii UCXOIs U3
Pa3IUYMil B KIETOYHBIX CKOPOCTSIX, YCPEAHEHHBIX 3a
BpeMeHa Mopsiaka 4yacoB. Takue OLEHKU MOJIe3HbI
IUISI BBISIBJIEHUST MAKPOCKONUYECKUX TPAIUEHTOB Jie-
¢dopmalimii U HanpsKeHUii, olHaKo 0oJjiee AeTalb-
HbI€ UCCJIeIOBAHUS MOKA3aJIM, UTO ITPU 3TOM YITyCcKa-
IOTCS U3 BUY BECbMa 3HAUUTEbHbIE, XOTS U KpaTKO-
BpPEMEHHbIE OTKJIOHEHMSI 3HAUYE€HU V OT cpemHuX.
Ilpn wucnonp3oBanum 10-MUHYTHBIX BpEeMEHHBIX
pa3pellleHuii TaKre OTKJIOHEHHUS OB OOHAPYKEeHBI
Ha BCEX MCCJIENOBAHHBIX CTaAVSIX Pa3BUTHUS, BKIIIO-
yasi MeXaHUYEeCKU peJIaKCUPOBAHHBIX 3apOJbliicii
(puc. 4a—4e). Kak BUIHO U3 pMCYHKA U MMOATBEPKIa-
eTCsl MojAcYeTaMu, Y 3HaYMTEIbHOTO KOJnuYecTBa (HO
JIaJIeKO He y BCeX) KJIETOK OJHOTO M TOTo e obpaslia,
BpeMEHHBbIe TIaTTepHbl JTOCTOBEPHO KOPPEIUPYIOT
MexXay coboii (Tabmuiia). O0IacTy 3apOIbIIIeii, OXBa-
YEeHHBbIE TAKUMU KOPPETALUUAMHU, JOCTATOYHO IINPO-
KU, focturas K cranuu 19 6omnee 600 pm B AP Hampas-

OHTOTEHE3 2016
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Jienuu u 6osee 100 pm B DV HanpaeneHuu. M3 puc. 4
BUIHO, YTO KOPPEJSILIMKA ONPEAEISIOTCS XOPOIINM
¢$a30BBIM COOTBETCTBMEM ITMKOB, TOrma Kak abco-
JIIOTHBIE BEJIMYMHEI TMKOB MOTYT CUJIBHO Pa3HUTHCS.
MMeHHO HenmoTHOTa KOppelaLii 06ecreuBaeT Ha-
Jmaue AV (puc. 5). BumHo, 4To Bo Bcex CiIydasiX, BKJIIO-
yasl HEHallpaBJIeHHBIC OJIyXKOaHus KJIeTOK (puc. 5a),
Pa3HOCTU CKOPOCTEM, BO3HUKAIOIIIME 3a BpeMeHa He
oosiee 10 MUH, COTIOCTAaBUMBI IT0 BEJIMUMHE WJIN JaXKe
NpPEeBBIIIAIOT 2-9aCOBOIM ITOCTYNATEJIbHBII CIBUT
JaHHOM TMapbl KJIETOK (0003HAUEH Ha pUC. 5a BEpTH-
KaJnbHOM JIMHEIKoM cipaBa). Ha pucyHke npusene-
HbI pa3JIMYHbIE NATTePHbI HEPABEHCTB:

— NpUMEPHO paBHbIE OTKJIOHEHUsT AV 1o 06e cTo-
POHBI OT HYJEBOW JUMHUU. DTO O3HAYaeT, 4To obe
KJIETKA MOOYEPEeTHO OOTOHSIOT OHA APYTYIO B Ha-
MpaBJIeHUY OCHOBHOTIO ABIDKEHUS (puUc. Sa, 50);

— OMHOCTOPOHHUIA UMITYJIbCHBIN “TOYOK” (pHC. 5B);
— IJIUTEJIbHBINA, MOAYJIMPOBAaHHBIN MaJlbIMU UM-
nyJbcaMi U Pe3KO OOPBIBAIONIUIACS TMEPUOI OTHO-
cTopoHHero nasjieHus B VD HarpaBieHuu (puc. 51);
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Puc. 4. I'pahvku omHOBpeMEHHBIX IBUKEHUM ABYX (a—B, 1) WK TpeX (T, €) perpe3eHTaTUBHBIX KJIETOK MO3IHEl 61acTyJIbl (a),
VHTaKTHOM (0) 1 MEXaHWYECKM PeIaKCUPOBAHHON (B) paHHe# racTpyisl U 3apoabiiieit 14 (t), 15 (x) u 19 (e) craguii. ['opu-
30HTaJIbHbBIE OCH: 3/IECh U Ha pUC. 5, 6 — BpeMsi, MUHYTBI. BepTuKaibHbIe OCH 3[1eCh U Ha puUcC. 5, 6 — MUKpOoHBI. DV — mopco-
BeHTpaJibHOe, AP — aHTepo-nocTepropHoe HanpapiieHue. Ha (r) pencraBiieHbl KJIETKU TopcaibHOro (dors), mpoMexXyTod-
Horo (med) 1 BeHTpaJIbHOTO (vent) ypoBHeM, Ha (1) KJIeTKa IepeaHero (ant) u 3agHero (post) ypoBHsI, Ha (€) KpoMe TOro IIpe/-
CTaBJIeHa TPAEKTOPUSI KJIETKHM MTPOMEKYTOYHOTO MEXITy HUMU YPOBHSI.

— MEepUOINYECKUE OJHOCTOPOHHUE UMITYJILCHI K
pactskeHuio B VD HarpaBieHUM, MCXOISIIHNE OT
3aJHUX YPOBHE TYJIOBUIIIHOI 00JIACTH U AEICTBYIO-

e Ha Oosee nepeagHue (puc. 5n);

— Y MEXaHMYECKU PEIaKCUPOBAHHbBIX 3apOIBIIIEA
HaOI00aI0TCs HAaNOOJIBIINE MO BEINYNHE U XaOTH-
YyecKMe 1o BpeMEeHY HepaBeHCTBa (puc. 5¢), COOTBET-

ctByotiue 120% nedopmanmsim.

TIpoLieHTBI KJIIETOUHBIX TPEKOB OJHUX U TEX K€ 00pa3LoB, KOPPEIUPYIOIIe MEXKAY COOO0M MO CKOPOCTIM IBUKEHUIL 3a
onaHU U Te Xe 10-MUHYTHBIE OTpe3KU BpeMeHU. be3 ckoboK — mapbl TPEKOB, IS KOTOPBIX KO3 (GUIIMEeHT KOoppesiiiuu

npesbliiaet 0.6; B ckodokax — npesbiiaeT 0.8

HarmnpasieHue IBUXKEHW KJIETOK
CyMMapHBIii IIPOLIEHT
Ne Craguu pa3BUTHUS K 6iacronopy (1—4) K aHUMaJIbHOMY MOJIIOCY KOpPpESIILUil B 000UX
WIU B IIepeJHEe-3alHEM (1—4) wnu BeHTpoO- HAITpaBJICHWSIX
HarpaBiieHuu (5, 6) nJopcanbHo (5, 6)
1 |Ilo3mHsasa 6macTyiia 43(3) 16(8) 59(11)
2 | PanHsis racTpysa 22(4) 52(14) 74(18)
3 | PanHss racTpyna pejaakcu- 5(0) 62(26) 67(26)
poBaHa
4 | CpenHss ractpyJia 22(7) 9(1) 31(8)
PaHHsis1 Helipysa 14(1) 73(18) 87(19)
6 | PanHss1 XBOCTOBASI ITOYKA 53(18) 53(0) 106*(18)

* [1peBbiieHne 100% cBsI3aHO € TEM, YTO HEKOTOPbIE KJIETOUHBIE TPEKHU KOPPEIUPYIOT B 000MX HAIIPABJIECHUSIX.
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Puc. 5. PazHoctu (B MUKpOHaX) MeXIy ITyTSIMU, TIPOMIEHHBIMIA OJHOBPEMEHHO 3a 10-MUHYTHBIE OTPE3KM BpeMeHU OJIM3KO
PAaCIOJIOXKEHHBIMU KJIETKAMU OJTHUX U TEX K€ 00pa3lioB (BepTUKaJIbHAsI OCb). [OpU30OHTAIbHBIC TYHKTUPHI 0003HAYAIOT HYyJIe-
BbIE PA3HOCTH. a — CTafus MTO3MHEN OIacTybl, 6, B — CTaIus racTpyibl, T — cTanus 15, ronoBHast 061acTh, o — ctagus 19, Ty-
JIOBUII[HAsI 00JIaCThb 3apoIblIlIa, € — MEXaHUYECKU peJlaKCMpOBaHHasl racTpyia. a, 0, € — ABUXKEHUSI OTHOCUTEILHO TepeHe-
3allHeit, B, T,  — OTHOCUTEJIbHO TOPCO-BEHTPAIbHOM OcH 3aponbliia. BepTukanbHas JinHeliKa Ha (a): TOCTynaTeJibHOe CMe-

IIeHNEe KJIETOK 3a 2 Jaca.

Ha puc. 6 nnpeacrasiieHbl 60s1ee TOApOOHbBIE aH-
HBIE 110 aHAJIM3Y B3aMHBIX CMEIIeHU I OTHOBPEMEH -
HO IBIKYIIUXCS KieToK. Ha puc. 6a mokasaH rpa-
¢UK ABMKEHUS KJIeTKU 1, mIBHUTalOIIeiicss Ha CTaguu
racTpyJibl B CTOPOHY OyiacTornopa, a Takxke rpaduku
pa3HOCTel ee CKOPOCTEi CO CKOPOCTSIMU KJIETOK 7 1
10 (1-7, 1—10), pacmojioXXeHHbIX Ha TOH K€ JTUHUU
COOTBETCTBEHHO cliepeau 1 c3anu. Ha puc. 66 otio-
KEH TPEeK TOM Xe KJIeTKHA M Pa3HOCTHU €€ CKOPOCTE
€O CKOpocTsIMHU KjieTok 9 u 13, (1-9 u 1—13), nBura-
FOILIMXCS TTapaJIeIbHO KJIeTKe 1 gopcajabHee U BeH-
TpaJibHee. BumHa yeTKast nepuoauYHOCTb ABUKEHUS
KJIeTKM 1 K OJacTonopy, npudeM ¢as3bl ee MaKCHMaslb-
HOIT CKOpOCTH (BEpPTUKAIbHBIE CTPEJIKM Ha puc. 6a) Ha-
CTYIIAIOT, KOrga CKOPOCTH JINOO OMHOI, MO0 00enX
JIPYTUX KJIETOK €€ IIPEBBIIIAIOT. DTO O3HAYaeT, YTO Ha
dazax MakCUMaJIbHOU CKOpocTH KjieTrka | subo
“moarsaruBaeTcsl” mepenHei KieTkoi 7 (dasza c), Tu-
00 “monrankuBaeTcs” 3agHeil kietkoit 10 (¢aza b),
JIMOO MOATSATMBAETCS W MOATAJIKMBAETCS OTHOBPE-
MEHHO C paBHBIMH cKopocTsmu (pasza a). Toirbko B
MOCJIETHEM CJIydae pacTsKeHre KISTKM 1 KireTkoi 7
YPaBHOBEIIMBAETCS CKaTHeM KieTKu 1 kierkoii 10,
TakK 4To JedopMalvi BAOJIb TPAEKTOPUU ABUKEHUS
Kki1eTku | He Bo3HUKaeT. C Ipyroii CTOpoHbl, B nep-
BOM ciydae Mexny 7 m 1 Bo3HUKaeT nedopMarus
pacTsDKeHHUSI, a BO BTOPOM — aedopMaiiys CxKaTusl.

OHTOTEHE3 Ne 1
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Hakonen, Ha MUHUMyMe MexXXTy a 1 b kiteTka 1 “mron-
TaJKUBaeT” KJIETKY 7, a HA MUHUMYME MEXIy b U C
“monrsarusaeT” KieTKy 10. Puc. 66 moKa3bIBaeT COOTHO-
IIIEHUE CKOPOCTEM TpeX CMEeXHBIX KiIeToK (9, 1 u 13),
JIBUTAIOILIMNXCS K 6J1aCTONOPY IO MapauieIbHBIM Tpa-
exTopusiMm. Kietku 1 m 13 BemyT cebs IIpuUMEpHO
CUMMETPUYHO, ITOOYEPEIHO ITOATATUBAS M MOATAJI-
KMBasi OdHa JPYTyio (COOTBETCTBEHHBIE PAa3HOCTHU
(GIIYKTYyUpYIOT OTHOCHUTEJILHO HYJIEBOl JIMHUM), a
KIeTku 1 1 9 — pe3ko aCUMMETPUYHO: MOCJIETHSIS
JIBIKETCS CYLIECTBEHHO OBICTpee, TaK YTO MeXAY 9 1
1 Bo3HuKaIOT gedopManu pactsokeHus. [Tockonbpky
3a HavadbHBI1 20-MMHYTHBI NEPUOI PACCTOSHUE
Mexny kietkamu 9 u 1 Bospacraet Ha 10 pm nipu uc-
XOJHOM paccTosgHuu =17 pm — BeauuuHa nedpopma-
uuu npesbiraeT 50%. brarogapst ToMy, 4TO yCTaHO-
BUBILIASICI MEXIY NaHHBIMU KJIETKaAaMM pPa3HOCTh
CKOpPOCTel coxpaHsieTcs, 3Ta AeopMals OyaeT I10-
CTOSTHHO MOAAEPKMUBATHCS.

Ha puc. 6B, 6T 0T/JI0XeHBI B OTHOM MacIuTabe Tpa-
eKTOpUY MapajUIeIbHO ABVDKYIIMXCS K 0JIacCTOIIOPY
KJIETOK 12 1 3 U UX pa3HOCTU COOTBETCTBEHHO BHOJIb
ocu X (coBmagamwlieii ¢ AP HammpaBiieHueM) 1 BIOJb
ocu Y. BugHo, 9TO TpeKn 06eMX KIJIETOK BIOJb OCH Y
(puc. 6r) coBmagalOT APYr € IPYrOM 3HAYUTEIbHO
JIydiie, yeM no ocu X (puc. 6B), n3-3a uero aedopma-
1M Booiab AP HarpapiieHUsI B HECKOJIBKO pa3 IPEBbI-
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Puc. 6. ContoctaBiieHUEe TPEKOB MHAMBUIYATBHBIX KJIETOK Ha cTanuu 12 (racTpyiia) ¢ pa3HOCTSIMU MEXIY HUMU. a — TPeK KJIeT-
K | (crToniHast TMHMS) M €ro pa3HOCTH ¢ TpeKaMmu KiieTku 7 (1—7, 3aroukoBan) u kiietku 10 (1—10, mynkTup). Bee Tpeku opu-
€HTUPOBaHbI BIOJIb OMHOM JTMHUU, HAITPaBJIEHHOM K 0J1acTONOpY. 0 — TpeK KJIeTKHU 1 (CIUIoIIHas IMHUSI) U €r0 pa3HOCTH C Tpe-
KoM kyietkn 9 (1—-9, 3aToukoBaH) u kiietku 13 (1—13, mynkrup). Kitetku 9, 1, 13 pacnionoxeHsl ApyT HAIl IPYTOM B TOPCO-BEH-
TpaJIbHOM HarmpasjieHUu. B 06oux ciryyasix mpencrabieHbl pa3HOCTH 110 OCU X. B, T — COINOCTaBJIEHUE Pa3HOCTe CKOpocTeit
IOPCO-BEHTPAILHO PACIIOJIOXEHHBIX KJIeTOK 3 1 12 Boosb oceit X (B) u Y (T).

IIAIOT TAKOBBIC BIOJb TMEPICHAVKYJISIPHOTO K HEMY
DV HanpasneHust. UHTepecHO, YTO 3Ta TEHASHLIMS CO-
XpaHsIETCSI M B MEXaHNIECKH PeIaKCUPOBAHHOM racTpy-
Jie: IBVDKEHME IO HaIlpaBIeHUIO0 K PYIMMEHTapHOMY
0J1aCTONOPY — XOTSI M COXPaHSIOIIeeCs JIUIIb Y KIETOK,
Hanoosee OJIM3KMX K 0JTACTONOPY M TO JIMIITh BHAJasIe —
CBSI3aHO C MEHBIITNUMU MUKpPoiepOpPMaLIUSIMU, HEXKE-
JIU “HOBBIN” JIST KJIETOK TMyTh K aHUMAaJIbHOMY TO-
mocy. MBI BUOIUM, 9YTO MHUKpoaedopMaliiii NMEIOT
aHN30TPOITHYIO CTPYKTYPY.

Dypve-anaius KaemouHblxX 08UNCEHULL

Dypbe-aHaM3 BBHISIBUJ XapaKTepHBI U Golree
VUIM MEeHee TTOCTOSTHHBIN IUIST BCeX M3YYEHHBIX CTa-

IV pa3BUTHUS HaOOP MEePUOIOB KaK P ABMKEHUSIX
OJHOH U TO¥1 3Xe KJIeTKM, TaK U B AV, Ilepuoapl yaiie
BCETro rpyrnnupytorcs Bokpyr 20—27-muH. Kpome To-
ro, 4acto noBTopsitoTcst nepuonbl 40—50 MuH (mpu-
OJIM3UTENHbHO KPaTHBIC IIPEAbIAYIIM), U PEeXKe — Ie-
puonsl 30—35 muH 1 72—75 muH. Brophle n yeTBep-
ThIe HA0OPHI IEPUOIOB OTCTOSIT IPUMEPHO HA OKTaBY
OT MEPBOIo U TPEThEro HAOOPOB COOTBETCTBEHHO, TO
eCTh 00pa3yloT rapMoHuku. OOpaTuM BHUMAaHMHE,
YTO TIOCKOJIbKY YaCTOTHBIE CIEKTPhI IJis1 AV mpen-
CTaBJISIIOT COOOIM Pa3HOCTH UCXOIHBIX CIEKTPOB OT-
JIEIbHBIX KJIETOK, OHU JIMIICHBI TPEHAIO0B, KOTOPEIE,
KaK mpaBwio, Ipucymu IociaegHuM. Kpome Toro,
n3-3a THTep(epeHIINA CIIEKTp 11 AV, KaK IpaBUIIO,
UMEIOT 00Jiee KOPOTKME MIEPUOIbI, HEXKEIU CIIEKTPHI,
Ne 1 2016
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Puc. 7. Ilepuonorpammsl pa3zHocTei ckopocTeit (10-MUHYTHBIX ITyTei) IBYX nap KJIeTOK (LeHTpaJbHbIe IMarpaMMbl) U IIepu-
OIOrPaMMbl UCXOIHBIX TPAEKTOPUIA, BBIMUTAHUEM KOTOPBIX OHU TMOJy4eHbl. [leprogorpaMMbl pa3HOCTEH JIMIIIEHBI TPEHIIOB,

X NMUKU CABUHYTBI B CTOPOHBI MEHBIIUX IEPUOIOB.

13 KOTOPBIX OH COCTaBJIeH (puc. 7). DTH 00CTOSTEIb-
CTBa OOCYXJaI0TCSl HUXKE.

Pazsepmka mexanuueckux cun, NPUNONCEHHBIX K
CMeHKaM psada KAemoK SNUIKMOoOepMvl HaA cmaduu
cpedneil eacmpyanl. Puc. 8a moka3pIBaeT MAYIIUIT OT
OJacTornopa JOpCO-BEHTPaJbHO OPUEHTHUPOBAHHBIN
psim U3 68 KJIETOK, IJIsi CTEHOK KOTOPBIX OBLTH MPO-
CUMTAHbl 3HAYECHUS IIPUJIOXKEHHBIX MEXaHWYeCKMX
CHWJI, OTHECEHHBIE K TaKOBOII HauboJjiee OJM3KON K
Osacronopy kieTku. Ha puc. 86 mokasaHa pa3BepTka
OTHOCUTEIbHBIX 3HAYCHUM CUJI B HAIIPABJIEHUU OT
OJracToriopa, a Ha puc. 8B — TakK ke OPMEHTUPOBAaH-
Hasl pa3BepTKa pa3HOCTEH 3HAYEHUIN 3TUX CUJT IJISI
CMEXHBIX Y3JI0B JAaHHOTO KJIETOYHOTO psima. BumgHo,
4YTO pachpenejieHrue 3HaUeHU CUI IJIsT U30paHHOIO
KJIETOYHOTO psifa 061adaeT Mo MEHbIIIEH Mepe IBYX-
YPOBHEBOM CTPYKTYpOi: HpHU MEJIKOMACIITAOHOM
PaCCMOTPEHMM BBISIBIISICTCS OTHOCHUTEJILHO IIJIABHOE
WX BO3pacTaHMe B JOPCO-BEHTPaJIbHOM HallpaBjie-
Huu (ormbaroinast KpuBas Ha puc. 80), a IIpu pac-
CMOTpPEHUM B OoJjiee KPYITHOM MaciuTadbe — pe3Kue
rnepemnanbl 3HAYSHU CHJI Ha MaJIbIX PaCCTOSTHUSIX
(BIUIOTH IO PACCTOSTHUM MEXKIY COCETHMMU KJIeTKa-
MHU). OTH TaHHBIE O0CYXIAI0TCS HUXKE.

OBCYXIEHHE

OCHOBHOI1 BbIBOA, U3 IIPUBCICHHBIX BBIIIC JaH-
HBIX COCTOUT B TOM, YTO PETYIALINA MOp(l)Ol'CHCTI/I‘Ie—
CKUX KJIETOYHBIX ITBWKECHUU B TKaHSIX 3apoz[b1meﬁ
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IITTOPLIEBO JISITYIIIKY 110 MEHbIIEN Mepe NBYyXypOB-
HeBas. BepxHuil ypoBeHb peTyJISIliMU MpeacTaBieH
“KiaccU4ecKMMM”, TTOAPOOHO OIMMCAaHHBIMU paHee
HampaBJIeHHBIMU JBUXXKEHUSMU OOIIUPHBIX KJIETOY-
HBIX KOJIJIEKTMBOB B CTOPOHY 0j1acTonopa B MepUO/I
racTpyJ/siiuyi U B BEHTPO-A0PCaJbHOM HarpaBJIeHUU
B nepuoa Helpyasauuu. B aTux o6aacTsax BOSHUKAIOT
TpaaveHThl CKOPOCTell KIJIETOUHBIX NBUXEHUM, Ha-
MpaBJjieHHbIe MO0 BHOJb (ITPU TacTPYJISILIUN), JTUOO
norepek (Ha CTaausix Mo3aHeit 6JacTynabl U Helpy-
JIbI) TOMUHMPYIOIINX ABMKeHUI. B moboM ciydae
JTOMUHUPYIOIINE IBUKCHUST HATIPABJICHBI B CTOPOHY
HaMMEHbIIEH TIJIOTHOCTU KJIETOUHOTO PACIOJIOXKE-
HUSI, KOTOpbIE SIBJISIIOTCS TakKXe OO0JacTsIMU Hau-
OOJIBIIMX HATSDKEHUA. DTO COOTBETCTBYET paHee
onucanHoMy (benoycoB ¢ coaBr., 1999) MexaHU3MY
TeH30TaKcuca, MOJyYUBIIEMY B TMOCHeIHEe BpEMs
HOBBIE TTIoATBepkAeHus (Mansurov et al., 2012).

C mpyroii CTOpoHBI, B JaHHOK padOTe OMMCAHBI
TaKye MePUOAbl PAa3BUTUS U PAOHbBI 3aPOIBIIIEA, TIe
3aKOHOMEPHbBIE TPAIUEHTHI KIIETOUHBIX CKOpOCTEi
OTCYTCTBYIOT (OHM JIMOO ellle He C(hOpMUPOBAIUCE,
KaK B BEHTPAJbHBIX OOJIACTSIX MO3IHEIN OJIACTYIIbI,
JIN6GO HAXOISATCS B CTAAUM MEPECTPOMKHU, KaK MEXIY
KOHILIOM TacTpyJsSILIMM W HavajaoM Heupyiasuuu). B
STUX 00JIACTSIX OBUKEHUS KIJIETOK OrpaHWYEHBI JIO-
KaJTbHBIMHU OJTY>KIAHUSIMU, COCTOSIIIMMU M3 B3aUMHO
OpTOTOHAJILHBIX O0Tpe3KoB. Haubosee mpocTtoe 00b-
SICHEHUE OPTOrOHAJIbHOCTU COCTOUT B TOM, UTO JABU-
XKyIIasics KJIETKa MoaaBlisieT 00pa3oBaHUE HOBBIX Jia-
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Puc. 8. OTHOCUTEIbHBIE BETMYMHBI MEXaHMYECKUX CHJT, TIPMJTOKEHHBIX K CTEHKaM KJIETOK SITMAKTOACPMEBI TacTpyJIbl Xenopus
laevis (cranust 11). a — KoH(dOKanbHOE N300pakeHUe psifia KIETOK, Ha KOTOPBIX NpoBoaAuIu udMepeHus. CripaBa — KOHTYp OJ1a-
crornopa. 6 — OTHOCHUTEJIbHbIE BEJTMYMHbBI CWJI (OpIMHATA) IS psifa U3 68 mocienoBaTeIbHbIX y3JI0B KJIETOYHBIX CTEHOK (CYM-
Tast oT 6acrornopa). Orubaroiast KpuBasi — yCpeaTHEeHHbIE 3HAYEHUsI. B — Pa3HOCTU CUJI (OpIMHATa), TPUJIOKEHHBIX K CMEX-
HBIM pebpaM KJIeToK. [TYHKTUDP COOTBETCTBYET HyJIeBOil pa3HOCTH. MaciuTtabHas auHelika — 50 pm.

MEJUIONIOAMII MOoA MaIbIMU yIJIaMU K €€ BeayILIeMy
kpato (Gauthier et al., 2012; Houk et al., 2012).

B paboTte nokazaHo, YTO JaHHBII TUM KJIETOYHBIX
JIBVKEHUI, TUIIEHHBIX JaJbHETO MopsiaKa, sIBJISIeTCS
TakXe U 3JIEMEHTOM HalpaBJIEHHbIX KJIETOYHBIX MO-
TOKOB. OH TIPOSIBJISIETCSI B HEPETYJISIPHBIX U KPAaTKO-
BPEMEHHBIX OTHOCUTEJILHBIX CABUTax KJIETOK, Hapy-
IIAOIIMX KaXXYIIYIOCS Ha TIEPBBI B3TJIs1, OYE€BUIHOM
JJAMMHAPHOCTb KJIETOYHBIX MOTOKOB. Hanmnuue aTnx
CIBUTOB (HEHYJIEBBIX 3HaUeHUI1 AV) 3acTaBisieT 00-
paTUTHCS K BOIPOCY O CTENIEHU KOPPEJISILIMU MEXTY
KJIE€TOYHBIMU ABUXEHUSIMU BHYTPU OMTHOTO U TOTO
ke obpasiua. JdelicTBUTeIbHO, MBI BUIMM, YTO 3HAUM -
TeJIbHasl 4acTh KJIETOUHBIX IBUXKEHUI HOCTOBEPHO
KoppeaupyerT (Tabiuina), mpuyeM Ha HEKOTOPBIX CTa-
nusix (cragus 19) Koppeasaiumy oXBaThIBAalOT OOIIMP-
HbI€ TEPPUTOPUUN. DTU KOPPEJSALIMU, a TAKXKE XapaK-
TepHbIC TIEPUOIbI, BBIsIBIsseMble Dypbe-aHATU30M,
MO3BOJISIOT MPEANOJOXUTh HATMYKE TTefiCMEeKepoB,
U3y4eHHUEe KOTOPBIX JOKHO CTaTh MPEIMETOM Aajlb-
Helmx uccnenoBanuii. C npyroif CTOpOHbI, UMEH-
HO HEIIOJIHOTa KOppesiluil (omnpeneleHHOe “Heco-
BEPILIEHCTBO” TIpeAIiojiaraéMbIX MeiCMeHKepoB) U
co3maeT HeHyJeBbIe 3HaUeHUS AV, OTMETUM ciieayio-

e ux ocooeHHocTu: (1) 3HaueHus1 AV mano 3aBu-
CSIT OT aOCOJIOTHBIX 3HAYEHMU KJIETOYHBIX CKOPO-
CTeli, WIX OT TPEHIOB CKOPOCTEd — a 3HAYMUT, U OT
JIIOObIX (PaKTOPOB, BIMSIOIUIMX HA CKOPOCTb Pa3BU-
TUs; (2) uHTepdepeHLIns IByX MneiicMeiikepoB ¢ pe-
TYJISIPHBIMM, HO pa3HbIMU IIEPUOJAMHU IIOPOIUT He-
PEeTyJISIPHYIO PUTMUKY C MEHbIIIMMU TTIepuonamu. Ha-
OpUMEp, CUHXPOHHO 3amyllleHHbIe MeCMeiKephl C
rnepuogaMu 4 1 5 eIMHUL, BpeMeHU OyIyT ITOPOXKIATh
MOCJIE0BAaTEIbHOCTh CUTHAJIOB C ItepuogamMu 4 — 0 =
=4,5—-4=1,2%X4-5=3,2X5-2X4=2urT.nm.
(cp. puc. 7).

MpbI mpedrionaraéM, 4To HEpPEryasipHble CABUTU
KJIETOYHBIX CKOPOCTE MOPOXKAAIOT JOKAJbHEIE U B
OCHOBHOM KpaTKoBpemMeHHble MH pacTskeHust
u/unm cxarus. JeicTBUTEIbHO, YTOOBI MOAOOHBIE
CIBUTH TIPOTEKAIU B HEHATIPSKEHHOM PEXKUMeE, He-
00X0aMMO, YTOOBI KJIETKA 3a BECh IIEPHOJI CBOETO T1e-
peMelleHIs] OTHOCUTEIBHO cocelieit 00pa3oBhIBaia ¢
HUMM MeHee IBYX KOHTaKTHBIX 30H, TO €CTh JIN0O BO-
o0111e He MMeia Obl KOHTAKTOB, JUMOO MMesa OAWH
KOHTaKT. Takas cuTyauust Ijisi CTOJIb MJIOTHOTO KJle-
TOYHOTO CJIOSI KaK 3IMUAKToAepMa TpeacTaBIsieTcs
HEBEPOSITHOM: TIpaKTUYECKU JT100ast KJieTKa, He3aBU -
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CUMO OT TOTO, MEHSIET OHA CBOUX COCeleil UIIN HeT,
MMeEeT MHOTOYKCJIEHHbIE KOHTAKThI C APYTUMMU KJIET-
KaMU U TIepeMeIaeTcsl MyTeM YepeayIoLIuXcsl CO-
KpalleHu-pacTsokeHuii (cMm. Harp. Beloussov et al.,
2000), rHensoexHo nmopoxkaasd MH. K Tomy ke Hanu-
4yuie JIOKAJIbHBIX ITaTTepHoB M H mpsimo mmoaTBepxma-
eTCsI U3SMEPECHUSIMU OTHOCUTENIbHBIX BEJIUUNH MeXa-
HUYECKUX CWJI, TPUIOXEHHBIX K KJIIETOUHBIM CTCH-
KaMm (CM. puc. 8 ¥ KOMMEHTapuu K HeMy).

Poib nokanbHBIX KpaTKoBpeMeHHbIX MH MoxeT
OBITH OCOOCHHO BaXXHOM B T€ TIEPUOIBI PA3BUTHUS U B
Tex 00JIacTsIX 3apoabliieit, roe co3garommue MH mak-
POCKONMYECKHUE TI'PagueHTHl OTCYTCTBYIOT: XOPOIIIO
M3BECTHO, UYTO MPHU HEBO3MOXHOCTU aKTMBHOTO Ha-
TSDKEHUSI B KJIETKaX BKJIIOYAETCS IporpaMma aro-
nTo3a (Chen et al., 1997). OnHako u Npu HAJIMYUU
MaKpOCKOIIMIECKMNX NcTOUHNKOB MH HeperynsipHbie
KPaTKOBPEMEHHBIE CIBUTU B3aMMHBIX CKOPOCTE MO-
TYT CIIOCOOCTBOBAaTh PACIPOCTPAHEHUIO AKTUBHBIX
KJIETOYHBIX IBIDKCHUIA B OTHOCUTEIHLHO NAJIEKUE OT
HUX objactu. [IpuyeM UMEHHO UMIYJIbCHBIE BO3IEH-
CTBUSI MOTYT OKAa3aThCs B OTUX YCJIOBUSIX HamboJjee
a¢pdexTuBHBIMU (TpommHa ¢ coanrt., 2011).
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Surface Microdeformations and Regulation of Cell Movements
in Xenopus Development
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The velocities and directions of movements of individual outer ectodermal cells of Xenopus embryos in the
course of normal development from the blastula to the early tail-bud stage, as well as after mechanical relax-
ation in the early gastrula, were measured. An alternation of the periods of directed movements of large cell
masses and local cell wanderings was detected. In both cases, the trajectories of individual cells consisted pri-
marily of orthogonal segments. Cell movements were measured on two scales. At a small-scale consideration
(time intervals of the order of several hours and distances of the order of tens of microns), fairly slight linear
stretching and compressive deformations were detected, which looked like gentle smooth gradients along
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which the upward morphogenetic movements of cells were directed. At a large-scale consideration (time in-
tervals of the order of tens of minutes and distances of the order of microns), quasi-periodic fluctuations of
velocities of individual cells partly correlated in time were found. The differences between these velocities
generated microdeformations, which reached several tens of percent and developed within time intervals not
more than 10 min. Measurements of relative magnitudes of mechanical forces influencing the cell walls sug-

gests that microdeformations generate local stretching and compressive deformations modulating smoother
tension gradients.

Keywords: gastrulation, morphogenetic cell movement, mechanical tension

OHTOI'EHE3 Ttom47 Nel 2016




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

  /CreateJDFFile false
  /Description <<

  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        14.173230
        14.173230
        14.173230
        14.173230
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 14.173230
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


