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VisrpaduoneToBoe U raMMa-o0JydyeHrue MPOPOCTKOB SSYMEHSI MHIYLMPOBAIO POCT YMCJIa TMaTOJIOTUI B
MYKCKOM penpoayKTUBHOU chepe pacTeHUl. BoJbIIMHCTBO LIMTOJOTMYECKUX TTOBPEXIEHUI XapaKTepy-
30BaJIOCH HeCTTeIM(PUUHOCTHIO. OCHOBHBIM TUTIOM TTaTOJIOTUU MUKPOCTIOPOTEeHE3a SIBJISIETCS] IMTOMUKCUC,
aKTUMBU3aLlMsI KOTOPOTO KOPPEJUPYET C TUTIEPCEKPELIMEN KAJJTO3HBIX OTJI0XEHUI B CTEHKaX MUKPOCIIOPO-
uToB. OTMeueHa HeraTUBHasl KOPPEJSIUS MEeXITy IUTOMUKCUCOM U CTEPUIIbHOCTHIO MUKpOCHop (Tipu
raMma-o0JIy4eHUU), a TaKXKe MEXAY LIMTOMUKCUCOM M CTEPUJIbHOCTBIO 3PEJbIX MbUIbLEBBIX 3epeH (TIpU
Y®-B-o6myuenun). [IpearonaraeTcs, 9To0 IUTOMUKCHUC SIBJISIETCST (POPMOIA KIIETOYHOTO (MpeaMeiioTnde-
CKOro) otbopa y paCTeHMIA ¢ BHYyTPHOPTaHM3MEHHOM FreHEeTUYeCKO HEOTHOPOAHOCThIO (Mo3auk). HoBu3-
Ha WJeN COCTOUT B TOM, YTO IIUTOTIATOJIOTUSI, COTIPOBOXKAAIONIAasl IMTOMUKCHC, pacCMaTpUBaeTCsl Kak Me-
XaHU3M WHAYLUMPOBAHHOW rMbOeiM reHeTUYEeCKU HecOaTaHCUPOBAHHBIX WJIM HEperapupyeMbIX KJIETOK C
LIEIbI0 COXpaHeHUsT PEePTUIIBHOCTU MYXXCKOI PENPOayKTUBHOM cepbl. BKkItoueHne 3Toro MexaHu3ma Ho-
CHUT MOPOrOBbIN XapakTep.
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Hutomukcuc (LIM) mpencrasiseT coboii pac-
MPOCTPAaHEHHOE, XOTS U HEOPAMHAPHOE, 1IUTOJIOTH-
YECKOE€ SIBJICHUE, TIPOUCXOXKIEHUE, 3HAUEHUE U TEHE-
TUYECKUN KOHTPOJIb KOTOPOTO O CUX OCTAIOTCSI HE
BIIOJIHE sicHbIMU. [lo-BuauMoMmy, mepBoe onrcaHue
¢eHoMeHa LMTOMUKCHCA BCTpedaeTcss B pabore
B. Apnonbau (Arnoldi, 1900) mo uzydeHuo mporiec-
ca OIUIOJIOTBOPEHUS y ToJoceMeHHbIX (Pinus cembra,
P. peuce, P. montana u Abiessibirica). OH onucal Iu-
TOMUKCUC B BHAOCMEPME U CTEHKE apXeroHUsl Kak
MEXKJIETOYHOE MepeMEIIEHUE s11ep BHYTPU TKaHEU 1
MMPOHUKHOBEHUE SIAEep DHIAOCIEpMa B IUTOIIA3MYy
giekaeTku. [omoM CIycTsl, HIUTOMUKCUC ObLIT OIU-
caHn M. KepHuke B mukpoctiopouutax y Crocus ver-
nus (Kornicke, 1901) u I Meilixe B anuaepMaibHbIX
TKaHsx Allium nutans (Miehe, 1901). Otu uccnenona-
TeJIU CYUTAIN LIUTOMUKCUC apTeakToM (pUKcalun
WIM TpaBMaTHU4YeCcKoro BMelarejibcTBa. Ellle uepes
HeckonbKo neT, JI. Jlurou (Digby, 1909) y Galtonia
candicans n P. Teittc y Oenothera gigas (Gates, 1911)
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OIucaIy IepeMelleHIe XpOMaTHHA T10 LIMTOoIUIa3Ma-
TUYECKMM KaHaJlaM, COEIUHSIIOIIMM MUKPOCIOPO-
LMTbl KaK CIIOHTAHHBIA €CTECTBEHHBIN KJIETOYHBIN
npoiiecc. OmHaKo B OOJBINMHCTBE paHHUX M OoJjiee
MO3IHUX PabOT HUTOMUKCHUC BCE K€ paCCMaTPUBAJICS
Kak nartoJjiormyeckoe spieHue (Fraser, 1914; Wood-
worth, 1931; Morisset, 1978), aptedakT bukcauuu
WJIY TpaBMaTU4Yeckoro BMelareabcTBa (Takats, 1959;
Tarkowska, 1965, 1966), uinu pe3yJIbTaT BIUSHUS He-
1980;
1987; Soman, Bhavanandan,

O6naronpusaTHEIX (dakTopoB cpeabl (Naran,
Basavaiah, Morthy,
1993). Beuto 3amedyeHo, yTo LIM (Hapsiay co CIusTHU-
€M MUKPOCIOPOLIMTOB B CUHIIUTHUM) CBOMCTBEHEH
rubpunaMm (Novwa, 1928; Levan, 1941; Ster, 1946).
Mexny tem, [eiiTc, cucteMaTM3MpOBABIIUI 3TO SIB-
JIeHVWE W MPEIJIOXUBIINN TEPMUH “IUTOMUKCUC”,
CYUTAJ €ro CIIOHTAHHBIM HOPMAaJbHBIM KJIETOYHBIM
npouieccoM (Gates, 1911; Gates, Rees, 1921).
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Jlo HacTroglilero Bpemsl cpeau ucciemoBarelieit
TaK ¥ He CYIIECTBYET OJHO3HAYHOTO MHEHUSI OTHO-
cuTesibHO npupoabl 1 3HaueHus1 LIM (de Souza, Pa-
gliarini, 1997; cM. 0630p Kpaseir, 2012). OqgHu pac-
CMaTPUBAIOT ero KaK HOpMaJIbHOE, HO HEPETYJIIPHOE
LIUTOJIOTUUECKOE SIBJICHUE, COMPOBOXAAIOIIEe MUK-
pOCITOpOreHe3 y MHOTUX BUAOB ITOKPBITOCEMEHHBIX
(Gates, 1911; Gates, Rees, 1921, Cheng, Wang, 1956;
Servella, 1958; Bahl, Tyagi, 1988; Dagne, 1994), npy-
e CKIIOHSTIOTCS K MBICIIM O €ro IaTOJOTMYeCcKOM
npupone. Tpetbn cuurtaoT LM HOpMaJBLHBIM MPO-
LIECCOM MEXKJIETOYHOTO B3aUMOIeCTBUSI, KOTOPBIiA
CBOMCTBEHEH MHOTMM BETeTATUBHBLIM W T'eHEpaTUB-
HBIM TKaHSIM PaCTEHUIA, I B XOJIe KOTOPOT'O IIPOUCXO-
IWT IBVMKCHUE U TTepeMelleHre SIIepHOro MaTepya-
JIa, KJIETOYHBIX OpraHesll, CUTHAJIBHBIX MOJIEKYJ U
Tpoduueckux ¢dakropoB (Heslop-Harrison, 1966a,
1966b; Zheng et al., 1987; Bellucci et al., 2003; Guo,
Zheng, 2004; Ban u np., 2004; Kynax, 2005, 2011; Liu
et al., 2007).

Inpokast pacrpocTpaHEeHHOCTh TOYKHU 3PEHUS O
naroJjiormyeckoil mpupone LIM ocHoBaHa Ha ero
CBOMCTBEHHOCTU PACTEHUSIM C BBIPAXKEHHOM reHETH -
YeCKOM HeCTaOMIbHOCTHIO M HapyIIEHHBIM T'OMEO-
CTa3oM: TaruioujaM, aHeyIUIouaaM, TPUILUIOUAAM,
HOJUILIONIAM, WHIYXTAPOBAHHBIM JIMHUSIM, peEre-
HepaHTaM, TuopuaaMm, MyTaHTaMm, artomukraMm (Kam-
ra, 1960; llIkyrnHa, XBocToBa, 1966; Pomanos, Op-
noBa, 1971; IMognyoHas-ApHoabau, 1976; KpaBueH-
Ko, 1977; Mantu, Sharma, 1982; Singhal, Gill, 1985;
Inaitnep, 1988; Bedi, 1990; Opnosa, 1994; Crenb-
max u ap., 2005; de Oliveira et al., 2004; Lattoo et al.,
2006; Cugopuyk u ap., 2007; Kumar, Singhal, 2008;
Singhal, Kumar, 2008; Singhal et al., 2010; Mypcanu-
MoB, 2012). TTonaraiot, uto LIM MoXXeT cBUIETEIb-
CTBOBAaTh 00 OTHAJIEHHOCTU M HECOBMECTUMOCTH Te-
HoMoB rubpuaos (LlIkyrrHa, XBocToBa, 1966; I1IKy-
tnHa, Ko3noBckas, 1974), Hanuuumy MyTaluii, B TOM
YUCJIE CBSI3aHHBIX C MYXCKOW cTepuiibHOCThIO (Nir-
mala, Kaul, 1994). ecTpyKTUBHOE Hayajio LIMTO-
MUKCHCA, KaK MpaBUIO, YCWIMBAIOT CTPECCOBBIE
dakTophl — TMOpUAN3ALINS, UHIyXTUPOBaHUE, (pu-
3u4ecKre (pakTophl U XUMUYECKHME areHThl (Hamlpu-
Mep, KOJIXUIIMH ), ooydyeHue u repounuasl (ITommyo-
Hasg-ApHoapau, 1976; Kpasuenko, 1977; Bobak,
Herich, 1978; Narain, 1980; Zheng et al., 1987;
Dwivedi et al., 1988; Bedi, 1990; Ocramnenko mp.,
1993; IpomsuHckuit u ap., 1996; Grodzinsky et al.,
1997, 2007; Souza, Pagliarini, 1997; Bellucci et al.,
2003; Kumar, Singhal, 2008, 2011; Kpasew, 2009,
2012).

Bo3HMKHOBEHME LIMTOMUKCHUCA HEKOTOpbIE yde-
HBIE CBI3BIBAIOT C abeppalusiIMUA Ha IIPeIIIeCTBYIO-
IIMX ME03y MUTO3aX, YTO MOXKET IIPUBOIUTH K HAPY-
LIEHUIO MeOTUYEeCKOM cerperaiiuu xpoMocoM. ITo-
3TOMY  TEHETUYECKUIl  KOHTPOJb  PETYJISILIUU
LIMTOMUKCHCA MOXET OCYLIECTBIIATHCA TEMU XK€ Te-
HaMU, KOTOPble OTBETCTBEHHBI 3a CETpeTalnio Xpo-
MocoM B Mmeito3e (Mantu, Sharma, 1983; Yen et al.,
1993), xak Hampumep DIFI1 y Arabidopsis thaliana
(Bhatt et al., 1999). MHorue uccjenoBaTead CYUTa-
10T, uto LIM BHOCUT onpenesieHHBII BKJIa1 B (POPMO-
0o6pa3oBaTeNbHBII IPOLIECC, YBEINYMBAET TeHETUYEC-
CKYIO TeTepOTeHHOCTh — BIIUSIET HA YPOBEHD IJIOU/I-
HOCTH, MUKCOIIJIOUINU U TETEPO3UTOTHOCTH, MEET
aJanTUBHYIO 3HaYMMOCTb (Zheng et al., 1987; Sapre,
Deshpande, 1987; IInaiinep, 1988; Falistocco et al.,
1995; Kumar, Singhal, 2008, 2011; MypcaiumoB,
Heiineko, 2009; Singhal et al., 2010; Malallah, 2011;
Kynax, 2005, 2011).

Her enuHoro MHeHUSI M O ITOCIEACTBUSX LIUTO-
mukcuca. boJibllioe KoaIn4ecTBO JaHHBIX YKA3bIBAIOT
Ha To, 4To LIM yCcnoxXHsIeT KapTUHY Me03a U MOXKET
IPUBOIUTh K CEPbE3HBIM TI'€HETUYECKUM ITOCIEH-
CTBUSIM: T€HETUYECKOMY AUCOAIaHCy MUKPOCIIOPO-
UTOB, 00pa30BaHUIO CUHIIUTUEB, IUTOILIACTOB, I10-
JIMan, aHeYIUIOMANU W IIOJUILJIOUAUN MUKPOCIIOp,
MOJIMMOP(MU3MY U CTEPUIBHOCTU NBLIbLEBBIX 36peH
(IMonmny6Has-ApHonbau, 1976; Narain, 1980; Bedi,
1990; Singhal, Gill, 1985; OpmaoBa, 1994; Falistocco
et al., 1995; Lattoo et al., 2006; Cugopuyk u Ip.,
2007; Singhal, Kumar, 2008; Kumar, Singhal, 2008;
Singhal et al., 2010). BmecTe ¢ TeM, y CTaOMJIBHBIX T'e-
HOTUIIOB, B YaCTHOCTHU JIWJIMM, B MEPUOI HAMUOOJIb-
meit “TpaH3uTOpPHON” aKTUBHOCTH XpOMaTH-Ha —
3UTOTeHe—IaxuTeHe Ipodasbl Meio3a IMpy MOJIHO-
CTBIO OTKPBITHIX MEXKJICTOYHBIX KaHAJIaX — siAepHasl
MeMOpaHa ocTaBaJlaChb MHTAKTHOM, a MUKPOCIIOPO-
LIMTHI, KaK 10, TaK U MOcJe “SAepHBIX MUTpaLuii”
(nuclear transfer), coxpaHsin HOpMajbHOE AUILIO-
UIHOe Ynuciao xpoMocoM (Zheng et al., 1987). B He-
JIaBHUX ITyOJIMKALIMSIX OBLIIO II0KAa3aHO, YTO B MUKPO-
CIIOporeHes3e y IMOJUIIOUAHBIX JMHUI Tabaka (3n,
4n) He TOJBKO siAepHasi MeMOpaHa MUKPOCTIOPOIIM -
TOB IIPU MUTPALIUM XPOMATHUHA OCTAETCSI MHTAKTHOIA,
HO M caM “TpaH3UTOPHBIN~ XpOMaTUH IIPU IepeMe-
meHussX He moBpexmaercsa (Mursalimov, Deineko,
2012; Mypcanumos, 2012).

B cTpykTypHOM W (DH3HOJIOTMYECKOM acmeKTax
MEePBONMPUYMHON LIUTOMUKCHCA B MUKPOCITOPOLIMTAX
CUMTAIN HEMoJIHOe (pOPMUPOBAHUE KIETOUHBIX Te-

OHTOIEHE3 Tom 44 Ne3 2013



LIUTOMMKCUC U ETO POJIb B PETVJIALUWUN ®EPTUJIBHOCTU PACTEHUM 149

peropoiok u oopazoBaHue LIMTOMUKTUYECKIX KaHa-
noB Mmexnay kierkamu (Heslop-Harrison, 1966a, b;
Risueno et al., 1969; Welan, 1974).O6b19HO HAMGOIb-
11ast IMTOMUKTUYECKasi aKTUBHOCTb HAOJII0daeTCs B
paHHel Tipodaze meio3a — JIENTOTEeHEe—3UTOTEHE,
XOTSI IMTOMUKTUYECKUE KaHAIbl MOTYT (PYHKIIMOHM -
pOBaTh MU OOpPa30BBIBATHCS 3aHOBO BIUIOTH A0 3a-
BeplIeHUs Meito3a. [10 IMTOMUKTUYECKUM KaHaJlaM,
KpOMe XpoMaTuHa, IepeMeIaloTcsl OpraHesuibl, TPOo-
¢duyeckue (hakTopbl, CHUTHAJIbHBIE MOJEKYJbI, B
YacTHOCTH, (DAKTOPHI PETYJISLINN KISTOUHOTO LIMKJIIa
1 XpOMOCOMHOI1 cerperaunu B Metiose (Heslop-Har-
rison, 1966a, b; Welan, 1974; Yen et al., 1993; Herrero,
2003; Guo, Zheng, 2004; Ban u ap., 2004; Mypcanu-
MOB U ap., 2010; Mursalimov, Deineko, 2012). biaro-
Japsi MEXKJIETOUHBIM KaHaJlaM JOCTUTAaIOTCSI OIHO-
POAHOCTH KJIETOUHOM IOMYJISIAN MUKPOCITOPOIIH-
TOB, CUHXPOHM3AlLlMs Meiio3a, a TakKe BbIpABHU-
BaHUE KAaUEeCTBEHHOTO COCTOSIHUSI IbUIbLIEBBIX 3€-
peH, HeoOXoAMOe JJ1s1 OICTPOTO 1 YCIIEIITHOTO OIbI-
nenust (Heslop-Harrison, 1966a, 1966b; Zheng et al.,
1987; Kwiatkowska, 2003; Guo, Zheng, 2004). B
yactHocTH, Iyo u 33nr (Guo, Zheng, 2004) monara-
10T, yTO ofaHa 13 ¢yHKuui [IM cBsizaHa ¢ anMMMHUHA-
el TeTeporeHHOCTU MYXCKUX TameT (B OTHOIIIe-
HUM TpaHcKpuniuu, ypoBHst MPHK u 6en1koB), cHU-
Kalole MX KayeCTBO WU CHMHXPOHHOCTh Pa3BUTHSI.
OJHAKO TaKO# B3IJISII HA POJb LIUTOMUKCUCA BCTY-
naeT B HPOTUBOPEYUH C ero (GopmMoodpasyromeit
yHKLIMEH, YBEIMINBAIOIIEH CTEIIEHb TeHETHIECKO-
ro pa3HOOOpa3us U TeTePO3UTOTHOCTU MUKPOCIIOPO-
LIUTOB.

CxomHble ¢ IUTOMMKCHUCOM SIBJICHMSI HaOJIroga-
IOTCSI U IPU CIIepMaTOreHe3e y HU3IINX PacTeHUI U
JKMBOTHBIX M OBOT€HE3e XMBOTHBIX. ¥ HUBIIMX pac-
TEHUI LIMTOIJIa3MaTUYEeCKMEe KaHaJIbl COXPAHSIOTCS
B T€UEHME BCEro CIiepMaTOreHes3a 10 MO3IHUX ATalloB
muddepenumanuu criepmaro3onaoB (Rezaglia, Gar-
bary, 2001; Kwiatkowska, 2003). ¥V >XUBOTHBIX MEX-
KJIETOYHbIE MOCTHI (TaK Ha3biBacMble “intercellular
bridges” nimm “ring canals”) o6pa3yloTcst B XoJie Tep-
BOIO MUTOTHUYECKOTO IEJeHUS CIIEPMAaTOTOHHMEB U
COXpaHSIOTCSI Ha IIPOTSLKEHUM HECKOJBKUX IIped-
MENOTHUYECKUX MUTO30B, Meli03a BILJIOTh 0 ITOC/ICH -
Hux ctaguii cnepmuoreHesa (Carlson, Handel, 1988;
Hecht, 2000; Ventela et al., 2003). Yucyio uurornias-
MaTUYECKMX KaHAJOB B CUHIMTHAJIBHO CBSI3aHHBIX
rpymmax KJeTOK OIlpeIesisieT, KakK I1oIaraloT, HalpaB-
JIeHHYI0 TuddepeHInpoBKY ramer. Y ITOKPBITOCEe-
MEHHBIX PACTEHUIA CIEPMUU U BEreTaTUBHOE SIIPO B
NBUIBLIEBOM 3€pHE M NBLUILLEBOI TpyOKe oOpasyloT
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acconuanuio (male germ unit), B KOTOpOil OCTaIOTCS
CBSI3aHHBIMU MeXIy cO00I MEXKJICTOYHBIMM KaHa-
mamu (Dumas et al., 1985; Russel, 1991; Mogensen,
1992). CnepoBaTe/IbHO, HUTOMUKCHUC COITPOBOXAAET
nuddepeHIraUIo KJIETOK MOJOBbIX MyTel U rame-
TOT€HE3 y paCTeHUI 1 XXMBOTHBIX, 00ECIIeUnBasi MH-
¢opMaLIMOHHBIN KOHTAaKT MeXmy KieTkamu. Hako-
Hell, MCCIIeIOBaHMs Ha XKMBOM MaTepuae (pepTUib-
HOli TpaHCcreHHoi JInHuM Tadbaka 2B-CFP nokaszanu,
YTO B MHTAKTHBIX TKAHSIX KOPHEBOTrO ariekca, SIT1-
JiepMucCe JIUCThEB, TKAHSIX MbIJIbHUKA U 3aBSI3U MIPO-
WCXOAST aKTUBHBIE MEXKKIIETOYHBIC II€PEMEICHUS
SIIEPHOTO Marepuajia U IUTOIIa3MaTUIEeCKUX Opra-
HEJUI, HUKAaK He CBsSI3aHHBICE HU C TPaBMaTUYECKUM
BMEILIATEJILCTBOM, HU (PUKCALIME WU APYTUMU He-
ratuBHbIMU BozaelicTBusiMU (Liu et al., 2007). Yuu-
ThIBasI BCE BBIIIIECKA3aHHOE, IIMTOMUKCIIC MOXKHO Xa-
pakTepu30BaTh KaK IIMPOKO pacHpOCTpaHEHHOE U
HEOIHO3HAYHOE SIBJICHUE IUTOJIOTMYECKOTO, T'eHE-
THUYECKOTO, (PU3UO0JIOIrNYEeCKOro 1 UHGOPMAaLIMOHHO-
ro XapakrTepa, CBOMCTBEHHOE BEreTaTUBHBIM U TeHe-
paTUBHBIM TKaHSIM KaK B HOpMeE, TaK 1 IPU HaTOJIO-
Ty, W yCWJIMBAIOIleecs IIPU BO3ACUCTBUU CTpeEC-
COBBIX (PAKTOPOB pa3HOM IPUPOABI. AKTUBHOCTb U
Mopdoiornyeckas KapTuHa LIMTOMUKCICA BapbUpYy-
10T B IIMPOKUX Ipeneiax. [laronornueckast npupoaa
LUTOMUKCHCA TIPOSIBIISIETCS Y PACTEHMI C BBIPaXKEH-
HOW TeHETMUYECKON HeCTAOMJIBHOCTBIO M HapyIIeH-
HBIM roMeocTazoM. OgHAKO LIMTONAIIOTUIO, KOTOpas
COIIPOBOXIACT IUTOMUKCUC Y STUX PACTCHUI, MOX-
HO pacCMaTpUBaTh U C TOYKM 3pEHUS MHAYKIINU KJIe-
TOYHOI T'MOEIN TeHETUUECKN HecOaTaHCUPOBAHHBIX
WA HepemapupyeMbIX MHUKPOCHOPOLUTOB. OaHUM
M3 IIyTEM B TAKOM IIOJIXOAE SIBJISICTCSI UCIIOJIb30BaHUE
MyTareHHbIX (PAaKTOpOB, B YAaCTHOCTH, pagvallyu.
Llenbro aHHOTO UCCAEA0BaHUS ObLIO U3YYEHUE BIU-
aHusg Y®-B u ramma-o0iydyeHUsT Ha MYXCKYIO pe-
MPOAYKTUBHYIO CUCTEMY, aHaJIM3 TO30BbIX 3aBUCH-
MOCTEeU MHIYKIINY IUTOMUKCHUCA, KOPPEJISIIINI MEX-
Iy IATOMUKCHUCOM U (DEPTUIBHOCTHhIO MUKPOCIIOP U
NBLIBLEBBIX 3€pPeH M, KaK CJICACTBUE, OLIECHKA POJIU
LUTOMUKCHCA B PEIIPOAYKTUBHOM MOTEHIIMAJIE pac-
TEHUM.

MATEPHUAIT 1 METOJbI

OO0OBEeKT HuccaemoBaHUS — SYMEHb JBYPSIHBIN
(Hordeum distichum L., 2n = 14), copt Ckapnaer
(panHLy3cKOil ceneKuu. Bo3myliHo cyxue 3epHOB-
KM OOJlydaii Ha TramMMa-ycTaHoBKe ‘“‘McciaemoBa-
TeJb”, a TPEXCYTOUHBIEC ITPOPOCTKU — YJIbTpaduoJe-
ToBoOI samnoi Philips TL 20 W (Mcronb3ysl CBETO-
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Puc. 1. JIo30BBIe 3aBUCUMOCTH MHIEKCOB PA3JIMYHBIX LIUTOIMAJIOTUI B KOPHEBOU MEPUCTEME TIPOPOCTKOB STAMEHST TTOCITIE TaM-
Ma-00JIy4eHUs CyXUX CEMSIH; TI0 OCU X — J103a raMMa-00JIydeHUs, TI0 OCU Y — YPOBEHbD MaTojiorui, %.

GbubTp, OTCEKaIIN KOPOTKOBOJHOBOIN Yy4acTOK
criekTpa). Jo3sl ramMmma-o0irydeHus1 coctasistiin 10,
20, 30 1 40 Ip mpu momrHoctr 3.3 cIp Mmua !, YO-B —
0.5, 22 wu 4.3 xJX/M?> 0py MHTEHCUBHOCTH
0.5 Br/m? cek. IToce TeCTUPOBAHUS POCTOBBIX U LM -
TOT€HETUYECKMX MapaMeTpoB (puc. 1) mist manbHei-
1reit paboThl OBUTM OTOOPAHBI IBE JO3BI TaMMa-00ITy-
yenus — 20 u 40 Ip. Yepes cyTkm mocie o0IydeHUs
MIPOPOCTKHU BBICAXKMBAJIN B TPYHT VIS U3YYEHUS pa3-
BUTHSI PEIIPONYKTUBHBLIX opraHoB. MuKcanmmmo Ko-
JIOCb€B MPOBOAWJIM OT cTaauu AuddepeHuranmnu
CIIOPOTeHHOW TKaHU OO0 CO3peBaHUS MbUIbLbI. JIs
dukcalMm UCMOAb30BalM cMech HapalluHa,
OKpacKHu BPEMEHHBIX TIpernapaToB — alleTOKapMUH.
CBexxue MbUTbHUKY OKpalllMBalu CMeChlo (hyopec-
LEHTHBIX KpacuTeseil: aHWIWMHOBOrO Toyyboro,
dayopecuenHa, mnponuauyma uomuga u  DAPI
(AB + FDA + PI+ DAPI) B ciieayiolmx KOHIIEHTpa-
musax: AB 2.5 ug/mL, FDA 2.5 pg/mL, PI 1.0 pg/mL,
DAPI 0.5 ng/mL; 3atem otMbIBasiu B pochaTHOM Oy-
depe 1 noMeniaau B pacTBop caxapossl (15%). Cse-
KETIPUTOTOBJIEHHBIC TIperapaThl aHaIN3UPOBAIIN
C TIOMOIIBIO  YIABTPaMOJIETOBOTO  MHKPOCKOTMA
(Axiostar, Carl Zeiss, Germany). [Tocie mpocMmoTpa B
yaeTpaduoiieTe (B CIIEKTpe IIOTJIOINEHUS IIWHBI
BOJIHBI B 461 HM — 111 DAPI 1t aHMIMHOBOTO TOJTY60-
ro u 617 HM — [T (hoTyopeciienHa 1 MIPpONUInyMa Mo-
Iuaa) mpenaparbl BU3YaJW3UPOBAIM alleTOKApPMM-
HOM JIJTSl aHAJIM3a B BUAUMOM Y4acTKe CIIeKTpa.

Crentenb aktuBHOCTU LM ompenenasuiv 1o 4uciay
OXBaUYE€HHBIX LUTOMUKCHUCOM MMUKPOCIIOPOLIUTOB
(mocpeacTBOM XpOMATHHOBBIX II€T€JIb MU MOCTOB) B
nosie 3peHusi. O0beM BBIOOPOK MpU aHAJIM3e Meio3a
1 TeTpaa MUKPOCIIOP COCTaBJIST 0KOJIO 20 IBIIbHU-

KOB Ha cTaauio. [1J1s1 Kaxknoro BapyaHTa ObLITIO UCCIIe-
noBaHo B cpeaHeM 50—70 MbUIBHUKOB ¢ MUKPOCIIO-
pouuTamMu U 1o 20 NMbUIBHUKOB JJISI aHAJIM3a pa3BH-
THUS ITLUIBLIEBEIX 3epeH. CTaTUCTUYECKYIO 00padOTKy
JaHHBIX MPOBOAWIM C MCIIOJb30BaHUEM (DYyHKIIMIA
nporpammbl Microsoft Excel.

PE3YJIBTATbI UCCJIEJOBAHWS
Muxkpocnopoeenes

MuKpocrnoporeHe3 MpoXoauT MO CBOMCTBEHHOMY
3J1aKaM CYKIIECCUBHOMY TUITy C 0Opa30BaHHEM TET-
pan uzobumiiatepanbHoro crpoeHust (bateiruxa, 1974;
TMoanyoHass-ApHonsau, 1976; u ap.). OcoOGeHHOCTHIO
3JIaKOB SIBJISIETCSI OTHOCJIOMHOE PaCIIONOXKEHNE MUK-
pocrioporutoB (MCII) Booab MOBEpXHOCTHU TaIlETy-
ma (Pomanos, 1970; Bateiruna, 1974). MCL o6b14-
HO JIeXXaT BAOJIb TalleTyMa INIOTHO COMKHYTBIMU PsI-
JlaMH1, OJHAKO HEKOTOpbIe U3 HUX B MpoIecce pocTa
CIaBJIMBAIOTCS U yTPAaYMBalOT KOHTAKTHI C KJIeTKaMU
TarleTyMa M COCEIHUMU KJIETKAMU MHUKPOCIOPOLIM-
TOB, BBITECHSISICH B ITOJIOCTB ITbITbHMKA. Takne MCI,
KakK IpaBUJIO0, 3aIla3abIBAlOT I OCTAHABIMBAIOTCS B
pa3BUTUM, HO MHOTIA MOTYT BCTyIIaTh B MEO3 U 3a-
BeplIaTh cBoe (yHKILMOHMpoBaHue. TaKMM CITOCO-
OOM, TIO-BUIMMOMY, PETYJIUPYETCS H30BITOYHOCTH
MCL (cm. Hmxe). B Havane mpodasel Meiio3a Ha
CTaaWU JIENITOTEHBI HA KJIIETOYHBIX cTeHKax M CILI Ha-
YMHAETCs OTJIOXKEHUE KaJUIo3bl. B HOpMe B X011 MUK~
pocrioporeHe3a CUHTE3 KaJlJIO3bl IIPOrpeccupyer, 10-
CTUTasi MAKCMMyMa Ha cTtaguu (¢GOpMUPOBAHUS TET-
pam wmukpocrop (bareirmua, 1974; IlommyOHasi-
Apnonpau, 1976; Pacini, 1994; Nishikawa et al.,
2005). B pmanpHeliineM 1o BO3ACHCTBHEM Kajlaa3bl
MPOMCXOAUT PaCTBOPEHNE KAaJIJIO3HBIX O0OJIOUEK U
0CBOOOXIEHNE MUKPOCIIOP U3 TETPa.
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OCHOBHBIM THUIIOM IIaTOJIOTUX B MUKPOCIIOPOTEe-
He3e IIPU BO3ACUCTBUM YIbTPpa(drOIeTOBOM 1 raMMa-
pamuauum sBiasiercs: uuromukcuc. Ilo akTtmBHOCTH
ero lesjaecoo0pa3HoO Ioapas3aeiasaTh Ha ciadbiil (J10-
KaJIbHbII), MTHTEHCUBHBIA U OeCTPYKTUBHBIN (I1aTo-
snorudeckuit) (KpaBuenko, 1977). JIokanbHbIN LIUTO-
MUKCHC HE COTIPOBOXKIAECTCS XapaKTEPHOM! IJIsI LIATO-
Mukcuca (B HOpPUBLIYHOM TNOHMMAaHUM  3TOrO
TepMUHA) LUTOoNaTojorueii. Mopdonaornyeckas
KapTUHa JIOKAJIbHOTO LIUTOMUKCHCA BbIpaxkaeTcs B
oowrenuHenun MCII B panHell nmpodase Mmeito3a B
TPyNObl C IIOMOIIBI0 IIMTOMUKTHMYESCKUX KaHAaJIOB
(6e3 yyactus “Oyxnmatoiiero” xpomaruHa). MHTeH-
CUBHBIM IUTOMUKCHUC XapaKTepPU3YeTCS TUITMYHOMN
LIMTONATOJIOTMe yepe3 MosiBieHue B Ipodase 1 Mo-
caenyommnx gasax meiosa “OayXKparoniero”, Wi
TPaH3UTOPHOTO, XPOMATHNHA, €T0 “TeKy4eCTH B BUIC
TSDKE, (DparMeHTOB siApa, XpOMOCOM M MUKPOSIIED,
a TakxKe pa3pylLIeHHBIX KJIETOK, siAep U aKTUBU3aLNU
LIUTOJUTUUYECKUX TMPoleccoB. JIeCTpyKTUBHBIA 1U-
TOMUKCHUC — TIaTOJIOTUUECKUI MPOLIECC, OXBAThIBAO-
L1 OYTH BCE COMEPKMMOE MbLJIbHUKA WX 0O0JIb-
IIIYIO €ro 4acTh (0COOEHHO OMCTAIbHYIO YaCTh MUK-
pocnopanrusi). s Hero xapakTepHO pa3pylIeHUE
MOAABJISIONIECTO OOJILIIMHCTBA KiIeTOK 1 sigep MCII,
3aroJIHEHUE TMOJIOCTH MbIJIbHUKA arrJIlOTUHUPOBAH-
HBIM XpOMAaTHMHOM U HapyIIeHWUsI B XOJe Meio3a
COXPaHSIOIINXCSI MHUKPOCIIOPOLIMTOB. JleCTpyKTUB-
HBIII OUTOMUKCHUC, IO CYTH, SIBJISIETCS HE CTOJIBKO
crtocoboM KoMmmyHuKau MCILI, Kak CKOJIBKO CITO-
coboM umx aBToim3a. MIHOTma akTUBU3AIUAIO IIATO-
MUKcuca (mepexos OT MHTEHCUBHOIO K JIECTPYKTUB-
HOMY) MOXHO HaO0JII0JaTh B HAIIPaBJICHUH MPOIOIb-
HOro TIpagWieHTa BHYTPU OOHOIO U TOIO K€
MUKPOCIIOPAHTHSI.

Koumposns. Jlokanvubiii yumomukcuc

YV KOHTPOJBHBIX pacTeHUN B MpPEeMEUOTMYECKON
nHTepdase u paHHeu nmpodasze meitoza MCII yacTo
OOBEIMHSIOTCS TapaMy WINW TpynnamMu, GopMUpys
LEMOYKM M3 COeAMHEHHBIX B IOIIEPEYHOM HaIIpaBJIe-
HUJ OTHOCUTEIBHO IIPOIOJIBLHON OCU MUKPOCITOpaH-
rusi KJIeToK. B ienToreHe—3uroreHe neTju XpoMaTu-
Ha 00pa3yloT “IpoTydepaHIbl”’, KOTOpbIe MHOTAA 3a-
XOOSAT B LUTOILUIa3MaTUYECKWe KaHayibl. Takue
KOHTaKTHhI HE BJIEKYT 3a COO0I HEraTUBHBIX MOCJIE -
ctBuii. MCII B xome Meiio3a cOXpaHSIIOT TeCHBIE KOH-
TaKThI ¢ KJleTKamMu TanetyMa. Co CTOpOHBI TaleTyMa
kamro3a B MCII oOblYHO He OTKiambiBaeTcsi. Ha
NpOTUBOITOI0XKHON cTopoHe MCII, obpaiieHHOI K

OHTOT'EHE3 TomM 44 Ne3 2013

MOJIOCTA MUKPOCHOPAHTUsI, (DOPMUPYIOTCS YTOJIIIIE-
HUSI KaJUI03bl — TaK Ha3blBaeMbIe, KaJlJIO3HbIE IPeb-
a1, CiremoM 3a mpoda3oii, mocieayrone das3bl Meli-
03a TIPOXOoIST Oe3 HapylIeHUl ¢ 0OGpa3oBaHUEM TTpa-
BWJIbHBIX TeTpajg MUKpocrop. JIOKaabHBIA LUTO-
MUKCHC MBI He OLICHMBa/IM KaK HapyimeHue. MHTeH-
CUBHBIN U JECTPYKTUBHbBIN LIMTOMUKCYC B HOPMAaJib-
HO Pa3BUTHIX KOJIOCHIX U KOJIOCKAX HE BCTPEUAIUC.

Bosdeiicmeue YD-B u camma-o6ayuenus.
Hnmencusublii yumomukcuc

B BapuanTax ¢ YO 1 raMMa-o061ydeHEeM, HapsIay
C JIOKaJbHBIM, HAOMIOMAeTCSI WHTEHCUBHBIU IIUTO-
MUMKCHUC, KOTOPBIU MPOSIBIISIETCS B BO3pacTaHUU aK-
TUBHOCTU U BPEMEHHOM MPOTSKEHHOCTU LIUTOMMK-
cuca. Kak oTmeuasnoch Bblliie, TTepexo OT JOKaJIbHO-
ro K MHTEHCUBHOMY LIMTOMMKCUCY MOXET MpOKcC-
XOIUTb W B Tpelesiax OAHOTO U TOTO Xe IMbUIbHUKA
(puc. 2a, 26). Bo3pactaHue akTUBHOCTU IMTOMUKCH -
ca 4yacTo COIpoBoxXaaeTcs rmorepeit KontakroB MCII
C KJIeTKaMM TalleTyma, MpOABUXEHUEM HX BIIyOb
MUKPOCIIOPAHTUSI Y MOSBJIEHUEM MOIIHBIX KaJa03-
HbIX OTJIOXXKeHU Ha moBepxHocTM MCILI (puc. 2a—
2n). [To-BuaMMoOMYy, Bo3pacTaHue aKTUBHOCTH LIUTO-
MUKcuca, rmorepss kouraktoB MCII ¢ kierkamu Ta-
neTyMa 1 TUIepceKpenns Kajaao3bl — MPOLIECChI, KO-
TOpble KOPPEIUPYIOT Mexay coboit. [unepcekpenns
KaJUIO3HBIX OTJIOXeHUI Obu1a xapakTepHa 111 MCLI,
BO BCEX BapuaHTax ONbITOB. [PYIIbI MOBPEXKIEHHbBIX
MCII, oxBaueHHbIE MTHTEHCUBHBIM UJIU J€CTPYKTHUB-
HBIM LIMUTOMUKCHUCOM, OTIENSIOTCS U “3aredaTbiBa-
I0TCS” B TMbUIBHUKE KAJJIO3HBIMU OTJIOXEHUSIMU
(KaJUTO3HBIMM IIpoOKamMm) (puc. 21, 2e).

MHTEHCUBHBIM ITUTOMUKCUC XapaKTepu3yeTcsl
TUTIMYHOH “smepHoit” maronorueit: B MCLI mosiBisi-
eTCsl “JIMIKOCTh” WX “TeKy4ecTh’ XpOMaTHHA, BO3-
HUKaeT “OnyXAaloluii”, Wau TPaH3UTOPHBINA Xpo-
MaTWUH, B BUJE TsKEM, MepeTeKkaronmx (pparMeHToOB
sapa, xpoMocoM, Mukposiaep (puc. 3a—3r). Lluto-
MUKTHYECKasi aKTUBHOCTb MHOTIA TIPOSIBJISIETCS €lle
JIO Havaja Meito3a B X0OJIe ITOCISIHNX MUTOTHIECKIX
JIeJICHUI CIIOPOT€HHBIX KJIETOK, a TAKXKE B IIpEeMeiio-
TUYECKON uHTepdaze U MPOAOJKAeTCS B TeUeHUE
BCero nmocJjeaymollero xoaa meiosa (puc. 36, 38). Ha-
Jnaure y sumeHss Mukposiaep B MCILI, mosiBneHne Ko-
TOPBIX CBSI3aHO C LIMTOMMKTHYECKON aKTUBHOCTBIO
CIIOPOTEHHBIX KJIETOK, HE IIPETISITCTBOBAJIO X BCTYII-
JIEHUIO B M€li03. AHAJIOTUYHO, Y MIIIeHUIEI MUKPO-
siapa CMellaIuch B TepudepudecKylo LIMTOILIa3My
MCII 1, mo-BUAMMOMY, BEITAIKMBAJIMCH U3 KIETKHU
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Puc. 2. [unepcexpennsi Kajuto3sl B mpodase 1-ro nesieHus Meito3a B MUKPOCTIOpOreHese: a, 0 — rpaiMeHT OTJIOXKEHUs KaJlJIo3bl,
COBMANAIOIIMN C IPAIUEHTOM aKTMBU3ALMEN IIUTOMUKCHCA B MUKPOCIIOPAHTUU (CTpeIKaMu yKa3aHbl MUKPOCITOPOLIMTHI,
YTPaTUBIIIME KOHTAKTBI C TATIETYMOM U COSTMHEHHBIE MEXKTy COOO0I; BHU3Y CTPEIKOM — HarpaBjIeHre TpaileHTa aKTUBHOCTHU
LIMTOMUKCHCA); B, T — HOPMaJIbHBII MPOIIECC OTIOXEHMST KaJIJI03bl (HWKHUM (pparMeHT NMbUTbHUKA) U YCWICHHBIN, COBMaaa-
IOIIMI C aKTHBU3alMel LIMTOMUKCHCA (BEPXHUI NMBUIbHUK) (CTPEIKaMU YKa3aHbl MUKPOCITOPOLIMTHI, TOTEPSIBIIME KOHTAKT C
TareTyMoOM); I — HOpMaJIbHbIE MUKPOCTIOPOIIUTHI (YKa3aHbI OCJIBIMU CTPEJIKAMU B BEPXHEH YaCTH IMbUTbHUKA) U MUKPOCITOPO-
LIUTHI, MOTEPSIBIINE KOHTAKT C TAIIETYMOM (HUKHSISI YaCTh IMbUTbHUKA) (Y€PHBIMU CTPETKAaMM YKa3aHbl 00J1aCTH KaJUIO3HBIX OT-
JIOXEeHUI); € — “3amedyaTbiBaHHe” KaJJI030i1 MUKPOCIIOPOLIUTOB, MOABEPIalOIIMXCsI aBTOJM3Y (UEPHBIMU CTPEJIKaMM YKa3aHbI
CUHIIUTUU, O€JI0if — HOpMaJIbHbIe MUKPOCITOPOIIUTHI); OKpacka CMeChIO (PIyopeclieHTHBIX KpacUTeIeit, MUKPOCKOTIHS B pa3-

HBIX crieKTpax nomtouieHust YO; a—r — YO-B 4.3 K}],)K/MZ; 0, 1 — rammMa obsryueHue, 20 u 40 Ip; e — neCTpyKTUBHBIN LIUTO-
MMKCHUC B KOJIOChSIX TOATOHOB. OKpacka cMechio (h1yopeclieHTHBIX KPacUTEJICH.
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Puc. 2. OkoHuaHue.

o KoHla Iipodasel Mmeito3a (Ipom3mHcKuit n mp.,
1996; Grodzinsky et al., 2007).

B mo3gHeii mpodasze Meiio3a B siapax HEKOTOPBIX
MCII yacth XpomMocoM obocabauBamach W CIMIMA-
Jach. Bo3MOXXHO, MMEHHO 3TU XPOMOCOMBbI OTTOpra-
JIUCh U B JAJIbHEUIIIEeM MUTPUPOBAIU T10 KJeTKaM. B
MmeTadase “TpaH3UTOPHBIN” XpOMaTUH MHOTIA TIepe-
TEKaJI 110 OMMHOYHBIM, PEXKe IBOMHBIM MOCTaM, B BU-
JIe TsDKeil, OTASIBHBIX XPOMOCOM MJIA MUKPOSIZIEP OT
KJIETKU K KJteTke. MHTeHcuBHBIM LIM oxBaTbIBas co-
CelIHUE KJIETKU, YacTo, MpoaoJibHbie rpyrnbsl MCII,
YCJIOXHSISI U 3aiep>KuBasi IpoxoxkaeHue a3 Meiiosa
(puc. 3r). “TpaH3UTOPHBIN” XpOMaTHUH, TTO-BUANMO-
My, HE BKJIFOUAETCS B COCTaB sIapa KJIETOK, Yepe3 KO-
TOpbIe MUTPUPYET, XOTsI, MOXET BIUSTH HA CIOPOTe-
He3. [lomaraior, YTo OH OTTOpPraeTcsk KJIETKOM-peru-
MUEHTOM TIyTeM 3aJlOXeHUs Teperopoiok ¢
obpa3oBaHueM Meikux kietok (PomanoB, OpJiosa,
1971; Tarkowska, 1973). B nmocnenyoiiem xone Meii-
03a BCTpeUalMCh aHOMaJIuu (MOCTbI, YHUBaJICHTHI,
¢dparMeHThl), YKa3bIBaloOIIe HAa OOpa3oBaHUE XPO-
MOCOMHBIX abeppauuii (puc. 3a). Y sdMeHsI OCHOB-
Hasl Macca CBEPXKOMIUIEKCHOTO M MUIPUPYIOILIETO
XpoMaTHHa 0CTaBajgach B MEXKJIETOYHOM MPOCTPaH-
CTBE WJIM B COCTaBe ACTeHEPUPYIOLINX MUKPOCIIOPO-
uToB (puc. 30, 3B).
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buoxuMunueckue NMpUYUHBI TOSIBAEHUS “JIMITKO-
CTU” XPOMOCOM CBSI3BIBAIOT C Je(PEKTOM (DYHKIIUO-
HUPOBAHMS OJHOTO WU IBYX TUIIOB CIIeIIU(UUYECKUX
HeructoHoBBIX OenkoB (JJHK-tormouzomepassr 11 u
nepudeprIeckux OeJIKOB), KOTOpPbIe HEOOXOOUMBI
st cerperaunu xpomarun (Gaulden, 1987). M3me-
HeHue (YHKUMOHUPOBAHUSI 3TUX OEJIKOB BbI3BaHbI
MyTalUsIMU B CTPYKTYPHBIX T€HaX WU HEINoCpea-
CTBEHHBIM BO3[CHCTBMEM MYTarecHOB Ha OTU OEJIKU.
JIMTIKOCTh XpOMOCOM, KaK IT0JIaracT aBTOP, SIBJISICTCS
MPUIMHON XPOMOCOMHBIX abeppallnii BCIICICTBUE
(bU3NUYECKOTO pacTsKeHUsI U pa3pbIBOB XpOMAaTHUI
MpU pacXoXIeHUU B aHadasze.

bonpmas vacte MCII Bo Bcex BapuaHTax OITbITa
3aKaHYMBaJIa Me03 ¢ 0Opa3oBaHMEM IIPAaBUIIBHBIX,
pexe, TeHeTWYeCKHM HecOaJaHCHUPOBAHHBIX TeTpajl
(puc. 3e—33). Cnenyet 3aMeTUTb, YTO MHTEHCUBHBII
IIUTOMUKCHUC — OPTraHU30BaHHBIN, a HUKAK HE Xao-
TUIHBIN ITPOIIECC, B XOAe KOTOPOTO, B 1IEJIOM, COXpa-
HSIeTCS TIOPSIOK TIPOXOKIACHMST Melio3a M He Hapy-
mrarotcss GyHKIIMA MEeMOTHMYECKOTO arapara aeie-
HUSL.

Y ucciiemyeMoro reHOTHITa SSIMEHST [IUTOMUKCHC
oxBaTeIBal okono 20% MCILI nmpu MakcmMaIbHOM
no3e YO o6nyyeHuu v g0 23% mnpu raMma-BoO3Ieii-
cTBUH. [1030BbIe 3aBUCUMOCTY MHIYKIINU IIMTOMUK-
cuca B MUKPOCIIOPOTeHEe3e XapaKTepU30BaIUCh He-
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JuHeiHoCThIO (puc. 4a—4r). LluToMUKCHC 3aMETHO
YCUJIUBAJICSI TIpU MaKcuUMajbHOU no3e Y®-B —
4.3 xIx/m?; a ipu 20 Ip aktuBHOCTH LIM ObLIA BbI-
me, yeMm rpu 40 Ip. Mexny aKTUBHOCTBIO ITMTOMUK-
cuca M 4yacTOTOM MaToJOTMi B TeTpajgaX MUKPOCIIOP
Habonaiach mnojoxuTteabHas Koppenasuus (0.4—
0.6). CraenoBaTelbHO, LUTOMUKCUC MOXET OBITh
MIPUYMHON 00pa3zoBaHUs HecOaTaHCUPOBAHHbBIX TET-
pan, ogHakKo 00a 3TH TMIIA HapyIISHW MOTYT OBITh M
clieICTBUEM JIPYToii, 00lllelt MpUUUHBI — MyTareHesa,
WHIYLIUPOBAaHHOTO BO3IeICTBUEM pagUalluu.

JlecmpykmugHblil YuMoMUKCcUuc

JecTpyKTUBHBIN IIMTOMUKCHC BCTPEYaJICS B KOH-
TpoJie ¥ BO BCeX BapHaHTaX ONbITa BHE CBSI3U C BO3-
JIeficTBUEM OOJIydeHUST B UCIIOJIb3YeMOM JIMarna3oHe
n03. OH HaOmonasacs B peayLMPOBAHHBIX ITHIJIBHU-
Kax HeIOPa3BUTHIX KOJIOCKOB M B KOJOCHSIX TOITO-
HOB. BeposiTHO, ero TosBIeHNEe CBSI3aHO C HapyIle-
HUeM TpodUKU pa3BUBAIOILIETOCS TbUIbHUKA, YTO, B
CBOIO ouepellb, MOTJIO MHAYLIUPOBATHCS BBICOKUMU
TeMITepaTypHBIMU YCJIOBUSMU cpelbl. JecTpyKTUB-
HBII ITUTOMUKCHC XapaKTepuayeTcs, KaK OTMeda-
JIOCh, MOSTBJICHHEM OOJIBIIIOTO KOJIMYeCTBa “Heopra-
HU30BAaHHOTO” W armIIOTMHUPOBAHHOTO XpOMaTHHa
B MOJIOCTU TBIJIbHUKA, TUIEpCEKpelMeil KaJao3bl,
0o0pasylolleit MOIITHbIE OTJIOKEHUSI, U MHOXKECTBEH-
HBIMUA HapyIIeHUSIMA B TIPOXOXICHUN Melo3a
(puc. 5a, 50). [Ipuuem, ynciao HapyILIEHUN 110 Mepe
MIPOXOXIEeHUs Meio3a 0OBIYHO Bo3pacTaio. Beien-
CTBHE BTOr0, KOJIMYECTBO HOPMATbHBIX TETPal MUK-
pocriop ¥ (epTUIIBHOM TTBLIBIIBI B TAKUX MBJIBHUKAX
OBLIIO Pe3KO CHMXXEHBIM (puc. 5B, 51). Kak oTMeyaet
Kpaguenko (1977), u Mbl pazaensieM 3Ty TOUKY 3pe-
HUS, TecTpyKTUBHBIN LIM MoXeT cIyXXuTh (hopmMmoit
YCTpaHEHUsI HEXM3HECIIOCOOHON WM HEHYKHOI
KJIETOYHOM CUCTEMBI.

Pazsumue noirvyesoeo 3epna (113)

B HOpMe pa3BuUTHE MYXCKOTO raMeToduTa y sd-
MEHS$I, KaK U y OOJIBIIIMHCTBA 3JIaKOB, HAUMHAETCS C
3Tara OCBOOOXIECHUSI MUKPOCIIOPBI U3 O0OJI0YKU

MUKPOCITOPOLINTA W BKIIIOYAET B ce0OST 3TAllbl 3aBep-
1eHust GOPMUPOBAHUSI CIOPOAECPMbI, POCTA U MOJISI-
pusauuu Mukpoctopsl (Pomanos, 1970; bareiruna,
1974; n nop.). 3aTtem cienyeT MepBblii aCUMMETPUY-
HBII MUTO3, TIOJsSIpu3alus ABykjieTouHoro I13, BTo-
poe MUTOTHYECKOE JIeJICHUE, KOTOPBIE COIIPOBOXKIA-
FOTCS CUHTE30M ILIMTOILIa3MBbI, a 3aTeM, U OTJIOKEHHU -
€M 3aITaCHBIX BEIIeCTB B [IUTOILIa3Me BeTeTaTUBHOM
kietku (Pomanos, 1970; bateiruna, 1974; IMoany6-
Hag-ApHonbau, 1976; Mascarenhas, 1989; u ap.).
3penoe 13 conepXUT Mapy CTpeIOBUIHBIX CIIEPMIUCB
U SIIPO BETeTAaTUBHOM KJIETKU, [IUTOILIa3Ma KOTOPOI
3arnoiHeHa aMuIoracraMu (puc. 6a).

BonbIIMHCTBO HapyllleHUI MHUKpoOraMeToreHesa
npu YO- 1 raMMa-o0Iy9IeHNN XapaKTepU30BaINCH
Hecneln(UIHOCTbIO: BO3pacTaid TIeTepOreHHOCTb
I13 o pa3sMmepam, yacToTa U3MEHEHUS ITOJSIPHOCTU
MUKPOCHOPHI U IByKjaeTouHoro I13, “paccuHxpoHu-
3als1”’ UX pa3BUTHS B ITBUIBLIEBOM KaMepe, YBEINU M-
BaJIics MPOLIEHT “ManoriasMeHHbIx” T13 (puc. 66—
6B). Tak, HapylIeHWe ITOJISIPU3AIlM MUKPOCITOPHI
MPUBOAMIIO K UBMEHEHUIO OPUEHTALIMU OCH ICJICHUST
B XOJIe TIEpBOr0 MUTO3a U 0OPa30BaHMIO Maphbl CUM-
METPUYHBIX SJEP WU KJIETOK BMECTO PA3HOBEIUKUX
TeHEepaTUBHOI 1 BeTeTaTUBHOM KJIETOK (pHC. 6T).

Kak ormeuasioch HaMHu B 0ojiee paHHUX padoTax
(Ipom3uHckwmii u ap., 1996; Grodzinsky et al., 1997,
2007), ramMa-o0iaydYeHrne MOXET WHAYIWPOBaTh U
crneluuyeckue HapylleHUsT MUKporaMmeToreHesa,
CBS3aHHbIEC C TO3JHEU WHAKTUBALIMEH CIIEPMUEB B
I13. B aTOoM ciilyyae mbliblieBble 3epHA HOPMaJIbHOMN
MOPGOJIOTUM COACPXKaIM AereHepupylomue (CKpy-
YeHHBIE 1 aITIIOTUHUPOBAHHbIE) CITepMUM (puc. 61),
YTO, BO3MOXHO, ObLIO OOYCIOBJIEHO UX T€HeTUuYe-
CKOI HecOaTaHCUPOBAHHOCTHIO. [IpUUUHBI TTOSTBITE-
HUS “Malioria3aMeHHbIX” 13 ¢cBsi3aHBI C HApyLIeHU-
€M CHUHTE3a LIMTOIIa3Mbl B MUKPOCIIOPE UJIU Berera-
TUBHOM KjeTke. [ToaraioT, YTo HapyllleHUe CUHTE3a
LUTOMJIa3Mbl — CJIEACTBHE MyTallMU CHELIM(DUIECKUX
reHoB 13, akcripeccusti KOTOPbIX YCUJIMBAETCS TTOCJIe
MepBOro MUTO3a, WJIM MyTalluK, O0O0yCIaBIMBaIOIIEH
MYKCKYIO  LIATOIJIa3MaTUYECKYl0  CTEPUIbHOCTb
(Mascarenhas, 1990; Nirmala, Kaul, 1994). Criepmun

Puc. 3. MukpocrioporeHe3. UHTEeHCUBHBIN IIMTOMUKCHUC: a — Tpodasza 1 (cTpeakaMu yKazaHbl MUKPOCITOPOIIUTHI, YTPATUB-

1LIMe KOHTAKThI C TANETYMOM U 00beAMHUBLINECS B rpyniibl) (2.2, 4.3 K)I)K/Mz), 6—B — Tesioaza 2 (4.3 Kﬂ)l(/Mz) (cTpenkamu
yKa3zaHa JIOKanu3alus “OayXIaioliero” XxpoMaTiHa B MEXKIIETOYHOM MPOCTPAHCTBE U B COCTaBE JETEHEPUPYIOLINX MUKPO-
CIMOPOLIUTOB); T — IPYNIMPOBKA MUKPOCTIOPOLIMTOB B IMPOAOILHOM HaIpaBieHUH (BIOJIb TPOJOJILHON OCY MUKPOCTIOPAHTHUST)
B MeTadaze 1 (20 Ip); n — meTtadaza 1, obpazoBaHue MOCTOB, alleHTpu4Yeckue hpanMeHTHI (40 Ip); e, XK — HOpMaJIbHbIE U HE-

cOanaHcHUpoBaHHbBIE TeTpaabl MUKpocIiop (40 Ip u 4.3 KI[)K/MZ); 3 — MBUTBHUK ¢ TeTpagamMu mukpocnop (20 Ip); a — okpacka
DAPI, 6, B, 3 — BU3yanu3aiys alleTOKapMUHOM, T—XK — OKpacKa alleTOKapMUHOM.
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Puc. 4. J1030BbIe 3aBUCUMOCTY MHAYKLMY PA3IMYHBIX LIUTONMATOJNIOTUN Ha MOCIEAO0BaTEIbHBIX 3TANax pa3BUTHS MbUIbHUKA:
a, B, I — J030BbI€ 3aBUCMOCTHU KOJIMYeCTBa HapyleHuii nocie Y®-B o6nyuenus; 6, T, € — 1030BbIE 3aBUCUMOCTU KOJIMYECTBA
HapylIeHUI TIPY FraMMa-00TydeHUH; TT0 OCU X — 1034 paJMalliu, 0 OCH Yy — yPOBEHbB MAaTOJIOTHA, cTepuiibHoCcTH 113, %.

B “majnoruiadamMeHHbIx” I13 ocTaHaBIMBaIWMCh B pa3-
BUTHU, HE 3aKaHYMBasi cBoeil muddepeHIIMPOBKH.
ITo mopdoaoruyeckum rnpusHaKkam aereHepanus sii-
pa MUKPOCIIOPBI, TEHEPATUBHOM KJIETKU, CIIEPMUEB
U siipa BereTaTMBHOM KieTku B 13 ocyliecTBiasiach
I10 TUITY aromnTo3a (puc. 6e). JdeiicTBUTEIbHO, 9KCITO-

sunmst YO-B, Takke Kak U raMMa-o0JyyeHue, Mo-
JKeT MHUIIMMPOBATD aIllONTO3HBIE TTPOIIECCHI B PACTH -
TeabHbIX KiaeTkax (Lytvyn et al., 2010). ITbuiblieBas
MPOIYKTUBHOCTD, WJIM HATIOJJHEHHOCTD IMTUIBHUKOB,
B BapHraHTax ¢ YO o6rydeHreM, KaK IIpaBUIIo, He OT-
JIMYaiach OT KOHTPOJISI, COXPAHSSICh OTHOCUTEbHO

OHTOIEHE3 Tom 44 Ne3 2013
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Puc. 5. MukpocnoporeHe3. JleCTpyKTUBHBIM LIMTOMUKCHUC: a — MeTadasa 1, yTojlleHne KaJUIO3HBIX CTEeHOK, 00pa3oBaHMe
CUHIIUTHUEB; O — TMITepCceKpelns KaJUTo3bl B ITpoda3e Melio3a; B — MeTadasa 2; T—e — penylupoBaHHbIE TTBUTbHUKW Ha CTauu
TeTpan; a, T — BU3yaau3alus aleTOKapMUHOM, O — aHUJIMHOBBIM roJ1y0oit, B, 1, € — cMeCh (hIyOopeClieHTHBIX KpacuTeseil, MUK-

POCKOIIMA B Pa3HbIX CIICKTpaX ITOTJIOIICHUA YO.

BBICOKO# (puc. 6x). BusyanbHo, 1Mo cTreneHu akkKy-
MYJISIHUY KaJIJIo3bl Ha 000JI0UuKax MUKpocmop u [13,
MEXIy ONBITHBIMUA BapHMaHTaMU UM KOHTPOJIbHBIMU
pacTeHUsIMU TakKXe He BBISIBJIEHO CYIIECTBEHHBIX
pasauuuii (puc. 63, 6u).

J1030BbIe 3aBUCUMOCTY MHIOYKIINW HApyIICHU B
xoje pa3Butuu [13 xapakTepr30BaanCcCh HEIUHEHO-
cThio (puc. 41—4¢). 3aBUCUMOCTb CTEPUIBHOCTH 3pe-
JIOM MBUIBLBI OT 103bl YA HOCUJIa OTpULIATEJIbHBIN, a

OHTOT'EHE3 TomM 44 Ne3 2013

OT TaMMa-00JIy4YeHUSI — TTOJIOKUTEILHBIN XapaKTep.
C Bo3pactaHueM H03bI YabTpadroaeTa YUCcjio aHO-
MaJIbHBIX TTbLIBLIEBBIX 3€PEH CHavaa Bo3pacTajo (10
11.3%), a 3ateM cHuxanoch (1o 9 u 3.8%) (puc. 4a,
4m). Tlpyu MakcUMaJIbHOM 3KCMO3UIIUU YAbTpaduo-
JIeTa YPOBEHb CTEPUIIbHOCTU MBIIBIBI IIPUOJIXKATICS
K KoHTpomo. OTMeUeHa TOJIOXKUTETbHAS KOppesi-
LUST MEXIY TMTOMUKCUCOM Y YHUCJIOM ITaTOJIOTHIA Ha
cranguu terpan (0.7) u mukpocnop (0.9). OgHako
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Puc. 6. 3peinble nbuiblieBble 3epHa (I13): a — HopMasbHbIe (KOHTPOJIB), 6, B — rtojumopdusm I13 (6 — 2.2 KI[)K/M2, B —40 Ip);
r — aBysinepHoe “manoruiazmenHoe” I13 (20 Ip); 1 — mo3aHsisa aereHepalus criepMmueB B 3pesoM I13 (40 Ip); e — mopdooru-
YyecKre MPpU3HaKKY alloNTO3HOM T0esu CliepMUeB U siIpa BereTaTuBHOM KieTKu rpu nereHepauuu [13 (40 Ip); x — HarmoaHeH-
Hble (IIPOAYKTUBHbBIC) ITBIJILHUKK B OIBITHOM BapuaHTe (4.3 K,Zl)K/M2); 3, 1 — (PIyopecleHIIUS KaJlJIo3bl B 000JI0UKE 3PeJIoro
I13 (3 — xoHTpOIB, U1 — 4.3 KZ[)K/Mz); a—e — OKpacKa alleTOKapMUHOM, X—HU — CMeChIO (hJIyOPECILIEHTHBIX KPACUTEICH.
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MexXny mHTeHcuBHOCThIO IIM 1 ctepuibHOCTRIO 113
HaOJrogaiack orpuuareabHas Koppesauus (—0.32).

IIpu ramma-Bo3aeiCTBUY JO30BbIE 3aBUCUMOCTU
HOCWJIM MHOI xapakTep (puc. 40, 4e). [Tonoxurenb-
Hast koppeysiuus Mexnay 1M u maTonorusiMmm B TET-
pamax (0.4) cMeHsUIach Ha OTPUILIATEIBHYIO MEXIY
LM u crepuibHOCTBIO MUKpoctiop (—0.9). ¥YpoBeHb
CTePUIIBHOCTh ABYKJIEKTOUHBIX [13 yBemnmuuBaics no
9% (ripu 20 Ip), a 3ateM cHmxancsa o 6% (ripu
40 Ip), B TO BpeMsI KaK CTEPUJIbHOCTh TPEXKJIETOY-
HeIx 13 Bospacrana ¢ 6 1o 19%. 3aMeTrHas pa3zHulia
MEXIY MOKa3aTeJIIMU CTCPUIIbHOCTU JIBY- M TPeX-
kireTouHbIx 13 oOBsSICHsSIETCSI 3aMETHBIM BKJIAIOM B
CTepUJIbHOCTD 3penbix I13 ciayyaeB mo3mHeir MHAKTH-
BallMU criepMueB. Mexay MHTEHCHUBHOCTbIO 1IM u
CTEepPUIBHOCTHIO IBYKIeTOUHbIX 13 Habmomanack BeI-
cokast nonoxurenbHast KoppeJsituys (0.99), a ¢ Tpex-
kieTodHbIMU [13 — cnabomonoxureabHast (0.09).

Wrak, ynerpaguoneroBoe M raMma-oOIydyeHUe
MIPOPOCTKOB STYMEHS MHAYLIMPOBAJIO POCT YKCIA I1a-
TOJIOTMU B MY>KCKOU pEenpoOayKTUBHOU cepe pacTe-
HUM. BOABIIMHCTBO LIUTOJIOTMUYECKUX TTOBPEKICHUNA
XapaKTepu30BIOCh HECTIEHIU(PUUYHOCTHIO U TPOSIB-
JISUIOCHh B BuAe akTuBM3anuu 1IM, rumepcekpenuu
KaJUI03bl B MUKPOCIIOPOTeHe3¢e, BO3pacTaHUU TOJIH -
Mopdusma mukpocnop u 13, “paccuHxpoHuzanmnm”
raMeToreHesa, yBEJIMUEHUS 4YUCIa “MaJlolIa3MeH-
verx” I13. Cienndnyeckue HapyeHUsI, MTHIYIIUPO-
BaHHBIE TaMMa-00Jy4eHMEM, COCTOSUIM B MO3THEN
MHaKTUBauu crepmueB B 3peioMm I13. OrmeueHa
HEeraTuBHasl KOPPEJISLUS MEXKAYy LIMTOMHKCHUCOM U
CTEpPWJIBHOCTBIO MUKpOCIIOp (MpU ramMma-oosyde-
HUU), a TAKXKE MEXIY LIMTOMUKCHCOM U CTEPUJILHO-
ctbio 3penbix 13 (mpu YP-B-061yyeHun).

OBCYXIAEHWE PE3VYJIBTATOB

VaerpaduosnieTtoBoe W TaMma-oOJlydeHUe Ipo-
POCTKOB STUMEHST UHAYLIUPOBAJIO POCT YMCJIa MaToI0-
TUIA B MYXCKOU PETPOAYKTUBHOU CUCTEME pacTe-
HUi1, GosbllIasi 4acTh M3 KOTOPBIX XapaKTepu30Ba-
Jach HecTieUPUUIHOCThI0. OCOOCHHOCThIO Pa3BUTUSI
MHWKPOCITOPOIIMTOB B OIBITHBIX BapHaHTaxX ObLJIa TH-
TepCeKpelins KaTO3HBIX OTIOXeHU. OCHOBHBIM
THITOM TIaTOJIOTUM MUKPOCIIOpOTeHe3a SIBJIICTCS aK-
TUBHM3aIUSI IMTOMUKcHca. CTpyKTYpHO-(DYHKIINO-
HaJIbHBIE aCTIEKTH MHUITUAIINY IIMTOMUKCHCA eIIle BO
MHOTOM OCTalOTCS He SICHBIMU. MBI OTMeYas, 4TO
YCWJICHWE aKTUBHOCTHA ITMTOMHMKCHCA COTIPOBOXKIA-
JIOCh MpepbIBaHrMeM KOHTaKToB Mexkny MCII u tane-
TYMOM, YBEJIMUCHHEM TOJIIIMHBI KATTO3HBIX OTI0XE-
HUI Ha KJIETOYHBIX CTEHKAaX MHWKPOCIIOPOIIMTOB M
0o0pa3oBaHMEM KaMep C MOIIHBIMU KaJUIO3HBIMU TTe-
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pEeropoaKaMu B TeX YacCTSIX MbUIbHUKA, KOTOPBIC ObI-
JIN OXBaYeHBbI MTHTEHCUBHBIM U/WIU JeCTPYKTUBHBIM
LUTOMUKCHUCOM.

DyHKLIMK KaJIJIO3bI B TeHEpAaTUBHOM cepe pacte-
HMIT MHOTOOOpa3Hbl. M3BeCTHO, YTO OHA JEHCTBYET
KaK MOJIEKYJISIPHO# (DUIIBTP, HECET 3alllUTHYIO, BJla-
rocoeperarmnlyo U U30JUPYIONIyIo (GyHKIINU, JTIOKa-
JIM3UPYET PaclpOCTPaHEHUE LUTOJUTUYECKUX MPO-
1IECCOB, YYacTBYeT B YIJICBOAHOM MeTaboJIM3Me,
O6eCﬂe‘lMBaﬂ MUKPOCIIOPHI yIJI€EBOAAMU, U BXOOAUT B
cocraB 3k3uHbl (Heslop-Harrison, 1966a, b; Bbap-
ckast, bamuna, 1971; INonnyoHas-ApHonabau, 1976;
Pacini, 1994; Nishikawa et al., 2005; u np.). Hapyue-
HHUE CUHTE3a KaJJTO3bl pACCMAaTPUBAETCS KaK ONUH U3
MEXaHU3MOB BO3HMKHOBEHUSI OTKJIIOHEHWIA B IPO-
ecce MUKpocIoporeHesa u ¢opmuponanus 13 non
BosneiictBueM cTtpecca (Dubois et al., 1990; Lalonde
etal., 1997; Mamun et al., 2006). HapymeHust cuHTe-
3a M/WJIM TUIPOJIN3a KaJlJIO3bl, HaOIogaeMoe y pac-
TEHUM C LMTOIIA3MATUYECKONW MYXKCKOU CTEPUJIb-
HOCTBIO, a TAKXKE MO/ BIMSIHUEM HeOJIaronpusITHBIX
9KOJOTrMYecKux (pakTopoB (BOAHOIO Ae(UIIMTA, BbI-
COKOI1 TeMnepaTyphl U JIp.) MOATBEPKIAIOT BAXKHYIO
poJib MeTaboJM3Ma KaJJIO3bl B MY>KCKOI penpoayK-
nuu (De Vries, 1970; Lalonde et al., 1997; Mamun
et al., 2006; ITonosa u ap., 2008). OguH U3 MeXaHU3-
MOB HapylIeHU MeTaboJin3Ma Kalj03bl MOXET ObITh
CBSI3aH C MU3MEHEHUEeM pUTMa SH3MMaTUYECKOM aK-
TUBHOCTH KaJlJ1a3bl, KOTOPAasi CHUHTE3UPYETCSI KJIeTKa-
mu tanetyma (Tsuchiya et al., 1995). Hapymenus
CHHTE3a U TUAPOJIN3A KAJIO3bl B YCIIOBUSX aOMOTH-
YeCKOIo CTpecca MOTYT ObITh pe3yJITATOM OTKJIOHE-
HUIA B OOIEM YIJIEBOMHOM OOMEHE, YTO OTMEUYEHO
PSIIOM aBTOPOB HA OCHOBE aHAIM3a TeHHOM DKCIIpec-
CUU Yy CTEPUJIbHBIX U (PepTWIbLHBIX JIMHUM pHca
(Kong et al., 2007). Mcxons u3 pe3yabraToB HaIIEro
HucciieoOBaHusI, 100aBUM, UTO HapylIeHUs MeTabo-
Ju3Ma Kayuto3bl B MCILI, a Takke NepeKIIoueHue
TpOUUECKUX CBS3EUM IIOCJETHUX C TalleTadbHBIX
KJIETOK Ha okpyxKaroliue kietku MCII mocpeactsoM
LUTOMUKTUUYECKUX KaHAJIOB (B ciyyae MpepbIBaHUS
KOHTaKTa C TalleTYMOM) BEPOSITHO SIBJISIETCSI BasKHOM
(byHKIIMOHAJIBHOU cocTaBJisIIolIei (heHOMEHA LIUTO-
MUKCHCA.

KonnyecTBeHHBIN aHAIN3 UHAYKIIUW HApyIIeHU
B XOJ€ MUKPOCIIOpPOTeHe3a BbISIBUJ HEJIMHEHOCTD
JI030BBIX 3aBUCUMOCTEI MPpY 00JIydeHUHU yaBTpahuo-
JIETOM U raMMa-o0aydyeHneM. Kak HU mapagokcaib-
HO, HO IIOBpEXACHUS, UHAYLUUPOBAHHBIE MaJbIMU
JI03aMU yabTpaduoeTa, He yCTPaHSUIMCh HU perapa-
yeil, HA KJIETOYHBIM OTOOPOM, U COXPAHSUIMCh BO
MHOTHX KJIETOYHBIX MOKoJeHUssX. OHU OCTaBaJUCh
HEAOCTYMHBIMM ACUCTBUIO TarJIOHTHOTO OTOOpa,
OIpenesisiss OTHOCUTENIbHO BhICOKMI (9—11%) 1ipo-
neHt crepuiabHocTH [13. ToabKoO ¢ MOBBIILIEHUEM
akcrosuuuu Y®-B “Bkiroyaauch” BOCCTaHOBU-
TeJIbHbIE MEXaHM3MBbI, CpeIM KOTOPBIX 3aMETHYIO
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posb urpan nuuromukcuc. Ilepernd 103080 KpUBOit
1 (HopMHUpPOBaHUE AO30HETaTMBHOIO ydyacTKa IaloT
OCHOBaHME TOBOPUTH O TTOporosoM 3¢ PeKTe B peak-
MU Ha yAbTpadHroIeT, 00yCIIOBIEHHOM, BEPOSITHO,
yucaom nospexaeHuit JHK u apyrux makpomose-
KyJI, 3alyCcKalollMX pernapalMoOHHbIe MPOLIECChl U
KJIETOYHBIN O0TOOp. M3BECTHO, YTO B OTBET Ha BO3-
pacTaHue ypOBHSI LIMTOTEHETUUECKUX MOBPEXICHUM
CHavaJla aKTUBU3UPYIOTCS CUCTEMbl perapauuu
JAHK, a 3aTeM — anmomnTo3Hoi rubdeau KJIETOK C Hepe-
napupyeMbiMu nospexneHusmu (Kanenno, 2000). B
OTHOIIIEHUY TaMMa-00JIydeHMsI IIOPOrOBbIiA YPOBEHb
noBpexxaeHus (hopMupoBacs npu no3e okojio 20 Ip
(cm. puc. 1).

OrpuliaTesbHasi KOppesilius MeXIy LIMTOMUKCH-
coM U ctepribHOCTEIO 13 ipu YMD-B 06ayuyeHnu u
MEXIYy LIMTOMUKCHUCOM UM CTEPUJbHOCTBIO MUKPO-
CIop Npu raMma- BO31efCTBUM, BEPOSITHO, YKa3bIBa-
10T Ha ¢pyHK1MI0 1IM Kak Kj1eTouHOTo (BHYTpHOpTa-
HU3MEHHOTO) oTOopa. Ilo3uTuBHAS KOppesaius
MEXY aKTMBHOCTBIO IIMTOMUKCHCA U YMCJIOM aHe-
YVIUIOUOHBIX MUKpocrnopouuToB (Malallah, 2011)
TaKXe CBUJIETEILCTBYET B I0JIb3y TAKOTO IMPEANOo0-
KeHust. CorjlacHO JaHHBIM JIUTEpaTyphbl, 3aBUCH-
MOCTb MEXIy IUTOMUKCUCOM M >XKM3HECITOCOOHO-
CTbIO TbLIbLIBI HOCUT KaK HeraTuBHbIN (Sapre, Desh-
pande, 1987), Tak U TIO3UTUBHBINA XapakTep
(Falistocco et al., 1995), unn 4gaie, c1aboONO3UTHUB-
Heiii (Bellucci et al., 2003; Singhal et al., 2008; Ku-
mar, Singhal, 2008), uto nipeanosaraeT BIUsIHUE IpY-
roro, Kpome IMTOMUKCHUCA, (pakTopa Ha XXKU3HECITO-
COOHOCTh MBUIBLILI. TakuM (akTOpoM, B OOIIEM
cllydyae, MO-BUAMMOMY, SIBJISIETCS BHYTPUOPTaHU3-
MEHHasl TeHeTuYecKasl TeTepOTeHHOCTb U, KaK Cllel-
CTBUE, TEHOMHAasl HeCTaOUJIbHOCTh MyTAHTOB, TMOPU-
JIOB, aHEeyImaouaoB W Tnoauruionnos. [Momynsuus
MUKPOCIIOPOLIUTOB Y TaKUX PACTEHUIA 4allle BCEro
TIpeACcTaBiIsieT TeHeTudeckylo Mo3auky (OpJiosa,
1976). Pamuaiiyst MOBBIIIAET T€HETUYECKYIO TeTepO-
TeHHOCTh PaCTeHUI 1, TAKUM 00pa3oM, aKTUBU3UPY-
€T KJIETOUHBII 0TOOP. MBI MojiaraeM, 4YTO IIUTOMUK-
cuc siByisieTcsl (GOPMOI KJIETOYHOro (MpeaMeitoTuye-
CKOTro) OTOOpa, KOTOpbI aKTUBU3UPYETCS C
MpPEeBLIIIIEHUEM TTOPOTOBOTO YPOBHSI TMOBPEXICHUS
(unu pucbanaHca) MukpocropouuToB. Heperynsip-
HOCTbh LIMTOMUKCUCA KOCBEHHO TOATBEPXKIaeT JAaH-
Hoe TipennojoxeHre. HoBu3Ha BblABUTaeMoOl naeu
COCTOUT B TOM, YTO LIMTOMAJOTUS U KJIETOUYHAasl TU-
0eJib, COMPOBOXIAIOIIIME IIMTOMUKCUC Y PACTEHU C
HapylIeHHbIM TOMEOCTa30M, pacCMaTPUBAIOTCS KakK
MEXaHU3M MHIYLMPOBAHHOU TIMOENM TeHETUYECKHU
HecOaJIaHCUPOBAHHBIX WJIM HEpENnapupyeMbix Klie-
TOK. BxiltoueHue 3TOro MexaHu3ma HOCHUT ITOpOro-
BBII Xapakrep.

CBS3b KJIETOYHOTO 0TOOpA C BOCCTAHOBUTEILHBI-
MU TIpolieccaMU IMocje OOJIydeHUs BIepBbie ObLIa
OoTMeuYeHa HaMU IIpU UCCJIEAOBaHUM MUKPOCIIOPOTre-

HE3a B TOTOMCTBE MSTKOM MILIEHULIBI, ITIOIBEPIIIECUCS
BO3ACUCTBUIO OCTPOIO M XPOHUYECKOIO OOJIyYEeHUS B
3oHe YADC. MBI ycTaHOBUJIM, YTO MHTEHCHUBHBIMN
LMTOMMKCHUC, OXBaThIBAIOLIMWI U TIPEIMENOTUUECKU I
MHTO3, OOBIYHO HAOJII0JaJICS B TeX IMHUSX, TS YUC-
JIO HapylIeHU B MOCEAYyIOIIeM XoAe Meito3a ObLIOo
MEHBILIUM, U, HA00OPOT, Yy JIMHUI ¢ OOJBIINM KOJIU-
YEeCTBOM IIUTOIATOJIOTUIA aKTUBHOCTb IIMTOMUKCHU-
cabsura Hike (IpomsuHckuit u ap., 1996; Grodzinsky
et al., 2007). lanbHeiue uccaenoBanusi LM y pxxu
¥ STIMEHS IIPU UCHOJIb30BAHUM OCTPOTO OOJIyYCHUS
noaTBepaIn 3Ty 3aBucuMocTh (Kpaserr, 2008, 2009,
u 1p.). deiictButenbHo, ¢ akTuBu3anueir IIM oObra-
HO pacTeT 1 KOJINIECTBO aHOMAIUI B Meii0o3e, HO IIpU
3aBEPIICHNY MUKPOCIIOPOreHe3a M B XO/Ie TaMeTore-
He3a YMCJIO HapyILIeHU, KaK PpaBUIO, CHUKACTCS U
(hbepTUIILHOCTD ITBUIBIIBI COXPAHSIETCSI OTHOCUTEIBHO
Bbicokoi. M3 ycTHOro coobmieHus (Kosyo u ap., He-
onyOJI. JaHHBIE), IIPU OOJYYEHUN CYXUX CEMSIH ITIIe-
Huuwl (Triticum aestivum, copt be3ocrtas 1) B BbICO-
kux go3ax (200 Ip) B MukpocrioporeHe3e Hadroga-
JIMCh CWIbHENIas aKTUBU3allMs LIMTOMUKCHUCA C
MHOXECTBEHHBIMU HapylLIeHUSIMU Meiio3a, TeM He
MeHee, (QepTUIIBHOCTb IbUIbLIBI COXpaHsiIach, a
03EpHEHHOCTb KOJIOChEB OKa3bIBajach Jaxe Oosee
BBICOKOM, Ye€M MpU MCHOJb30BAHMM MEHBIINX 103
obiydeHus1. [1oCKOIBKY HpPOAYKTUBHOCTH HBLIBIIBI
OOBIYHO 3HAYMTEJILHO IIEPEKPBIBACT €€ peaabHYIO
NOTPeOHOCTh, IUTOMUKCUC (HeB3Upasi Ha IIpUCYIIee
eMy OoJiee WIM MeHee BBIpaXXEHHOE NeCTPYKTUBHOE
HaJajo) CKOpee CIIOCOOCTBYEeT COXpaHEHUIO ¢ep-
TunbHOCTH [13, 9em ee moTtepe.

Hrak, MBI monaraeM, 4To Oyiaromapsi IMTOMUKCH-
cy, monyssiuuss MCLI B xone Meiio3a n30aBiasieTCsl OT
N30bITOYHOI T€HETUYECKOU HEOJHOPOIHOCTU U MY~
TallMOHHOTO Ipy3a. KpoMme Toro, mocpeacTBom HUTO-
MUKCHCA MOXET OCYILIECTBIISITHCSI PETYJISILMS YHC-
JieHHOCTH pyHKunoHupytomux MCL u ycTpaHITbCS
MX U30BITOYHOCTD, YTO MMOATBEPKAACTCS IIPEUMYIIIC-
CTBEHHOU MPUYPOUYEHHOCTHIO IIMTOMUKCHCA K BUIaM
C KPYITHBIMM ITbUIbHUKAMM W MHOI'OYMCJIEHHBIMU
MCII (Herrero, 2003). B aTOM mOHMMaHUM HaM
0113Ka TOYKA 3peHMsI Ha IUTOMMKCUC KaK Ha BbDKU-
BaHMe ogHoM yactu nonysiouu MCII 3a cyet rube-
Jm apyroi (Munsesa, 1965; KpaBuenko, 1977). deii-
CTBUTEJIbHO, CTEpUIM3AlASI 4YacCTU CIIOPOT€HHBIX
kinetok 1 MCII, xoTopble CTAaHOBATCS UICTOUYHUKOM
JIOTIOJIHUTEJIPHOTO IIMTAHUS [UISI COXPaHSIOIIMXCS
MCILl — Hepegkoe SIBI€HHE Y MOKPBITOCEMEHHBIX
pactenuit (MaremBapu, 1954). MoXHO OXWIaTh,
4TO CTEepWIM3allMM TIOABEpraloTcs KakK HauboJjiee
ynaneHHble MCILI nyucTanbHOM YacTH ITBIJIBHMKA, TaK
M TeHEeTWYEeCKM HecOallaHCMpOBaHHBIE KJIETKUA. B
IpEeabIIyIINX paboTax MBI YK€ pacCMaTpUBaINd POJIb
¢eHOMEeHa KIIETOYHOIO OTOOpa M, OJIM3KOTO IIO
CMBICJTYy TEPMUHA “KJIETOYHAsI KOHKYPEHIIUS’, B BOC-
CTAaHOBUTEJIbHBIX U aJallTUBHBIX IIpolieccax pacTe-
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Huii nociae ooaydeHus (Kpaseir, 2008, 2009, 2011).
CyTbh (beHOMEHA KJIETOYHOM KOHKYPESHIIUM (JIOTHUYe-
cKu obocHoBaHHoOI1 ente A. Belicmanom (Weismann,
1892) B coBpeMeHHOII WHTEpIIpeTallid COCTOUT B
TOM, UTO BHYTPU MHOTOKJIETOYHOTO OpraHM3Ma pas-
JIAYUS TI0 TEMIIaM MpoJindepalina MexXIy adeppaHT-
HBIMA ¥ HOPMaJIbHBIMU KJIETKAMU IMPUBOIAT K 3JIH-
MUHALMM MeEIJICHHO Npojndeprupyolnx KICTOK.
Kak mpaBuio, rubenb abeppaHTHBIX PEMPOAYKTUB-
HBIX KJIETOK IIPOMCXOAUT B TeUYEHUE HECKOJbKHUX,
o0bIyHO 3—5, kmetouyHbIX TokoJieHui (TaHaccu,
1976). ¥ reHeTMYECKUX MO3aWK, TPUMEHUTEIBHO K
MopdoreHe3y, TaKyl0 KOHKYPEHIIMIO BBbIUTPBIBAIOT
“TeHEeTUYECKU 3M0POBbIe” KIJIETKU AUKOIO THUIIA, KO-
TOphIe BBITECHSIOT MyTaHTHble KiloHbl (Diaz,
Moreno, 2005; Wei, Baker, 2007; Tyler et al., 2007). 3a
MHOCJIeTHUE AEeCATUICTUSI TUIIOTe3a KJIETOYHOM KOH-
KypeHIIUM MOIy4nja IIMPOKOe pa3BUTHE U €€, HapsI-
Iy ¢ MOPp(OreHETUYSCKIM aIloIITO30M, CTaJIM pac-
cMaTpMBaTh KaK TUIT KJIETOUHOU ribesiv, UMEIoLIni
pelaroliee 3HaUeHUE 15T 00ecrieYeHNsI HOpMaabHO-
ro pa3BUTUS U MOAACPKAHUS 3[0POBOTO COCTOSIHUS
pasnmuuHbIX opraHoB (Gallant, 2005; Moreno, 2006).
Peanuzanus Ki1e€TOYHOI KOHKYPEHIIMU OCYIIECTBIISI-
eTcsl yepes, TaK Ha3bIBaeMblil aBTOHOMHBII allonTo3,
KOTOpPBI B OTJIMUME OT MOP(OreHETUUECKOro aro-
1TO3a, He 3arycKaercs “cBepxy” (T.e. He IporpaMMHU-
pyeTcs), a MTHULIMUPYETCS BHYTPU CaMOIl KJIIETOYHOM
nomnyisauu (Takashi, O’Connor, 2004).

SAKIIIOYEHUE

LInToMUKCUC MOXKHO OXapaKTepU30BaTh Kak III1-
POKO pacOpOCTpaHEHHOE, HO HE PEryJISIPHOE SBJIE-
HUE IIMTOJIOTUYECKOI0, TEHETUIECKOTO, (DU3MOJIOTH -
YeCcKOro 1M MHMOPMAMOHHOIO XapaKTepa, CBOi-
CTBEHHOE€ BEreTaTMBHBIM U Te€HEpPaTUBHBIM TKaHSIM
KakK B HOpME, TaK M ITpU I1aTOJIOTUM. Ha CeroaHsI-
HUU JICHb CPEeOU UCCJICIOBATEJIEN TaK U HE CYLLIECTBY -
€T OMHO3HAYHOTO MHEHMSI OTHOCUTEIBHO €0 IIPUpPO-
bl M 3HaYeHUs1. UHTepnpeTalus IIPOosIBASHUN LIUTO-
MUKCUCA W OILIEHKa ero OWOJIOTMYEeCKOU poau
OCJIOKHSAIOTCA 3HAYUTCIBbHBIM BapbUpPOBaHUEM akK-
TUBHOCTH 3TOTO (peHOMEHa U, CBSI3aHHBIMU C HEH,
Pa3IMYHBIMA LMUTOJOTMYECKUMU U T€HETUUECKUMU
nociaeacTBUIMU. JecTpyKTUBHBIE TTOCIEACTBUS LI~
TOMMKCHCA YCUJINBAIOT pa3HOOOpa3HbIE CTPECCOBbIE
dakTopbl. BaxkHyro poib HMTOMUKCHUC UTPaeT B pe-
NPOIYKTUBHOI cdepe pacTeHuit. OdecrieunBast MH-
(opMalLIMOHHBII KOHTAKT MEXAY KJIeTKaMU, OH Of-
HOBPEMEHHO CONPOBOXIAET M30MpaTeNbHyI0 TUQ-
depeHIMALIMIO  KJIETOK  MOJOBBIX IIyTeil U
3IUMUHALIMIO U30BITOYHBIX KJIETOK KaK y paCTeHUM,
TaK U XKMBOTHBIX. biarogapsi HIMTOMUKCUCY, IOCTUTaA-
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FOTCS IPOCTPAHCTBEHHASI HEITPEPHIBHOCTD 1 O0BEIM -
HeHue MCII B ennHYI0 LIEHOLIMTHYIO CUCTEMY ITbLIb-
HMKa, CHHXpOHM3aL1 Meli03a 1 OMHOBPEMEHHOCTh
co3peBanust [13 B mpenenax mMukpocnopanrusi. C
npyroi ctopoHsbl, [IM BHOCUT orpeaeeHHbIN BKJIa
B (opMOOOpPa30BaTEIBHBIN IIPOILIECC, BAUSIET Ha re-
HETUYEeCKOe pa3HOooOpasme, YBEIUYMBAET YPOBEHb
reTepO3UTOTHOCTA M MMUKCOIUIOMINIO, UMEET adar-
TUBHOE 3Ha4YeHUE. 3aBUCUMOCTh MEXKY LIMTOMUKCH -
COM U XM3HECHOCOOHOCTBIO IMLUIBLBI HOCHUT dYallle
BCEro ciaabOIMO3UTUBHEIN XapakTep. BruIsgBieHHas
HEeTaTUBHAsI KOPPEISIIUs MEXOYy LIMTOMHKCHUCOM U
CTEePWILHOCTBIO MHUKpOCIOp (IIpd raMma-o0iayde-
HHHN), a TAKXKE MEXIY IUTOMUKCHUCOM U CTePUILHO-
ctbio 3penbix [13 (mpu YD-B-ob6ayyeHun) y ssaMeHst
MO3BOJISIET IOJaraTh, YTO HUTOMUKCHUC Y BUAOB C
BHYTPUOPTaHU3MEHHON TE€HETUYECKOM TIeTepOreH-
HOCTBIO CTy>KUT MHCTPYMEHTOM KJIETOYHOTO OTOOpA.
AXTUBU3anUs UTOMUKCHCA, IO-BUIANMOMY, CBsI3a-
Ha C MpeBbIIICHUEM ITOPOTOBOI0 YPOBHS ITIOBPEX/EC-
HUS (MJIM TeHETUYECKOTO AucbalaHca) MUKPOCIIOPO-
muToB. DYHKIMOHAIBHOE Ha3HAYEHUE [IUTOMUKCH-
ca COCTOMT TaKKe B o0ecedYeHUH JOIOJTHUTEIbHOM
Tpoprky MCLI — ¢ ero moMOIIbIO MOXET OCYIIIECTB-
JISITBCSI PETYISLMS YMCIEHHOCTH OOHUX ((PYyHKIIMO-
HUPYIOIINX) MUKPOCIIOPOLIMTOB 3a CYET I'MOeIN Apy-
rux. BeposiTHO, B 001IIeM citydae IMTOMUKCHUC TTpe.i-
cTaBiseT co0oif popMmy ITiepeHoca MHMoOpMalIU B
COOTBETCTBUU C IPOOOJIbHBIM I'PAIUEHTOM ITbLILHU-
Ka, Onarogapsi YeMy IpPOMCXOAUT OTOOp (MHIYLIPY-
eTCsI TM0eJIb) MOBPEXXASHHBIX U U30BITOYHBIX MUKPO-
CIIOPOILIMTOB.
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Cytomixis and Its Role in the Regulation of Plant Fertility

E. A. Kravets

Institute of Food Biotechnology and Genomics, National Academy of Sciences of Ukraine, Kyiv, 04123 Ukraine
e-mail: kravetshelen @gmail.com

Abstract—UYV and gamma irradiation of barley seedlings induces an increase in the number of various pa-
thologies in the male reproductive system of plants. The majority of cytological abnormalities are rather non-
specific. The main type of the observed pathologies of microsporogenesis is cytomixis, whose activation cor-
relates with a callose hypersecretion in microsporocyte walls. A negative correlation between cytomixis and
the sterility of microspores (in the case of gamma irradiation) or the sterility of mature pollen grains (in the
case of UV-B irradiation) is revealed. It is supposed that cytomixis represents a kind of a premeiotic cell se-
lection in plants characterized by an intraorganismic genetic heterogeneity (mosaics). The novelty of the idea
is that the cytopathology that accompanies cytomixis is considered as a mechanism of the induced death of
genetically imbalanced or nonrepairable cells, which is intended to keep the fertility of a male reproductive
system. The activation of this mechanism has a threshold character.

Keywords: cytomixis, microsporogenesis, callose hypersecretion, pollen grain sterility, cell selection, mosa-
icism, UV-B and gamma irradiation, Hordeum distichum L.
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