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MUKPOBUJIJISIPHBIX KJIICTKAX BOMEPOHA3aJIbHOTO OpraHa



BBEJAEHHUE

B Hacrtosimee BpeMs OAHOM W3 BAXHEWIIMX 3a1a4 SIBJISICTCS W3Yy4YECHUE
byHIaMEHTATBHBIX MEXaHU3MOB aIAIITHBHOTO GYHKIIMOHUPOBAHUS
000OHATENIBHOTO (0JIb(AaKTOPHOI'0) aHAIM3aTOPa KUBOTHBIX B CBA3U C €r0 0COOOM
posibi0 pu (POPMUPOBAHUM THIIEBOTO, PEMPOMAYKTHUBHOTO W JIPYTUX CIIOXKHBIX
dbopM ux moBeeHM. B mepBylo ouepenb, 3TH BOMPOCH KacaloTcs pacini(pOBKU
MEXaHU3MOB, KOTOpbIE OOECHEYMBAIOT TMPOIECCHl XEMOPEIENIMU Ha YPOBHE
nepudepudeckoro otaena odonsaTenpHON cuctemsl [Buck, Axel, 1991; Young et
al., 2003; Doty, 2015]. ITombITKM BBIIBUTH KOPPESILHMUA MEXKIY CTPYKTYpPO
PEIENTOPHBIX HEHMPOHOB, MX UYYBCTBHTEIHLHOCTHIO M pPEATU3AlMEH KOHKPETHBIX
¢dbopM MoBeIeHUs KUBOTHBIX HE JaJId TMOKa OJHO3HAYHBIX pe3yibpraroB [Hamdani
et al., 2008; Behrens et al., 2014; Ahuja, Korsching, 2014]. B cBsi3u ¢ 3TUM, 0JTHOM
U3 aKTyaJIbHBIX MPOOJIEM SBISETCS TOUCK MOPGO-PYHKIIMOHAIBHBIX KPUTCPUEB
pa3HbIX YPOBHEH YYBCTBUTEIHHOCTHU PEIENTOPHBIX HEHPOHOB y >KMBOTHBIX Ha
KITFOUEBBIX dTarax WX KU3HEHHOTO ITUKJIA, KOTJa Y HUX CYIIECTBEHHO W3MCHSICTCS
CIICKTP BOCIHPHHHMAaEMBbIX OHMOJIOTMYECKH 3HAYMMBIX BemectB [Hamdani et al.,
2008; Dmitrieva, Kozlov, 2010; Bettini et al., 2012]. HegoctaTouHo n3y4eHHBIMH
SBJITFOTCS TaKXK€ TPOIECChl HEWpOTeHe3a, IMPOHWCXOMSIINE B OJIb(PaKTOPHOM
SMUTEIMM B XOJE€ €CTECTBEHHOM KW3HU JKUBOTHBIX, a TaKXe IOCTe
MPOJIOJDKATEILHOTO  BO3JICUCTBHSI HAa HUX (PU3UKO-XMMHUYECKUX (DaKTOpOB
pasnuunoit nmpupoxasl [Cowan, Roskams, 2002; Yanagi et al., 2004; Mackay-Sim,
2010; Doty, 2015]. Cpean naumOosiee NPHUHIUIHAIBHBIX AaCIEKTOB H3YyYEHHUS
HelporeHe3a Ba)KHOEC MECTO 3aHMMAIOT BOINPOCHI O PAaHHUX CTAAMSIX pPa3BUTHSA
PELENTOPHBIX ~ KJIETOK, NYyTSIX WX MHTpalid W  TO3WIIMOHUPOBAHUS HA
3aBepmaloImux craauax auddepeHupoku. JlanHeie o TomorpaduueckoM
pPAacCIOJIOKEHUN  HOBOOOPA30BAaHHBIX  KJICTOYHBIX JJIEMEHTOB B  OIHTEINN
HAMpsIMyI0 CBSI3aHBI C JIUCKYCCHEW O BO3MOXHOCTH TPOCTPAHCTBEHHOTO

KOJUPOBAHUA BOCIPHUATHA 3allaXOB Ha YPOBHC CCHCOPHOT'O OTACIA 00OHSATEILHOTO



aHanu3aropa y miekonuTarommx [Buck, 1996; Scott, Brierley, 1999; Coppola et
al., 2013], psi6 [Thommesen, 1982] u macekombix [Vosshall et al., 1999].

Bonbiioli mHTEpeC MpeAcTaBisieT TAaKKe BBISIBICHHUE MPHUCIOCOOUTENBHBIX
CBOMCTB XEMOPELENTOPHBIX HEHPOHOB HE TOJBKO TMPU PA3HOM XUMHU3ME
OKpY)KAalOLIEW Cpelpl, HO M B YCIOBHUAX JEHUCTBUSA IIUPOKOTO CIIEKTpa
TUAPOCTATHYECKUX AaBieHui. OCOOEHHO ATO KacaeTcs MpoueccoB (popMUpoBaHUs
a/IalITUBHOTO TOBEACHUS Y THAPOOMOHTOB, KOTOPHIE B XOJ€ SBOJIIOIMH OCBOUJIIH
pa3iauyuHble BOAHBIE TOPU30HTHI. PabOThI, MOCBSIIEHHBIE ATUM IpoOieMaM, Kak
IPABUJIO, HE OXBATHIBAIOT INIyOOKOBOJHBIX PhIO B CBSI3U C OIPAaHUYEHHOCTBIO UX
JOCTyTIa, WINA 3aTParuBalOT TOJBKO OOINME aHaToMUuYeckue cBeaeHus [Wagner,
2002; Herring, 2002]. HM3y4yeHue OOOHSATEIBHOW CHCTEMbI IKHBOTHBIX C
OKCTPEMaNbHBIMM 1O  TAOyOMHE  YCJIOBHSIMH  CYIIECTBOBAHHS  MOXKET
CIIOCOOCTBOBATh BBISBICHUIO ITUTOJOTHYECKUX U MOJEKYJISPHBIX MEXaHH3MOB,
MO3BOJIAIOIIMX UM IMPUOOPETaTh YCTOMUMBOCTH K TMIIOKCHUHU, YTO OOECHEUMBAET
THIPOOMOHTAM COXPAaHHOCTh XEMOCEHCOPHOTO TIOBEIEHHUS TpPU TePEMEHHBIX
peXHUMax TUAPOCTATUYECKUX JABICHUM.

DKcrnepuMeHTallbHble pabOThl, BBINOJHEHHBIE B IOCIEAHEE BpeMs Ha
MJICKOTIMTAIONINX, TMOKa3bIBAIOT, YTO BOCHPHITHE XWUMHUYECKHMX CHUTHAJIOB
UHTETPUPOBAHO C (PYHKIIMOHUPOBAHUEM JIPYTUX CEHCOPHBIX MOJAIbHOCTEH, B
YaCTHOCTH CO CIIyXOBOM CHCTEMOW, YTO TO3BOJISIET >KMBOTHBIM OOJiee TOIHO
aHaJIM3UPOBaTh JOCTYIIHYIO WH(pOpMalnio o BHemHe# cpene [Budinger, Scheich,
2009; Wesson, Wilson, 2010; Kulahci et al.,, 2014]. Bo3MoxHO, YTO Takas
WHTETpAIHsl MOXET PeaTn30BBIBATECS U Y PBIO, KOTOpPHIE, KaK U3BECTHO, IIUPOKO
UCIIONB3YIOT OOOHSATENbHBIE U AaKYCTUYECKHE CHUTHAJIBI Ui  oOecreueHus
pasnmuunbiXx popm nosenenus [[1aBnos, Kacymsn, 1991; JIsraakos, 1994; Popper et
al., 2005; Kasumyan, 2009; Ladich, 2014; Marusov, Kasumyan, 2016].

Oco0eHHOCTH CTPYKTYpPHO-(DYHKIIMOHAJIBHOTO YCTPOMCTBA OpraHa ciyxa y
pbIO M3y4YEHBI MEHEE JETalbHO, YEM Y MJIEKOMUTAIOIIKUX. DTO CBSI3aHO C TEM, YTO
Mop(osornueckas OpraHu3alMs CIyXOBOTO ammapara y pbl0 OTIMYaeTcs

OonbiuM pazHooOpasueMm [Popper et al., 2000; Canoxkaukosa u ap., 2007; Schulz-
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Mirbach, Ladich, 2016], 4ro oTpaxaercs Ha Oojiee CIOKHOM XapakTepe
MIPOCTPAHCTBEHHOTO KOJMPOBaHUS MepBUYHOTO BoctpusiTHs 3ByKoB (Platt, Popper,
1984; Smith et al., 2011]. C1ab0 M3y4EeHHBIMH SBIISIOTCS MEXaHHU3MbI 3aKJIAAKU U
nanbHeiero GopMupoBaHusl OTOJIUTOB, a TAKXKE YIbTPACTPYKTYpHAs crienuduka
Y IPOCTPAHCTBEHHAS JIOKAIU3alMs YyBCTBUTEIIBHBIX KIIETOK B COCTABE CEHCOPHOU
MaKyJibl y pblO, aJallTUPOBAHHBIX K PA3HOMY 00pa3y >KU3HU U DKOJIOTHH.

JIisi m3ydeHusl alanTUBHBIX OCOOCHHOCTEH B cHCTeMe mepudepudeckoro
oTnena  OOOHSATENbHOM M aKyCTHUYECKOM  CHUCTEM MBI  HCIOJb30BaJIH
MpecTaBUTENIeH pa3HbIX BUAOB Oalikanbeckux poi0. Yncras Boga baitkana cozmaer
BO3MOYKHOCTh MCIIOJIB30BaTh 3TO 03€pPO B KAyeCTBE OJHOTO W3 YHHUKAIBHBIX
OPUPOAHBIX TOJUTOHOB JUIA TIOJYYEHHsS] JIaHHBIX 0a30BOTO YPOBHS, UTO
HEBO3MOXHO TPU HM3YUYCHHH CEHCOPHBIX CHUCTEM THUJIPOOMOHTOB U3 APYTHUX, KaK
npaBuiio, Oojiee 3arps3HEHHBIX BOJAOEMOB. TakuMm 00pa3oM, CYIIECTBEHHbIC
oTnuyMsi o0pa3a KU3HU Y PA3IUUYHBIX BHUAOB OalKaJIbCKUX PbIO MOMKHO
WCIIOJB30BaTh B KAaue€CTBE €CTECTBEHHOM MOJACIM sl BbIABICHUS Mopdo-
(GyHKIMOHATBHBIX aJanTanuii 0OOHSATEILHOTO W CIIYXOBOTO aHAJIM3aTOPOB Yy
TUAPOOMOHTOB, HBOJIIOIMOHHO TMPHUCIOCOOJICHHBIX K JKH3HEJCSATEIHLHOCTU B
Pa3HBIX YKOJOTUYECKUX YCIOBUSIX.

Leab padoThl: BBISIBUTH HUTOXMMHUYECKUE MEPECTPOMKU B CEHCOPHBIX OTAENAX
OOOHSITEIPHOM M aKyCTHYECKOHM CHUCTEM Y pbhI0O B CBA3M C HUX DKOJOTHUEH,
MOBEJICHUEM U ClielIU(PUKON CEHCOPHON HArpy3KH.

3agaun:

1. OxapakTepu3oBaTh aJalNTUBHbIC HHUTOXUMHUUYECKHUE TEPECTPOUKHU KJIIETOK
OOOHSTEIHOTO SMUTENUS Y POraTkoBUAHBIX phIO (ceM. Cottidae) Ha pasHbIx
ATanax uxX JKM3HEHHOTO IIUKJIA U PEIPOAYKTUBHOIO TTOBEICHMUS.

2. OUeHUTh COOTHOIIEHUE MPOIECCOB AarolTo3a W HeMporeHesa, a TakKke
JIPYTUE MUTOXUMUYECKUE TMOKA3aTEeNIM KIETOK OJIb(PAaKTOPHOTO SMUTEIHS Y
ppi0 B KOHTpOJIE M MOCTE MNPOAOJKUTEIBHOIO BO3JCUCTBHUS OJOPAHTOB

HETOKCUYHOW MPUPOBI.
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3. UccnenoBath  MOpQOJIOTHYECKHE  OCOOCHHOCTH  PaHHUX  CTaJui
T PEepEeHITMPOBKN XEMOPELENTOPHBIX HEWPOHOB, OOECIICYMBAIOIINE HUX
MUTPAIIMIO B STIMTEIMU U TATbHEHIIIee CO3peBaHMUE.

4. BbIIBUTH CTPYKTYPHO-(DYHKITMOHATBHBIC 0COOEHHOCTH KJICTOK
OOOHSITEIEHOTO JIUTENUSl Y HEKOTOPHIX OalKAILCKUX TENarndecKux |
OCHTOCHBIX POTATKOBHIHBIX PBIO B CBSA3M C Pa3HBIMU CTPATETHSIMU HMX
MUIIEBOTO MTOBEICHUS.

5. Oxapakrtepu3oBarh  crnenuPuky  MOpP(HOJIOTHUYECKOH  OpraHH3aIUH
CaKKYJSIDHOTO anmapara OpraHa cliyXxa y TPUOPEKHBIX W TETarudecKux
BUJIOB PbIO 03epa baiikai.

6. OnpenenuTs quana3oHbl AKYCTUICCKOW TYBCTBUTEIHHOCTH Y Pa3HBIX BHIIOB
curoBeix (cem. Coregonidae) u poraTKOBHIHBIX OaliKaabCKUX PHIO B CBS3H C

X DKOJIOTHUEHN U ITIOBEICHUEM.

Hay4Hasi HOBH3HA M TeOpeTHYECKAA 3HAYMMOCTb PadoThI

BrniepBbie yCTaHOBIEHO, 4YTO CEHCOpPHBIM ammapaT MeJaru4eckux pblo
MOKa3bIBA€T CYIIECTBEHHO OOJbIIyI0, 4YeM y OCHTOCHBIX, CTPYKTYypHO-
(YHKIIMOHAJIBHYIO YCTOMYMBOCTh K THUIOOAPUYECKOW THUIOKCHM, YTO, TIO-
BUJIUMOMY, SIBJISIETCSI PE3YJIbTATOM MX TMIIOKCUYECKOTO MPEKOHAMIIMOHUPOBAHUS,
BO3ZHMKAIOIIETO B XOJ€ MOCTOSHHBIX BEPTUKAJIbHBIX MHUTpalUi ppIO B IMpoliecce
IIUILIEBOTO MOBEACHUS.

[TokazaHo, 4TO y pbl0 B pENPOIYKTUBHBIA MEPUOA B OOOHSTENIbHBIX
PELENTOPHBIX KIETKaX BO3HHUKAKOT YJIBTPACTPYKTYPHBIE MEPECTPOMKH, KOTOpPHIE
HalpaBJeHbl Kak Jisi BOCHPUATUS (PEPOMOHOB BO BpEMS XHUMHUYECKOU
KOMMYHHKAILIUK TOJIOBBIX MAPTHEPOB, TaK U HA MOCIEAYIONIEE BBIKIIOUEHUE 3TON
byukuu B (ha3y nepexoja prid K pOAUTEIHCKOMY MTOBEICHHUIO.

Bnepsrbie onucan ¢eHoMeH TpaHcPopMalvyd PElENnTOPHBIX HEWPOHOB B
KJIETKHU C ICHIPUTHON HEWpOCeKpeLuel, YTO CBUIETENbCTBYET 00 UX CHOCOOHOCTH

K U3MEHEHHUIO0 (DYHKIIMOHATBHBIX CBOWCTB.
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BnepBbie 000CHOBBIBa€TCS IOJOKEHUE O TOM, 4YTO IIMTOCKEIET B
JICHAPUTAX PELENTOPHBIX KJIETOK (OPMUPYETCS HE TOJBKO MPHU 3HAYUTEIbHBIX
(YHKIIMOHAJIBHBIX HArpy3kax B IE€pHOJ] HEpecTa, HO U B YCIOBHUSX HU3KOIO
COJIEp>KaHMs B BOJIE XMMHUUYECKHUX areHToB. [Ipy ogopaHTHON AenprBanvi XOpPOIIO
OpPraHM30BaHHAsA CUCTEMAa MUKPOTPYOOUYEK JEHAPUTOB MOXKET OBITh HEOOXOIUMBIM
(dakTopoM NOJAEPKAHUS UX CTPYKTYPHO-(DYHKIIMOHAIBHOM 1IETOCTHOCTH.

BnepBele  moka3aHO, YTO  JUIMTENbHAS ~ XEMOCTUMYILILMUS  PbIO
HETOKCHUYHBIMU BOJOPAaCTBOPUMBIMM BEILLECTBAMHU BBI3bIBAECT H30MpATEIbHYIO
TupGepeHIUPOBKY M IPOrpaMMHUPOBAHHYI0 THOE€Ib  OTIENbHBIX  KJIETOK
nepupepruueckoro OTAeNa OOOHSTENBHOIO AaHaJIM3aTopa, 4YTO NPHUBOAUT K
KOMIICHCATOPHOMY YCHJICHHUIO IIPOLIECCOB HEMPOTEHE3A.

YcTaHOBJIEHO, UTO B X0Ji€ HEMPOreHe3a B OOOHATEIBbHOM 3MUTEINHU PBIO
(GOpMUPYIOTCS MPOCTPAHCTBEHHO pa3rpaHUYEHHbIE TOMEHBI U3 MOJIOJBIX KIIETOK,
KOTOPBIE MOTYT Y4YacTBOBaTh B PELENIMU OJOPAHTOB B KayeCTBE OTIEIBHBIX
MOP(PO-PyHKIIMOHAIBHBIX €IUHULL.

[TokazaHo, YTO aKTMHOBbIE MHUKPO(PHIAMEHTHI BBIMOIHSIIOT BAKHYIO POJIb
KaK Ha paHHUX, TaK U Ha 3aBepUIAIOIIMX dTanax CTPYKTypHOU AuddepeHIInpoBKU
PELENTOPHBIX KIETOK. B mpomnecce Murpanuv MOJOAOT0 HEMPOHA 3HAYMTENbHAS
JIOJISL €r0 SJIEPHOr0 MaTepuala MPOHUKAET BHYTPb JEHAPUTA, B IPUMEMOpaHHOM
CJI0€ KOTOpOro (opMHUpyeTCsl IUIOTHBIM aKTUHOBBIA KOpTekc. biaromapst satomy
KJIeTKa TMpUHUMaeT Haubosiee yaoOHyro ¢dopMmy Uisl [epeMelieHuss B
MEXKJIETOUHOM IpocTpaHCcTBe. llocie ycTaHOBIEHUS CBSA3M TEPMHUHAIN JACHAPUTA
C BHEUIHEH cpenoil B mpuMeMOpaHHOM cioe F-aktuHa dopmupyeTcs mopa, yepes
KOTOPYIO OT OJIOPAHT-CBSI3bIBAIOIINX PELENTOPOB MOXKET MNPOXOAUTH NEPBBINA
BHYTPHUKJIETOYHBIN CUTHAN, HEOOXOAUMBIN ISl CTAOUIIM3ALMU SKCIPECCUM T'EHa,
KOJUPYIOILIETr0 OOOHSTENIbHbIE PELIENTOPHI.

BriepBbie Ha B3SITBIX M3 €CTECTBEHHOW cpelbl 03. bailikan mpeacraBUTENsAX
uXTHO(QayHbl II0KAa3aHO, 4YTO CaKKYJSIpHbIE MaKyjldbl y pbl0 U3 pa3HbIX

TAKCOHOMHWYCCKUX TIPYIIl, 3daHUMAIOMIUX OJWHAKOBBIC OJSKOJIOIMYCCKUC HHUIIH,
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NMCIOT UICHTHUYHBIC MOp(bOTI/IHI:I BOJIOCKOBEIX KJICTOK W HMX IOJIAPHU3alNI0, YTO

o0ecreynBaeT CXOJCTBO X JUPEKIIMOHHON aKyCTUYECKON 1yBCTBUTEIIBHOCTH.

OcHoBHbIE I10JI0OKCHHUSI, BBIHOCHUMbIC HA 3AIUTY.

1. VapTpacTpyKTypHbIE TEPECTPOMKUA PELENTOPHOrO arrapara OOOHSTEIHHOTO
AMUTENUS y PhI0 00ECeUnBAIOT Pa3IMUHyI0 (PYHKIIMOHAIBHYIO CICIUATU3AIHIO
ATUX KJIETOK, HEOOXOANMYIO /IS PeaTM3aIlii UX PEIPOTYKTUBHOTO MTOBEICHHUS.

2. Jlectpykuusa sifpa, BaKyoJu3alusi MEeMOpaHHBIX CTPYKTYp H JAerpajarius
MUTOXOHJPHHA SIBJISTFOTCSI XapaKTEPHBIMU HEUPOJAETeHEPATHBHBIMUA HaPYIICHUSIMU
KJIETOK OOOHSATETBHOTO JMHUTENUS Y TIYOOKOBOJHBIX OEHTOCHBIX pbIO MpHU
rUno0apru4ecKoi runokcun. Takre n3MEHEHUS HECBOMCTBEHHBI JIS TIEIarnYECKUX
pBIO, aIaITHPOBAHHBIX K U3MEHEHUSAM THIPOCTATHUSCKHUX JTABICHUHA B Pe3yIbTaTe
WX MEPUOANYECKIX BEPTUKAIBHBIX MUIIEBHIX MUTPALIUH.

3. OnopaHT-3aBUCUMBINA alloONTO3 PEIENTOPHBIX KIETOK OJIb(PAKTOPHOTO AIUTEIHS
y pPBIO KOMIIEHCATOPHO AaKTUBHUPYET TMPOIIECCHl €CTECTBEHHOTO HEHporeHesa.
Pannue stanmbl nuddepeHunpoBKr OOOHSATEIBHBIX HEUPOHOB COMPOBOXKIAIOTCS
NPUMEMOpPAHHONW  MOJUMEpH3anyeld  aKTHHOBBIX  MUKPOQHUIAMEHTOB,  4YTO
o0OecrieynBaeT pEOPraHU3allUI0 OpraHelll KJIETOK, HEOOXOIUMYIO0 I UX
MUTPAIHH, YITOPSIOYCHHOTO TTO3UITMOHUPOBAHKS B BUJIC IOMEHOB U JIaIbHEHIIICTO
CO3pPEBaHUA.

4. Mopdonorndeckass OpraHM3aIus CAKKYJISPHBIX BOJIOCKOBBIX KJIETOK OpraHa
cllyXa ¥ WX JUPCKIIMOHHAS YYBCTBUTEIIBHOCTH Y MPHUOPEKHBIX M IEJIarHICCKUX
BUJIOB pbIO 03epa baiikam B OoJbIeli CTENeHN OMPENEIIIIOTCS 0OCOOCHHOCTIMH UX
DKOJIOTUYECKOM HHUILM, YEM MMPUHAIEKHOCTHIO K TOM WA HHOM TAKCOHOMHYECKOU

rpyIIIIe.

Anpobauusi padoTbl
Matepuansl qucceprauuu NpeacrabieHsl Ha Bceecoro3Hoil koH(pepeHuuu
"Mopdo-pyHKIHOHANBHBIE HCCIAENOBaHUS HEWpPOHOB H cuHarcoB» ([lymmuno,

1990), Bcepoccuiickoli HEHPOTUCTOJOTHUECKON KOH(MEPEHIIMH, IOCBIIICHHOMN
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namsaTu wieHa-koppecnonaenta AH CCCP u AMH CCCP H.I'. KonocoBa (CaHkTt-
[letepOypr, 1994), Bcepoccuiickoit koH(pepenuun "BoccranoBuTenbHas
uespojorusa-3" (Mocksa, 1995), 4th IBRO World Congress of Neuroscience
(Kyoto, 1995), Schloessmann Seminar on "Nanostructures in Biology, Chemistry
and Physics" (Elmay, Germany 1996); lll-em MexayHapoIHOM CHMIIO3HyME
"Ancient Lakes: speciation, development in time and space, natural history
(Irkutsk, 2002), MexayHapOJIHOM MEKIUCIUIUIMHAPHOM cumno3uyme "Ort
HKCIIEPUMEHTAIbHON OUOJOTUU K TMPEBEHTUBHOM W WHTETPATUBHOW MeauiuHe"
(Cynmak, VYkpauna, 2007), XV-oit MexayHapoaHOH KOH(PEPEHIIMU IIO0
Helipokunoepueruke (ICNC-09, Poctos-na-[ony, 2009), Ill-em Cse3ne
¢busunonoros CHI' (Snra, 2011), MexayHapoIHbIX MEXIUCUUILUIMHAPHBIX

m

koHrpeccax "Heiponayka nns megunuubel u ncuxojoruu"' (Cynak, YkpauHa,
2012, 2013), MexnayHnapoausix koH(pepenmusix Xpomocoma-2012, 2015
(Hoocubupck, 2012, 2015), Ilepsoit Mexaynapoanoii CuOupckoit KoH(pepeHIuu
no Heipobuonornn (Mpkyrck, 2013), Hay4yHO-IPAaKTUYECKOM CEMHHApe
"NuHoBaimonnsie Texuojoruu Carl  Zeiss" (HosocuOupck, 2013), XIlth
International Symposium on the biology and management of Coregonid fishes
(Mpkytck, 2014), Il-oit Bcepoccuiickoit koH(pepeHuuu: «BHyTpukierouHas
CUTHaNM3amus, TpaHcnopT, mutockener» (Cankr-lIletepOypr, 2015), XIV-
om Konrpecce «Helponayka s Meauuussl U nicuxojorun» (Cynak, 2018).
Bkaaag aBropa. ABTOpoM 00OCHOBaHbI M TIOCTABJICHBI LEMM M 3aJa4d
UCCIIEIOBaHMSI, OMPEACNICHbl MOAXOJbl K WX PEIICHHI0, pa3paboTaHbl METOJbI
MPOBEICHUS] HAOMIOACHUN W 3KCHEPUMEHTOB, MHTEPIPETUPOBAHBI MOJYYEHHBIE
pe3ynbTaThl, CPOPMYIUPOBAHBI OCHOBHBIC BBHIBOJBI M HAYYHBIC ITOJOKEHUS.
damMuIMKi COAaBTOPOB YKAa3aHbl B COOTBETCTBYIOIINX MyOIUKALIUSX.
[Myoaukanuu. Ilo Teme nuccepranuu onybinukoBaHa 21  pabGota B
pEIEeH3UPYEMBIX KypHajax, pexkomeHjoBaHHbIX BAK P® gma nmyOnukanuu
MaTepHaioB JUCCEPTAMOHHBIX HCCIEAOBAaHUI HA COMCKAHME YUYEHOM CTEleHU

JIOKTOpa OMOJIOTHYECKHUX HaYK.
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O0beM u cTpyKTypa auccepraumu. Jlucceprainuonnas padota uznoxxena Ha 370
CTpaHMIIax, coaepkutT 123 pucyHka, Bkimrodas 31 cxemy, 4 TaOIHUIBI M1 COCTOUT W3
CIICYIOIINX Pa3/esioB: BBEIEHUs, 0030pa JIUTEpaTyphl, MaTEpUaIoB U METOIOB
WCCJICIOBAHMSI, PE3YJIbTaTOB U UX OOCYXKIEHUS, 3aKIIFOUCHUS, BEIBOJIOB U CITHCKA

JUTEPATYPHI U3 548 IUTUPYEMBIX UCTOUHUKOB.

baarogapuocTn. Bplpaxaio HCKpEeHHIOO OJaroJapHOCTh — KOJUIEram,
BHECIIMM CYIIECTBEHHBIM BKJIax B 3Ty paloTy: K.0.H., nqouenty H.II. CynakoBy
(UHL] xupyprum wu TpaBmaTonoruu, r. Hpkyrck), k.0.H. M.B. IlactyxoBy
(MuCcTUTYyT reoxumun uM. A.I1. Bunorpamosa CO PAH, r. Upkytck), k.0.H. FO.IT.
CanoxxnukoBoi, k.0.H. B.M. fIxuenko, A.B. Harsranosoii (JIUH CO PAH, r.
HpkyTtck), a Takke nupekropy baiikansckoro myses MHL, k.r.u. B.A. ®uankosy,
3aB. aKBapuyMHBIM KomIuiekcoM baiikansckoro myses MHIL[ B.B. [lactyxoBy mn
PYKOBOJMTENIO  YHHMKAJIbHOM HAy4YHOHM YCTAaHOBKH «OKCIIEPUMEHTAJIbHBIN
IIPECHOBOJIHBIN aKBapUyMHBII KOMIUIEKC Oalikaibckux ruapoouontos» JIMH CO
PAH, x.0.H. O.10. T'me3unoif. 3a OONBIIYIO TIOMOIIbP B TEXHHYECKOM
oOecrieueHUU pabOT BbIpakar IIIYOOKYH0 MPHU3HATENbHOCTh IJ1. cmer. A.B.
Kypsuiesy, ri. cnen. A.IL Jlomaruny, ri. cnen. B.®. Crapoctuny, ri. cneu. B.1.
EropoBy, Ben. unxx. M.M. MacnennukoBoi, 1i. cneu. K.}O. ApcenteeBy (JIMH
CO PAH, r. Upkyrck) m 1. cren., k.x.H. B.A. Ymanny (MHL xupyprum u
TpaBMarosioruu, r. Mpkyrck). CioBa ocoboil 01arogapHOCTH BbIpa)kard MOEMY
HAayYHOMY KOHCYJIbTaHTy — A.0.H., mpodeccopy H.C. Kocuupiny (Mucturyr BH/]
u HO PAH, r. Mockga), a Takxe, 1.0.H., npodeccopy T.M. JImutpuenoit u 1.0.H.,
npodeccopy FO.I1. Koznoy (PYJH, r. MockBa), MouMm yuuTtensM, Oyaromaps
KOTOPbIM OBbLIIM MHUIMUPOBAHBI PAOOTHI MO HM3YYEHHIO CEHCOPHBIX CUCTEM Y
ruApoOHOHTOB 03epa balikan. 3a 1leHHbIE COBEThI, KOHCYJIbTAIlUU U OOecleueHue
paboT BBIpaXar MPHU3HATETHLHOCTH 1.0.H., mpodeccopy E.B. JluxomBaii u
akanemuky M.A. I'pauery (JIUH CO PAH, r. Upkyrck). bnaromapro Taxke
KOJUIEKTUBBI oTnena «YnbrpacTpykrypsl kietku» JIMH CO PAH u kadenps

¢usuko-xumMuueckoil Ouonorun MpkyTckoro rocyHuBepcuteTa (3aB., 1.0.H.,
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npodeccop B.II. CanoapoBa) 3a moMoImb NOpU MPOBEACHUM HUCCIEIOBAHUN U

TEILTYI0 pabouyto atMochepy.
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I''TABA 1. OB30P JIMTEPATYPbI

B nmocnennee necsatuierne 00OHITEIFHOE BOCIIPUITHE PACCMATPUBACTCS B
Ka4ecTBE pe3yibTara CJIOKHOW MYJIbTUMOAAIBHON WHTETPAIUA CEHCOPHBIX
CUTHAJIOB, MCTOYHHUKOM KOTOPBIX SBJISIETCS HE TOJIBKO CaM XEMOPEIETITOPHBIN
amrmapar, HO W Jpyrue opraHbl 4yBCTB. M3BecTHO, uTO Kak BKycoBwie [Welge-
Lissen et al., 2009], Tak u Busyansubie [Dematte et al., 2009; Seo et al., 2011]
pa3fpakuTend MOTYT CYIIECTBEHHO MOIYJIHPOBATh BOCHpUSATHE 3amaxoB. B
YaCTHOCTH, LIBETOBAas raMMa, COMYTCTBYIOIIAS XMMHUYECKOMY BO3JCHCTBUIO, HE
TOJNILKO  oOyerdaetr ero wuacHtudukarmuio [Gottfried, Dolan, 2003] w
nuddepenimpoBky [Stevenson, Oaten, 2008], HO ¥ 3HAYUTEIBHO YBEIMUYUBACT
WHTEHCUBHOCTL ero Bocmpustus [Seo et al., 2011]. B weiipodusnonsormueckux
IKCIIEpUMEHTaX (aKT HAIMYHMS TaKUX KpPOCC-aJanTaluid OOOHSHHS HEIaBHO
BBISIBIECH W B OTHOUICHWM aKyCTHMYECKHMX CHUTHAJOB B CIyXOBOW Kope Y
wiekonuraromux [Kulahci et al., 2014]. C nomMoibeo 31eKTPpOPU3UOTOTHUECKUX
METOOB TIOKa3aHO, YTO O0JIACTH MEPBUYHON MPOEKIIMH OOOHATEIBHON JTYKOBHUIIBI
(OJI) — oOoHATENbHBIM OYyropok IEpeaHEro MO3Ta TaKXKe SBISCTCS MECTOM
IPSIMO MyJIbTUMOIAJIbHON MCUXO(PU3NUECKOW KOHBEPTCHIIMM MEXY 3araxaMu U
3Bykamu [Wesson, Wilson, 2010]. [Ipenmnonaraercsi, YT0 U APyrue 30HbBI BBICIIUX
IICHTPOB 00Opa0OTKHM CUTHAJIOB O 3allaXxax MOTYT y4acTBOBAaTh B KOHBEPTCHTHOM
aHanM3e OOOHATENBHBIX M aKycThdeckux curHaioB [Budinger, Scheich, 2009].
Pe3ynbTaThl CpaBHUTEIFHOTO aHajW3a SMOPHOHAIBLHOTO PAa3BUTHS JTUX JIBYX
CCHCOPHBIX CHCTEM TaK)Ke MOKA3bIBAIOT, YTO MX WHTETPAIUs 3aKJIaJIbIBACTCS €IS
Ha paHHUX JTanax pa3BuTus. OOOHATENbHBIE W YIIHBIC IUIAKOJBI B COUYETAHUU C
MUTPUPYIOIIUMH  CTBOJIOBBIMH  KJICTKAMH HEPBHOTO TpeOHS C  TMOMOIIBIO
CUTHAJIBHBIX MOJICKYJI CO2IACOBAHHO TEHEPHPYIOT Y3KOCICIUAIN3UPOBAHHBIC
HOJTHITBI HEPBHBIX KJIETOK, KOTOpPhIE BOCIPUHUMAIOT 3BYK, IOJIOKEHHE U
nepeMeIneHre B MPOCTPAHCTBE, 3amaxu U (hepOMOHBI Ha IPOTSHKCHUU BCEH KU3HU
xuBoTHBIX [Katoh et al., 2011; Maier et al., 2014]. Bce 3Tu gaHHBIE TOBOPST O

TOM, YTO BOCIIPHATHC XHUMHUYCCKHUX CHUTHAJIIOB Y JKHBOTHBIX MOXKCT OBITH
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UHTErPUPOBAHO € (YHKIMOHHUPOBAHUEM JIPYTUX CEHCOPHBIX MOJANBHOCTEH, B
YaCTHOCTH CO CIIyXOBOM CHCTEMOW, YTO TO3BOJIIET XUBOTHBIM 0o0Jiee MOJHO
aHAJIM3UPOBATh JOCTYIHYIO HHPOPMAIIUIO O BHEITHEH cpejie. DTO TakKe KacaeTcs
pbIO, Kak MPUOPEKHBIX, TAK U TITYOOKOBOJHBIX, KOTOpPhIE OOUTAIOT B YCIIOBUSX
HU3KOW OCBEIIEHHOCTH, JTUOO MPHU TOJHOM OTCYTCTBHUU BU3YaJbHBIX OPHEHTHPOB.
Panee ¢akTbl CEHCOPHOM IUIACTUYHOCTH Y PBIO BBISBICHBI MO OTHOUICHUIO K
MUIIEBBIM CHTHAJaM TIPH TMOBPEKICHUH WU TOJHOM OJOKHUPOBAHHWH (DYHKITUH
OJTHOM M3 ceHCOpHbIX cucteM [[leBurna, Mapycos, 2007; KacymsH, Mapycos,
2007]. Takum 00Opa3oM, COBMECTHOE H3ydeHHE OOOHSITEIBHOH M aKyCTHUYECKOU
CHCTEM Ha Pa3HBIX YPOBHSAX UX OPTaHHU3AINH, BKIIOYAsT CCHCOPHBIM OTIEI, MOXKET
Jedb B OCHOBY 0o0Jiee IEJTOCTHBIX MPEACTaBICHUN O MEXaHU3Max CTPYKTYpHO-

(YyHKIHMOHAJIBHBIX aJalTalli >KUBOTHBIX K IEUCTBUIO (DAKTOPOB BHELIHEN CPEJIbI.

1.1 CTpyKTypHO-(PYHKIIMOHAJBHbIE 0COOEHHOCTH 00OHATEIHLHOT0

IMUTEIHUSA Y MO3BOHOYHBIX

Y  (QuiIoreHeTMYEeCKH Ppa3HBIX IKUBOTHBIX UYBCTBHUTEIbHBIN oTAeN
OOOHATEJILHOTO  aHalu3aTopa TMPEACTaBIsAeT CcOOOW  TCEBIOMHOTIOCIOMHBIN
CTOJIOUATHIA DMHUTENUN, COCTOSIIMN M3 KIETOK TpPEX THUIIOB: PEIENTOPHBIX,
OMOPHBIX U 0a3anbHBIX (pUC. 1). [IpUHANIEKHOCT KIETOK K ONPEACIEHHOMY TUITY
oTnpeeNsieTcs: o0 UX MOP(HOIOrHYeCKUM OCOOEHHOCTSIM, HAIMYUIO TE€X WIJIM WHBIX
crenupUUecKnX aHTUTEHHBIX JETEPMHUHAHT (MapKEpPOB) U MECTOIOJIOKEHHUIO B
touie snurenaus [Bbponmreiin, 1977; Graziadei, Graziadei, 1979; Schwob, 2002;
Brann, Firestein, 2014; Doty, 2015].

1.1.1 PenenTopHble KIETKH
PenienTopHbie KIETKU SIBISIOTCS MEPBUYHOUYYBCTBYIOIUMU OUITOJISPHBIMU

HeﬁpOHaMH, COMa KOTOPbIX HAXOAUTCS B TOJIIC SITHUTCIIHA. Tena KJIETOK MMEIOT

BEPETEHOBUIHYIO (DOpPMY C MOMEepeyHbIM JuaMeTpoM 5—8 MkM. B nepukapuone
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Pucynok 1. O6001eHHas KapTUHA PACIONOKEHUS KIETOYHBIX 3JIEMEHTOB (a)
u ux aupdepeHIrpoBKH U3 0a3adbHBIX KIETOK (0) B OOOHATEIHHOM JIUTENUS Y
no3BoHoYHBIX [IM, Moon, 2015; Sato et al., 2005 (B)]. YcaoBHbie 0003HaueHus: SC —
onopHas kiuerka, ORN — oOonsrenbHble perentopHbiii HelpoH; BC — 0GazanbHas
kiaerka, HBC — ropusonranpHas kinerka, GBC — mapougnas kimetka; ORNi —
pacrynmii HelipoH, ORNM — 3peunsrii Helipon xrytukoBoro tuma; ORNmMI — Heipon
mukposuuipHoro tuma; ICAM, KeratinKS, GB1, GB-3, GB-5, GAP43, NCAM,
NST, OMP, TRPC2 — nuroxuMuueckue MapKepbl KJIETOK; CTpeJIKaMH TOKa3aHbI

HarpasJieHus TudepeHITnPOBKH.
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JOKAIM3YIOTCS KaHalbl TPaHYJSPHOTO OJHJOMIIA3MATUYECKOTO PETHKYIyMa,
anmapat [ombmKM, MHUTOXOHIPHUH, MYJIbTUBE3UKYJISIPHBIE TeEbIla, CBOOOIHBIC
pPO3ETKH pUOOCOM MW Jpyrue OpraHeuibl. Temo HWKHEW 4YacTh KIETKH, Pe3KO
CyXasich, 00pa3yeT aKCOH, KOTOPBIH B COBOKYITHOCTH C JPYTUMH aKCOHAMH
AHAJIOTUYHBIX KJIETOK BXOJIUT B COCTaB OE3MSIKOTHOTO OOOHSTEIHHOTO HEPBA,
CBsI3bIBaroIero penentopusie kiaeTku ¢ OJI mepemnero mosra. OT BepxHEro
MOJII0CA TeJla KJIIETKH OTXOAUT ACHAPUT (epudepudecKuil OTPOCTOK), JTUAMETP
KoToporo cocrtaBiager 1-3 wMkMm. B 1urTomnasme geHaputra  OOBIYHO
pacrionaraioTcsi  (pparMeHThl TIJIAJKOr0 SHIOIUIA3MATHYECKOTO PETUKYIIyMa,
MUTOXOHJIPUA ¥ MUKPOTPYOOUKH. AMMMKATBHBIA Y4aCTOK PEIENTOPHBIX KIETOK
(oOonsiTenbHast OyjlaBa) MOXET HUMETh BBIPOCTHI JIBYX Pa3HOBUIHOCTEH —
KTYTUKM (PECHUYKH) WU MUKPOBHUJUIBI, HE HMMEIOIIUE MHUKPOTYOYISIPHOTO
ammaparta. [lo 3ToMy mpu3HAKY WX MOJAPA3ASIIIOT HAa KICTKHA KI'YyTHKOBOTO H
MUKPOBWJIJIIPHOTO  TuUma. [[UTOXMMHUYECKHUM MapKepoM 3peibiX KIETOK,
HECYIIMX PECHUYKH, sABJIsSCTCS IuTorurazmarudeckuid olfactory marker protein
(OMP), yuacTByromuii B TpaHCAYKIIMN XUMHUYECKIUX CUTHAJIOB, a JJIsi HEHPOHOB
C MHUKPOBWJIJJAMHM — KAaTHOHHBIM HOHHBIM kKaHanm TRPC2, obecrieunBarommii
nenoJsipu3anuio kiaetku [Sato et al., 2005].

Kak u y aApyrux mNO3BOHOYHBIX, 3pENIbIe CEHCOPHBIE HEUPOHBI PHIO
MOHOCHEIU(PUIHBI U DKCIPECCUPYIOT TOJIBKO OJUH THI perentopoB [Sato et al.,
2007]. YV pasHbIX BUAOB PHIO MPEICTABICHO OT HECKOJIBKHUX JECATKOB 10 150
(YHKIIMOHATBLHO  aKTHBHBIX T'E€HOB, KOJWPYIONIUX  pELENTUBHBIC  OCIKH
[Saraiva, Korsching, 2007; Alioto, Ngai, 2006]. O6HapykeHHe TTaXy4HuX BEIIECTB
orocpeayeTcss pa3nudHbiMUA TUNaMu (G-0ENTKOB, COMPSIKEHHBIX C PEIenTOpamu.
CTpykTypa OOOHSATEIBHBIX PEIENTOPOB XI'YTUKOBBIX KIETOK OTJIMYAETCS OT
TAKOBBIX Yy MHUKPOBHJUIAPHBIX  KJIETOK, TMPEJACTAaBICHHBIX TaKXke H B
BOMepoHa3aabHoM oprane [Yoshihara, 2009].

C momompto Patch Clamp merona [Sakmann, Neher, 1983] y pasnbix

BUJIOB PbIO YZallOCh BBISIBUTH pPENEPTyap JIUTAHAOB, KOTOPBIE CBS3BIBAIOTCS C
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JAHHBIMU TUIIAMU MOJIEKYJISIPHBIX PELenTOpoB. B 4YacTHOCTH, y KaHaJIbHOTO
COMHKA KTYTUKOBBIC U MUKPOBUJUISIPHBIE KJIETKUA PEarupyoT Ha aMUHOKHUCIIOTHI
[Hansen et al., 2003]. PecHu4HbIe KJICTKH TaK)K€ BOCIHPHHHUMAIOT SKCTPAKTHI
MOYH, COJAEpIKAIIUE >KEIYHBbIE KHUCIOTHI, KOTOPhIE MOTYT OBITh BOBJICUEHBI B
oOHapyXeHHe curHajga TpeBord [Dgving, Lastein, 2009]. 3OkcmepumeHTH,
MPOBEICHHBIE HA COMAaX C MCIOJb30BAaHUEM PETPOTPATHOTO TPAHCIIOPTA MEUEHBIX
mosiekys B OJI, mokazanm, 9TO MHUKPOBWUISPHBIC KJIETKH MOTYT CBSI3BIBATh HE
TOJILKO aMUHOKHCJIOTBI, HO M HyKyeoTH 16l [Hansen et al., 2003].

B cBsizu ¢ pasBUTHEM METOJ0B UMMYHOLIMTOXMMHUU U MPHKU3HEHHOU
BHU3yaau3auu GyHKITMOHAIBHOW aKTUBHOCTH KJIETOK B TIOCJICTHEE BPEMS Y PhIO
CTajJu BBIJICNATh HOBBbIE MOP(OTHUIBI PEUENTOPHBIX HEHWpoHOB. Kpome yxe
YIOMSHYTBIX CEHCOPHBIX KJIETOK J>XTYTHKOBOTO W MHKPOBHJUISPHOTO THITA
HeJaBHO Obl1a OOHApy’KeHa elle OJHa, KaK MPaBUIO, MEHEe MHOTOYUCIICHHAS B
SMUTENIMM PAa3HOBUJHOCTh YYBCTBUTEIBHBIX DJJIEMEHTOB — KPUNT KIETKHU
[Hansen, Zeiske, 1998; Hansen, Finger, 2000; Ferrando et al.,, 2010].
OTnuuyuTenbHass OCOOCHHOCTH KPHUMNT KIETOK COCTOMT B TOM, YTO HX Teja
OOBIYHO pacrojlaraloTCa B CaMOM BEpPXHEM CJIO€ DJIUTENHS W HUMEIOT
chepudecKky WM rpymeBuaHyr ¢Gopmy (puc. 2). B Tomme snutenuss oHU
OOBIYHO TIOJTHOCTBIO OKPY)KEHBI T€JIaMU OJHOW WM JBYX OMOPHBIX KJIETOK, C
KOTOPBIMU OHHM (DOPMUPYIOT JIOKATbHBIE MIEJIeBbIC KOHTAKTHI, 00€CTICYNBAIONINE
YCTOWYUBOCTH KJIIETOK K MEXaHMYECKUM HanpsbkeHusM [ Schmachtenberg, 2006].
Kpome TOro, Kpunt KJIETKM HE HMMEIOT BBIPAXEHHBIX JCHAPUTOB, a HUX
pPELIENTUBHBIN yJ4acTOK CHAOXXKEH KaK peCHHYKaMHU, TaK W MHUKpoBriuTamMu. Kak
y’K€ TOBOPHWJIOCH BBIIE, NAHHBIM THUI KJIETOK MPEICTABIsAET COOOWM caMyto
HEMHOTOYHCIICHHYIO TPYNIy PEIENTOPHBIX HelpoHoB. Hampumep, y dhopenu u
CKyMOpHUM Ha WX JIOJI0 MPUXOAUTCS TOJbKO 2 % KJIETOK OT oOllero 4ucia
HEUPOHOB, TOT/Ia KaK MUKPOBWJUISIPHBIE W JKTYTUKOBBIE COCTaBIAOT 8§ u 90 %
cooTBeTcTBeHHO [Schmachtenberg, 2006]. ¥ HEeKOTOpBIX BUJOB PbIO 3TH KIETKU

BBISIBJIAIOTCSL HE TOJBKO Y B3POCIBIX 0c00€i, HO M Ha 2—3 CYTKHU UX Pa3BUTHS
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Pucynok 2. Tunsl penenTopHbIX KIETOK B OOOHSTEIHLHOM JIHUTEINH Y HOTOTEHHUEBBIX
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pei0 [Patle, Baile, 2014]. A — kpunTt KJIeTka (TeI0 pacrmojiaracTcsi B BEPXHEM CJIOE
AMUTENNS) C YKOPOUCHHBIM JACHAPUTOM; O — KJIETKA MUKPOBWJUIAPHOTO THMNA (CpeaHUI
CJIOW SIUTENHsI) C MHUPOKUM IMepUPEepUUIECKUM OTPOCTKOM; B — KJIETKA KI'YTUKOBOTO

TUMA (HIKHUAN CIIOW AIUTEINNA) C ATUHHBIM NepudepruaecKuM OTPOCTKOM.

[Camacho et al., 2010]. XapakTepHo, 4TO MJIOTHOCTh U TJIYOMHA PACIIOIOKCHHS
KPHIIT KJICTOK B SMUTEIMHA HECTAOWJIbHA U MOXKET M3MEHATHCS B 3aBHCUMOCTH OT
ce3zona [Hamdani et al., 2008] u B penpoayktuBHbIi iepuos [Bettini et al., 2012].
YroObl ompenesiuTh (PYHKIMOHATBHYIO —CICIUATH3AIMI0 OATHX KJIETOK, B
HACTOSAIIECE BPEMsl MPEINPUHUMAIOTCS TOMBITKH BBIABUTh B HUX CHCHU(DUUCCKUE
MapKepbl, HE BCTPEYAIOIINECs B IPYTUX THIIAX 00OHATENBHBIX HelipoHoB [Ahuja et
al., 2013]. B ywactHOCTH, MMOKa3aHO, YTO OHH dKcmpeccupyoT G-6enku Goo u
Gaq, agernnatiuknasy |l u rmuaneuenii mapkepHsiit 6enok S-100. Tem He MeHee,
OTMEUAeTCsl, YTO ITU OCJIKK MOTYT OBITh TPE/ICTABICHBI HE BO BCEX KPHIIT KJIETKAX
[Hansen et al., 2003; Hansen et al., 2004; Vielma et al., 2008].

JInst TOro, 4ToOBI BBISIBUTH CIEKTP 3alIaXOBBIX BEIIECTB, BOCIIPUHUMACMbIX
KPHUIIT KJICTKAMH, B HACTOSIIEE BpEeMs BEAyTCS HMHTCHCHUBHBIC Pa0OTHI IO
UICHTU(DUKAIIMHA UX OJOPAHT-CBS3BIBAIOIINX perenTopoB. HemaBHO mpoBeaeHHbIC
UCCJICIOBAHMS TIOKA3bIBAIOT, YTO Yy JAHHO-PEPUO ITH KJIETKU SKCIPECCUPYIOT
peuenTopel U3 ceMeucTtBa VR T'eHOB, XapakTEepHBIX i1 BOMEPOHA3AIBHOTO
oprana [Oka et al, 2012]. Jus omnpencieHus CHeKTpa OIOPAHTHOM
YYBCTBUTEJIILHOCTH KPHIIT KIETOK TMPEICTABISIOT WHTEPEC HCCIICAOBAHUS 110

BBISIBJICHUIO HEUPOHHBIX MPOEKIMHA 3TUX KIETOK B IEHTPAIbHBIX CTPYKTypax
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Mosra. Tak, yCTaHOBIIEHO, YTO Yy Kapacsi aKCOHBI HEHpPOHOB BTOPOTO TOPSIKA
(oOpa3yromue CHHAINCH ¢ KPUNT KIETKaAMHU) CBS3aHbI C OOOHSITEIIBHOW KOpOM
yepe3 MENUAIBHBIA TPaKT, KOTOPBIA TepelacT CEHCOpPHYK HH(GOPMAIHIO,
CBsi3aHHYIO ¢ BocrpousBeneHueMm [Hamdani, Dgving, 2007]. Ha ocHoBaHuu 3THX
(GakTOB aBTOpBI TMOCHEAHEH pabOThl TMPEANONAralT, YTO KPHUMT KICTKH
00ECIICUNBAIOT CENICKTHBHOE BOCIPHUSATHE TOJIOBBIX (DEPOMOHAIBHBIX CUTHAJIOB,
y4YacTBYIOIIUX B XUMHUECKOW KOMMYHHKAIIUU PbIO BO Bpems Hepecta. HemaBHO ¢
nomombio Mertona Patch Clamp u npmkusHenHoit Bu3yanusamun nonoB Ca®*
yIAJIOCh TIOKA3aTh, YTO Y MAKPEIIU B Y MOJIOH (DOPENN pa3iIuYHbIe CYyOTOMyIISIUuM
KPUIIT KJIETOK PEarupyloT Ha aMHUHOKHUCIIOTBHI, KEIYHbIE KHCIOTHI, JHOO
dbepomonansubie curHanbl [Schmachtenberg, 2006; Vielma et al., 2008; Bazaes,
Schmachtenberg, 2012]. ITpu 5ToM y 3penbix ocobeli hopenu OONBITUHCTBO KPHIIT
KJIETOK OTBEYAJIO TOJIBKO HA PENPOTyKTUBHBIC (PEPOMOHBI, YTO TOBOPUT O TOM, YTO
poduIb UX OTBETOB CYIICCTBEHHO 3aBUCHT OT IOJIOBOHM 3pPEJIOCTH M TOJa PHIOBI
[Bazaes, Schmachtenberg, 2012]. Kpome Toro, s3KCepUMEHTHI Ha TaHUO-PEPHO C
pPEeTPOTpagHbBIM MEUYEHHEM KpPUNT KJIETOK IyTEM HHBEKIMU (IIyOPECIICHTHOTO
kpacutens B OJI moka3anu, 4To JaHHBIC KIETKHU MOCHUIAIOT CBOM aKCOHBI TOJIBKO B
onHy rioMmepyay (kmybouek) OJI. DTO CBUAETEILCTBYET O CYIIECTBOBaHUU
CHEIUATN3UPOBAHHON «MEUEHOW JIMHUNY, O0BEAUHSIIONIEH 3a1aX0BbIe CUTHAIBI OT
BCEX MPEJICTABICHHBIX B 3MUTEIMU KPUNT KIETOK B oHOM ritomepyine OJI [Ahuja
et al.,, 2013]. B xome wu3ydeHus OJb(PAKTOPHOTO ammapara JaHHO-PEPUO B
npejeax SMUTeHs ObUIM BBISBICHBI TAKXKE IPYTUe «KPUIT-MOT00HBICY KIICTKH,
KOTOpPBIC TIOCHUIAJIM CBOM aKCOHBI B Jpyroi kiayoodek [Braubach et al., 2012;
Ahuja et al., 2014], yTo He COOTBETCTBYET MPHHIUIY CXOJUMOCTH aKCOHOB B
oxHoi rimomepyie [Mombaerts, 2006]. Oka3ayioch, YTO 3TH HEOOBIYHBIC KIICTKH,
Ha3BaHHBIE M3-3a UX XapakTepHOl (popmbl "kamme" HelpoHaMH, 3KCIOPECCUPYIOT
Gy siolf OCTKUM ¥ HE TPOM3BOAAT CHEIU(PUUSCKUX MAPKEPOB, CBOMCTBCHHBIX JUIS
KTYTHKOBBIX, MUKPOBWIIISIPHBIX U KPUNT KJIETOK.

Bce atu wmccnenoBaHus TMOKa3bIBAOT, YTO OOOHSTEIBHBIC PELEHTOPHBIC

KJIETKA PbIO  OTJIMYAIOTCA  3HAYUTEIBHBIM  CTPYKTYPHO-(YHKIIMOHATHHBIM
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MHOT000pa3reM, OHHM B3aUMOJECUCTBYIOT C pa3IUYHBIMU KIyOOUKaMu, 4YTO
BEPOSATHO MPEIONPENLISAET CIOXKHBIE MPOLECChl KOAUPOBAHUS 3a1axoB, KOTOPbHIC
OCYUIIECTBJISIOTCS YK€ Ha YpOBHE IepedepruuyecKkoro otaena OOOHSTEIbHON

CHCTCMBEI.

1.1.2 OnopHble KIeTKH

B 00OHSATEIHLHOM SIUTENHHU PEUENTOPHbIE HEHPOHBI MEPEMEKAIOTCS C
OMOPHBIMU  (TIOAJICP)KUBAIOIIMMY, OOKJIAIOYHBIMU) DIIEMCHTaMHU, KOTOPHIC
BBITIOJTHAIOT (GYHKIMIO TiuaabHbIX Kietok [Getchell, 1986]. Tena omopHbIX
KJIETOK OOBIYHO UWMEIOT MWJIMHIPUYECKYIO (OpMy, MPUYEM HUX alUKaIbHBIC
y4acTKH (POPMUPYIOT OCHOBHYIO IUIOIIAAb MOBEPXHOCTH 3nutTenus (puc.l).
HwkHSS 4acTh KJIETOK, CYXKasCh, MPOJOJDKACTCS B TIIYOMHY OSIHUTENUS, TIC
KOHTaKTHUPYET ¢ 0a3anbHON MeMOpaHoi. Pa3nnyaioT HECKOIbKO THIIOB OMTOPHBIX
KJIeToK. Hampumep, y MHOTHMX KOCTHUCTBIX PBIO HMEIOTCS CEKPETOPHBIE H
MepraTeabHble KJICTKH. DYHKIIMOHAIBbHAS CIeNU(UKa OMOPHBIX KIETOK eIle
cnabo m3ydeHa. CeKpeTOpHBIE SJIEMEHTHI MPOM3BOASAT TPAHYIBI, COIAEPKUMOE
KOTOPBIX TPU BBIJCICHHN CTAaHOBHUTCS COCTABHOW YacThIO OOOHSTEIbHOU
cnmu3u. [loBEpXHOCTh MepIATEIbHBIX KJIETOK CHAa0)XKeHAa MHOTOYMCICHHBIMU
KI'YTUKAMH, JIOKOMOTOpHAas AKTUBHOCTH KOTOPBIX CIOCOOCTBYET
nepememBanuio ciausu [burnai, 2012; Camoitnos, 2013]. OOHapyxeHO, 4YTO
OIOPHBIC KJICTKH TPOSBIAIOT (DAarolUTapHYI0 aKTHBHOCTh B  OTHOIICHHUH
NOruOIMX OOOHSATENBHBIX HEHPOHOB, YTO CBHUJETEILCTBYET 00 WX Y4acTUU B
nporieccax Heiporenesa [Carr et al., 1991]. B snekTpodu3noI0ruyecKux
UCCIJICIOBAaHUAX TTOKA3aHO, YTO KPOME Ha3BAaHHBIX (DYHKIIMHA TOIICPKUBAIOILIUC
KJICTKH YYacTBYIOT B (OPMHUPOBAHHH DJICKTPOTEHHBIX CBOWCTB CEHCOPHOTO
sautenus [Getchell, 1986]. YcranosieHo, 4T0 OHU MPOU3BOIAT MHOKECTBECHHBIC
Bapuanuu nuroxpoma P450s, rmyratnon S-tpancdepasy u apyrue (GpepMeHTHI,
BKIIFOUEHHBIE B METAa0O0JIM3M UY)KEPOJHBIX COCAMHECHHU, BBITIONHSS (YHKIIHIO

JCTOKCUKAaIUM SAAO0BHTBIX COGI[HHGHHﬁ, MNPUCYTCTBYIOIHUX BO BHEIIHEH cpeae, €
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KOTOPBIM compuKkacaercs snutenuii [Débat et al., 2007]. AxktuBHoCTh (hepMEHTOB,
METa0OIM3UPYIONUX KCEHOOMOTHKH, OblJIa BBISIBJICHA TaKKEe B CEHCOPHOM
ammapare y paayxkHod ¢openn [Starcevic, Zielinski, 1995], a Takxke y
npeacTaBuTeNIel  pa3HBIX  BHIOB  Miekomutarommx [Gu et al., 2000].
[Ipeamonaraercsi, 9TO OMOPHBIC KJIETKA MOTYT y4acTBOBATh TAaKKE B CEKPEITUU
nedencuH 5 nedeHCUHIIOJ00HBIX IIEIITUOB, KOTOpBIC 00J1a/1ar0T
aHTHOAKTEePUATbHBIMY, TPOTUBOBUPYCHBIMU U IMPOTHBOIPUOKOBBIMH CBOHCTBAMH,
oOecrieurBas 3alUTy MUTEIMS OT Y4y)KepoaHbIX aHTUreHOB [Laudien et al., 2011].
PaboThI, BBITIOJIHEHHBIC HEJaBHO, YKA3hIBAIOT HA TO, YTO BEIECTBA, BBIICISICMbBIE
OTIOPHBIMH KJIETKAMH B OOOHSITEIIBHYIO CJIM3b, MOTYT Y4aCTBOBATh B META00OIN3ME
3alaxOBBIX BEIIECTB M TAaKUM O0pa30oM CYIIECTBEHHO BIHUATh Ha TEPBUYHBIC
nporeccel  xemopeueniuu [Dahl, 1988; Nagashima, Touhara, 2010]. Takum
oOpa3oM, BeIllECTBA, IMOMAJAIONIME B OOOHATEIbHYIO CJIU3b, €Hle 10 HuX
B3aMMOJICHCTBHSI C  UYYBCTBUTCIBHBIMH  KIETKAMH MOTYT  IOABEPraThCs
3HAYUTEIIbHON XUMHUYCCKOW MOIU(UKALMN TaK, YTO PEICHIMK IMOABEPralOTCs He
UCXOIHBIE MOJICKYJIB, a HuX MerabomuTel. Kpome TOro, okasamoch, dYTO
KITyOOUYKOBBIE MaTTepHbl akTuBanuu B OJI mproOpeTaroT paauKaibHbIC OTIUYHS B
MIPUCYTCTBUHM HHTHOUTOPOB (DEPMEHTOB, COJIEPIKAIIUXCS B COCTaBE 00OHSATEIHLHOTO
cekpera. OTH (aKThl 3HAYUTEIBHO MMOBBIMAIOT (PYHKIMOHAIBHYIO 3HAYMMOCTb
oJTb(haKTOPHON CNHM3U, KOMITOHEHTHI KOTOPOW HEMOCPEACTBEHHO BOBJICUCHBI B
NIEPBUYHBIC TIPOIECCHl  XeMopeleniuu. KpoMe CBsS3bIBaHUS W XUMHYECKHX
NPEBpAIICHA  MOJICKYJI OJOPAaHTOB, BEIIECTBA, BBIACIICMbIC CEKPETOPHBIMHU
KJIECTKaMH, MOTYT OOECICYMBATh OYCHb IIMPOKUH CIEKTp APYruxX (QyHKIHH,
HaNpsSIMyI0 HE CBS3aHHBIX C IMPOIECCAaMU TPAHCAYKIMH. OTH HCCIICIOBAHUS
HaTJISTHO JIGMOHCTPUPYET CIIOKHOCTh CEKpEeTa, TMOKPHIBAIOIIETO OOOHATEITHHBIN
AIUTENNM, KOTOPBIA MOXKET BKJIOYaTh B ce0d HE TOJNBKO BELIECTBA,
OIOCPEIYIOIINE MPOIECChl XEMOPEIEIIIUN, HO W MOTCHIIMAIBHBIC MapKePhl IS
XapaKTePUCTUKH MaTOPUZUOIOTHUECKUX COCTOSHUN 00OHITEILHOTO armapara MnpH

Ppa3INIHbIX (bYHKL[I/IOHaJ'IBHBIX COCTOAHHUAX.



26

1.1.3 ba3zaabHbIe KJIeTKH

bazanpHbIe KIETKH 00pa3yIOT CaMblil HMKHUU SIICPHBINA CJION SMUTENINS U
coJiepKaT OpraHelIbl, CBOMCTBEHHBIE JIJIS Manoaud(epeHIIMpOBaHHBIX KICTOK.
OcHoBeiBasick Ha wux Mopdosornn [Graziadei, Monti-Graziadei, 1979] wu
SKCIIPECCHH CcreruuIecknx KieTounslx MapkepoB [Holbrook et al., 1995;
Goldstein, Schwob, 1996; Getchell et al., 2000], ux noapa3mensroT Ha 1Ba
Pa3HBIX THITA KJIETOK: TOPU30HTAIBHBIC U MAPOBHIHBIC. | OpU30HTAIBHBIE KIIETKA
HETIOCPEJICTBEHHO pacrioyiaralorcs Ha 0aszaiabHON MeMmOpaHe u (pOpMHUPYIOT C Hei
KOHTAaKTBl 1o Ty monyaecMocom [Holbrook et al., 1995]. Ownm
B3aUMOJCIHCTBYIOT C aKCOHAaMH  PEHENTOPHBIX  KIETOK TMeped  uX
NPOHUKHOBEHHEM 4epe3 OasanbHyr0o MemOpaHy. B  mpocBeuuBaromiem
JJICKTPOHHOM  MHUKPOCKOII€  TOPU3OHTAIBHBIC  KJICTKH  XapaKTePU3YIOTCS
MOBBIIIEHHONW DJIEKTPOHHOW IUIOTHOCTBIO, HMMEIOT YIUIOUICHHYI0 (GopMy C
YIUTMHEHHBIM SIIPOM M XOPOIIO OKPAIIMBAIOTCSA TOJYHIUHOBBIM CHUHHM. DTO
CIMHCTBCHHbIE  KJICTKH  OIHTENHSA, OKCIPECCUPYIOIIHE  Crennu(puiecKue
nurtokepatuubl KS u K14 [Holbrook et al., 1995]. Jlonroe BpemMsi cC4MTAI0Ch, YTO
TOPU30HTAIILHBIC KJICTKH B OCHOBHOM HAaXOISATCS B COCTOSHHH IOKOSI U TOJIBKO
NEPUOIUIECKA MOTYT MEPEXOAUTh K aCHMMETPUYHOMY IEJICHUIO, BO30OHOBIISSA
UCXOJIHYIO TOPU30HTAIBHYIO KIETKY M TPOHM3BO/IS IAPOBHUIHYIO KIIETKY. [Ipudem,
CYIIECTBOBAJIO MHEHHE, YTO YCHJICHUE MX MPOJUPEPATUBHON aKTHBHOCTH MOYKET
BO3HUKHYTh TOJIbBKO B pe3yJbTaTe OOIIMPHBIX IMOBPSKICHUN  AIUTEIH,
BBI3BAaHHBIX pa3ndyHbIMK npuuuHamu [Leung et al., 2007]. B mocnennue rossi
NpEJICTaBICHUS O (YHKIIMOHAIBHBIX CBOHCTBAX TOPH3OHTAIBHBIX  KIETOK
MOJIBEPIVIOCH CYIECTBEHHOMY TiepecMoTpy. [loka3aHo, 4TO Tak Xe, KaKk H
HEHPOHAJIBHBIC CTBOJIOBBIC KJIETKHA, OHM MOTYT TPOHM3BOJUTH BCE THIIbI KJIETOK
snurenus [Mackay-Sim, 2010; Iwai et al., 2008].

KpoMe TOro, HelaBHO YCTaHOBJICHO, YTO OINPEACICHHBIC CYONOMyJISIUN
TOPU30HTAILHBIX  KJICTOK CHAa0XEHBI TaK Ha3blBACMBIMH  "TICPBUYHBIMHU

peCHI/I‘-IKaMI/I", C IMOMOIIBIO KOTOPBIX OHH BBaHMOI[efICTByIOT C TCPMHHAJIbHBIMHU
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HOKKAMH OIOPHBIX KIJIETOK, KOHTAKTHUPYIOIIMX ¢ 0Oa3zampbHOW MeMOpaHOH.
[Toy4eHsl SKCIEpUMEHTAIBHBIE JOKA3aTeILCTBA O TOM, UYTO TIOCPEJACTBOM TaKUX
pPECHUYEK TOPU3OHTANBbHBIE KIETKHA IMOJYYal0T HHPOPMAIMIO OT TIHAIBHBIX
KJIETOK O CTPYKTYPHO-(QYHKIIMOHAJIHLHOM COCTOSIHHHM STIHUTEIUS W B CIIydae €ro
MOBPEXK/ICHHS aKTHBUPYIOTCS KOMITEHCATOPHBIE MPOIIECCH HeliporeHesa [Joiner et
al., 2015]. B HacTosiiee BpeMs MOSBIISIETCSA BCe OOJIbIINE JaHHBIX, YKa3bIBAIOIINX
Ha TO, 4TO "MEpPBUYHbIC PECHUYKHU" UTPAIOT OYCHb BAXKHYIO POJb B O0CCIICUEHUU
MEXaHU3MOB KJIETOUHOU Mposrdepaluy U peryssiuy KIeTouyHoro nukia [lrigoin,
Badano, 2011]. TIlokazano, YTo KpoMmMe OJIb(AKTOPHOTO SIHUTEIUS OHH
HEMOCPEJICTBEHHO  YYacTBYIOT B  HeWporeHese u  auddepeHImpoBKe
MPOTCHUTOPHBIX U TIHAIBHBIX KJIETOK B CYOBEHTPUKYISIPHOM 30HE THITITOKaMIIa
[Tong et al., 2014]. OGcyxmaercs BOIPOC O TOM, YTO TaKOH OIOCPEIOBAHHBIN
PECHHYKON KOHTAKT MEXJy FOPHU30HTAIBHBIMH M OTIOPHBIMH KJIETKaMHU IO CBOCH
(YHKITMOHATLHOU CHEIM(PUKE MOXKET OBITh aHAJOTUYCH "MMMYHHOMY CHHArcy"
Mexnay peuenrtopamu T-nuMm@pouuToB u  OelKaMu  TJIABHOTO  KOMILIEKCa
T'HCTOCOBMECTHMOCTH B aHTUTCH-TIPEACTBIAIONINX KieTkax [Bromley et al., 2001].

[IlapoBuaHBIC Oa3aNbHBIC KIETKH PACIIOJIATAIOTCS HAJ[ TOPU30HTAIBHBIMU
KJIETKAMH, UMEIOT OKPYTIyi0 (OpMy, MOHIKEHHYIO TJIOTHOCTH ITUTOILIA3MbI U
c1ab0 OKpaIIMBarOTCS TONyHIMHOBBIM cuHuM [Graziadei, Monti-Graziadei, 1979].
B oTiMuue oT ropu30HTAIBHBIX KJIETOK, OHH HE JKCIPECCHPYIOT [IUTOKEPATHHBI.
Kak u ropus3oHTaNbHbIC, IIAPOBUAHBIC KIETKH SBJSIOTCA PErHOHATBHBIMU
MYJBTUTIOTCHTHBIMHA KJICTKAMH: OHH aKTUBHO TPOJH(EPUPYIOT B TCUCHUE BCEH
JKU3HU SKMBOTHOTO M MOT'YT TPOHM3BOJMTH BCE THIIBI HEPBHBIX M HE HEPBHBIX
kierok snurenaus [Schwob, Jang, 2006]. Tlonymsiust 3TUX KJIETOK HEOIHOPOIHA,
YTO MPEAONMPEASIICTCS DKCIPEeCcCuel pa3IMYHbIX (PAKTOPOB TPAHCKPHUIIIIHHA |
crenupuIecKkrux MeMOPaHOCBA3aHHBIX OCIKOB, HACHTU(UIIMPYEMBIX C MTOMOIIBIO
MOHOKIOHaIbHBIX antuten [Goldstein, Schwob, 1996]. Haumnas co Bpemenu
BBISIBJICHHSI MOP(OJIOTHIECKUX MPU3HAKOB, OTIMYAIONINX TH JIBa THMA 0a3aIbHBIX
kietok [Graziadei, Graziadei, 1979], 1o HacTosimero BpeMeHH HE MpeKpaIiaeTcs

IUCKyccust O (DEHOTHNMYECKUX JeTepMUHAHTaX HX JAuddepeHIupoBKH B
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JKNU3HCHHOM HHKIJIC )KUBOTHBIX B HOPME U IIPpHU ,Z[CI>'ICTBPII/I MOBPCKAAIOIIUX ar€HTOB

BHentHew cpenbl [Fletcher et al., 2011; Krolewski et al., 2012].

1.2 HejiporeHne3 B 000HSAITEJILHOM 3MUTEJTUH

B wu3ydyeHuM ajanTUBHBIX MEXaHU3MOB (DYHKIIMOHMPOBAHUSA KJIETOK
OOOHSTEIHHOTO afmapaTa aKTyaJbHBIMH SIBIITFOTCSI BOIIPOCHI, CBSI3AHHBIC C
UCCIIEIOBAHUEM IIPOLIECCOB HX JEreHepauuyd WU HeilporeHes3a. IlepBoHauanbHO
CUMTAJIOCh, YTO HEUpOTreHe3 B 00OHSATEIHLHON BBICTUIIKE JOJKEH ObITh OTpaHUYCH
SMOpPHOHAIBHBIM W pPAHHUM TIOCTHATAJIbHBIM JTallaMyd PAa3BUTHUS >KUBOTHBIX.
OnHako, ysS3BUMOCTh CEHCOPHBIX HEHPOHOB K JIEUCTBUIO (haKTOPOB OKPYKAIOIICH
Cpellbl JIeJaeT HEHMpOreHe3 *XKM3HEHHO Ba)KHBIM CBOWCTBOM, HEOOXOJMMBIM JUJIS
HEMPEPHIBHOTO TOMJIEPKAHUSI Y SKUBOTHOTO PaA3JIMUHBIX (POpM  OJOpaHT-
3aBUCUMOTO TOBeJeHUsA. TakuM 00pa3oM, HaJIUYWE PEreHEpPaTUBHBIX CBOWCTB B
AIUTENNH ObUIO BBISBJIEHO TAKXKE Y )KMBOTHBIX U B 3pEJIOM BO3pACTE.

IlepBble nOKa3aTENbCTBA CYLIECTBOBAHUS HEWPOTEHE3a Y  B3POCIBIX
KUBOTHBIX OBUIA TOJYYEHBI C TIOMOIIBIO CBETOBOM MHKPOCKOTHH Yy KPBIC,
KposMKOB U 00e3bsiH B 30X — 40X rogax mpouuioro Beka, Korjaa pazpadaTbiBaauch
CIOCOOBI  pa3pylIeHUsi OpraHa OOOHSHHUSA, 4YTOOBI 3a0JIOKMPOBATH TPAHCIIOPT
BUpyca moymomuenura B mo3r [Smith, 1938]. ITlocaenyromue wuccieaoBaHUs
BBISIBUJIM HAJIMUKE PETCHEPATHUBHBIX CBOMCTB DMUTEIUS Y MHOTHX JIPYTUX BUIOB
*uBOTHEIX [Graziadei, Graziadei, 1979; Kondo et al., 2010], Bxmrouass pwiO
[Westerman, Baumgarten, 1964; Julliard et al., 1993; Yanagi et al., 2004;
Bayramli et al., 2017].

Heob6xonumo OTMETUTh, YTO 3HAYUTEIbHAs 4YacTh pPadOT, MOCBSIIICHHBIX
BOIIPOCaM HEMpOreHe3a, BHIIMOJHEHA Ha MIIEKOMUTAIONIUX. DTO CBA3AHO C TEM, YTO
OOOHSITENbHASl BBICTUJIIKA PACCMATPUBAETCS B KAYECTBE OJHOTO M3 JOCTYIHBIX
HMCTOYHUKOB ayTOJIOTUYECKUX CTBOJOBBIX KJIETOK, YTO OTKPBIBAET IMEPCIEKTUBBI
JUTSL €€ WCIIOJIb30BaHMsI B PEIICHUU MPOoOJIeM BOCCTAHOBHTEIBLHOW MEIUIMHBI [ImM,

Moon, 2015; Bukropos, 2007]. Hauunas ¢ cambIX paHHHX paOOT M IO HACTOSIIETO
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BPEMEHH HCCIICJIOBAHHUS TPOIIECCOB BO30OHOBICHUS KIETOK B DJIUTEIHU
pPa3BUBAIOTCS B JBYX acCleKTaX: B XOJAEC ©CTECTBEHHOW >XM3HU >KMBOTHOTO, WA
MOCJI€ PA3IMYHBIX BAPUAHTOB TMOBPEXKIACHUS OOOHITEIHHOTO aHajau3aTopa Ha
pa3HbIX ypOBHAX ero opranuzanuu. C 3TOH I1eJbl0 B OCHOBHOM MCIIOJIB3YIOTCS
CJICYIONINE TIOAXOIbI: BBEICHNE TOKCUYHBIX BEIIECTB B TOJIOCTh HOCA, YIAJICHUE
OJI (OynbOsKTOMUS ), TIEpEPE3Ka OOOHSITEILHOTO HEPBA, a TAKXKE METO CEHCOPHOU
JENPUBAIIAHY, MAPOKO HCIIOIB3YEMOUN MPU M3YYCHHUH IPYTHUX CEHCOPHBIX CHCTEM

[Cowan, Roskams, 2002] (puc. 3).

Bulbectom OIf ' i
a y 6 actory Nerve Transection

Zn SO4, MeBr, Triton X-100

Pucynok 3. MeTonbl U3ydeHUs: pereHEpaTUBHBIX CBOWCTB B OOOHSTEIHHOM JMUTEINHU
xuBoTHBIX [Cowan, Roskams, 2002]. A — ynaneHue OOOHSATENBOH JIYKOBWIIBI; O —
nepepeska 00OHSATENBHOTO HEPBA; B — HHTPAaHA3aJIbHOE BBEICHUE TOKCUYHBIX BEILIECTB; I

— CEHCOpHas JeNpuBanus, OJOKUPYIOIIAs MPUTOK BO3AYyXa

B mocnennee Bpemsi pa3pabarbIBalOTCS U APYTrHE, MEHEE TpPaBMATHYHbBIC W
OoJjiee CEJICKTUBHBIE METOAbl aOJSAIUU  XEMOPELENIMY, HampuMep, IyTeM
MOJYYEHUs] TPAHCTEHHBIX >KMBOTHBIX, HEPBHBIE KIETKH KOTOPBIX COJIepXkKaT

perenTop is TOKCHMHA IU(TEpUH, YTO TMO3BOJIAET HM30MPATETHHO BBIKIIOYATH
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HEHPOHBI MPHU MX B3auMojcicTBuu ¢ nudrepuitnbiM TokcuHoM [Chen et al., 2005].

Kak yka3pIBaJioCch BBIIIIE, CTBOJIOBBIC KIICTKH, JIOKAJTN30BAaHHBIC B 0a3aIbHBIX
OTJENIax SMUTENNs, TCHEPUPYIOT OMOPHBIC U CEHCOPHBIC KJICTKH Ha MPOTSHKECHUH
BCEl ’KU3HU )KUBOTHOTO. XapaKTepHO, YTO HEHPOTEeHEe3 B 0JIb(paKTOPHOM armapare
pPEIKO COMPOBOXKIACTCsl oOpa3oBanmeM omyxoju [Bailey, Barton, 1975], ugto
TOBOPHUT O HAJMYMH 3]eCh HAJCKHBIX MexaHu3moB peryisiuu [Nicolay et al.,
2006; Leung et al., 2007]. ITokazaHo, YTO Y MOJIOJIBIX JKHBOTHBIX €CTECTBEHHAS
CKOPOCTh BO300HOBJICHHSI HEHPOHOB CYIICCTBEHHO BBIIIE, YeM Yy B3POCIBIX
[Huard, Schwob, 1995; Kondo et al., 2010]. ITpoaomKkHTeIbHOCTD KU3HU KIETOK
TaKKe€ 3aBUCUT OT BO3pacTa: y MOJIOABIX 0c0o0eil oHa coctamisieT npumepHo 30
cyrok [Graziadei, Graziadei, 1979], torga kak ¢ BO3pacTOM OHa MOXET OBITh
yBenmueHa 10 90 cyrok [Mackay-Sim, Kittel, 1991] niau naxe mo roma [Hinds, et
al.,, 1984]. Ha wmopckux CBUHKax IIOKa3aHO, YTO CKOPOCTb, C KOTOpPOH
HOBOOOpa30BaHHBIC HEHPOHBI MUTPUPYIOT OT Oa3adbHONH MeMOpaHBI Yepe3 TOJIIILY
AMUTENHUS, TAKXKE€ U3MEHSETCS C BO3pacToM. Y HEMoJioBo3penbix ocobeit BrdU-
MEYCHBIC KJICTKH MUTPUPOBAIN B CPETHHUI CIIOM OOOHATEIHHOTO SIUTEIHS Yepe3
24 yaca, U TOJBKO 4YE€pE3 5 CYTOK Y B3pPOCIBIX C BBIPAKEHHOW SKCIpeccuen
HelpoH-crienuduueckux OenkoB MexkierouHou anresun N-CAM. XapakrtepHo,
9TO YHCIO W PACIOJOXCHHE TIOTHOMMX KIETOK (ONpPEISICHHBIX METOIOM
TUNELL) c Bo3pacToM HHKak HE H3MEHSUIOCh, YTO TOBOPUT O TOM, YTO
3aMeJIeHUEe TMPOIECCOB HEHWpOTeHe3a HUKAK HE CKa3bIBACTCS HAa CKOPOCTH HX
ecrectBeHHOM rudenu [Higuchi et al., 2005].

W3 MOAEIbHBIX SKCIEPUMEHTOB CJCAYET, 4YTO CCTECTBEHHBIC TEMIIbI
HEHpOTreHe3a, CBOWCTBCHHBIC 11 HMHTAKTHBIX JKUBOTHBIX, MOTYT OBITh
CYIIICCTBCHHO aKTHBHU3MPOBAHBI MOCIIC MPUMEHEHHUS Pa3IMYHBIX (OPM CEHCOPHOMH
nenpuBauuu. Tak, yBeluyeHue Mposmdepannu KIETOK HaO0II0Aaloch MOocCIe
JNECTPYKTUBHBIX M3MECHCHUW SIUTEHS B PE3yJIbTaTe BO3ACHCTBHS TOKCHUSCKUMU
arentamu (Triton X100, ZnSO4, MeBr) [Schwob et al., 1995; Frontera et al.,
2016], nmepepesku akconoB [Schwob, 2002], wmu ymamenus OJI [Carr, Farbman,
1993; Makino et al., 2009].
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[Tocme HMCKYCCTBEHHOTO TOBPEKACHHUS OIUTENUsS B  OOJBIIMHCTBE
NPEJICTABJICHHBIX ~METOJWK aHaromuueckoe [Schwob et al, 1995] wm
dyukunonansHoe [Blanco-Hernandez et al.,, 2012] BoccraHOBiIEHHE KIETOK
OOBIYHO TIPOSBIISICTCS B TedeHHWE 45 NHEH, a MCXOAHBIC MATTEPHBI IKCIIPECCHH
perienTopoB Bo300HOBIISIOTCS B TedueHne 90 mueit [lwema et al., 2004]. Tem He
MeHee, I3MEPEHUE IIIOTHOCTH BHOBb 00Pa3yIONIUXCsI KJICTOK U ITUPHHBI ATTUTEITUS
MOKA3bIBAIOT, YTO €ro MPEeXHHE MOP(OJOTUUYECKHE MapaMeTpbl MOJIHOCTHIO HE
BOCCTAHABIIMBAIOTCA. DTO CBSA3aHO C TEM, YTO IOCJE AETEHEPATUBHBIX U3MEHEHUI
KOJMYECTBO TMpOJU(EPATUBHO AaKTUBHBIX KJIETOK CTAHOBUTCS CYIIECTBEHHO
MEHBIIIE, YEM y KOHTPOJBHBIX KUBOTHBIX, BCIACACTBUE YETO YHCIO PELENTOPHBIX
KJICTOK CHIDKaeTcs Ha TpeTh [Suzukawa et al., 2011].

HccnenoBanus AereHepaTUBHBIX U3MEHEHU U HEHpOTreHe3a y phl0 N3yUYEeHBI
MeHee aetanbHo [Yanagi et al., 2004], rem He meHee, otmeuactcs [Becker, Becker,
2008], 4T0 HUTOJOTHYECKHE M MOJICKYJIAPHBIC MEXaHH3MbI, KOTOpPBIC JICKAT B
OCHOBE OOOHATENILHOTO HEHporeHeza y pbl0, Takke MOTyT ObITh MHTEPECHBI B
IJIaHe TIEPCTIEKTUBBI UX HCIONB30BAaHUSA B MEIUIIMHE MPU pa3pabOTKe METOOB
JICUCHHS] HEUPOJEreHepAaTUBHBIX 3a00JIeBaHWI. YCTaHOBJIEHO, 4YTO Kak H
MJIEKOTIUTAIOIINE, PHIOBI CITIOCOOHBI PETEHEPUPOBATH AMUTENNH B TCUCHUE JKU3HH,
a Takke B OTBET Ha ero mnoBpexiacHus. [Ipuyem, creneHb HHAYIUPOBAHHOTO
MOpaXEHUsI M COOTBETCTBYIOIIUX €My MOpPGO-(hU3NOIOTHYECKUX TEePEeCcTPOEK
oJb(paKTOPHOTO ammaparta, oObrdHO BHpocmnenuuunbl [Hansen et al., 1999;
Ducray et al., 2002]. B gactHOCTH, Y OOBIKHOBEHHOI'O capraHa IMocie Mepepe3Ku
OOOHSITETFHOTO HEpPBAa B AMUTEIWH BO3HHUKACT JIBE€ BOJHBI KOMIICHCATOPHOTO
ueiiporenesza [Cancalon, 1983]. OcuoBHast (asa pereHeparyyi HAaYMHAETCS YEpe3
12 nueii (mocne mpopactanusi akcoHoB B OJI) u conpoBoxkaaeTcss BO30OHOBICHUEM
50—-70 % akcoHOB OT WX UCXOAHOTO KoauuecTBa. [locie 3Toro Hactymaer BTopas,
Oonee ObicTpas ¢aza BOCCTAHOBJICHHS KJIETOYHOI'O COCTaBa JSIUTENHS, KOTOpas
MIPOMCXOINT B CEMb pa3 ObICTpee, UeM TIepBasi ¥ MPUBOANUT K BOCCTAHOBJICHUIO 3—5
% axconoB. Ilocienyromme CcpaBHUTETbHO-(PU3UOIOTHUECKUE HCCICIOBAHUS

IMOoKa3aJikn, 4YTO CKOPOCTb PCrecHCPAlN SIIUTCINA Y pBI6 CYmECTBCHHO 3aBHUCUT OT
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JUTMHBI OOOHSTEIHHOTO HEPBA, KOTOPBIA COCIWHSET UyBCTBUTEIIbHBIC KIETKH C
OJI. Tak, y ganuo-pepuo ¢ Oojiee KOPOTKHM, Ye€M Yy capraHa, OOOHSTEIbHBIM
HepBoM, Tocie oOpabotku T-X100 mpoucxomamsno OGojiee  YCKOPEHHOE
BOCCTaHOBJICHHME 3muTeNus — B Teuenue 5 nmueit [Igbal, Byrd-Jacobs, 2010]. O6
TUX K€, CXOJHBIX BPEMEHHBIX paMKaX BOCCTAaHOBHUTEIHLHOTO HEHpOreHesa,
TOBOPST PabOTHI, BBIOIHEHHBIE HA IYIIIH: TIOCIE TOKCHYeCKOro Boaeiictaus Cu”*
npexkHue Mopdororuueckue MoKa3aTend JNUTeNuss (C  y4eTOM DJKCIpPEeCCHUU
TUCTOXUMUYECKUX MapKEPOB 3pPEJIOCTH HEUPOHOB) MPOSBISUINCH Ha JIECATHIE
cytku [Bettini et al., 2006].

AHanmu3 JHTEepaTyphl IOKa3bIBAaeT, YTO HEHporeHe3 B OOOHATEIHLHOM
DIUTEIUHU  SBISETCA  BBICOKOA(M(DEKTUBHBIM  PETryJIUPYEMbIM  IPOIIECCOM,
HaIpaBICHHOM Ha COXpaHEHHUE ero CTPYKTYPHO-(QYHKITHOHATBHOMN
IIEJIOCTHOCTHOCTH, YTO HEOOXOAMMO I TOMJEPKaHWS Yy  HKUBOTHBIX
HEO0OXOMMOT0 YPOBHSI 0OOHSATEILHOTO BOCIPUTHS. B CBsI3U ¢ 3TUM, B MOCJEAHEE
JECATUIIETHE HWCCIEOBaHUSI HEWporeHesa B OCHOBHOM COCPEIOTOYCHBI Ha
BBISIBJICHUU PETYJISTOPHBIX MEXaHU3MOB, KOTOpPhIE 00ECIIEUUBAIOT €r0 HAJEKHYIO
perenepanuo. ['aBHBIM 00pa3oM, pelieHne ITUX MpodsieM cHOKyCHpPOBaHO Ha
W3YYCHUU MHOTOYHCICHHBIX (AKTOPOB TPAHCKPHUIIINUA, OT KOTOPBHIX 3aBUCST
OCHOBHBIE TyTH KJIETOYHOW JudPEepeHIUpoBKH H UX MPOCTPAHCTBEHHOE

pacniosioxenue [Rawson, Gomez, 2002; Im, Moon, 2015].
1.3 Ilepuepudeckne MexaHU3Mbl peryJsiniusi 000HATEJIbLHON peleniuu

ConmanbHple B3aUMOOTHOILIEHUS, B YaCTHOCTH, B3aUMOJECUCTBUS MEXKIY
rUAPOOMOHTAMUA B  HEPECTOBBIM MEPHUOJ, OIMOCPEIOBAHHbIE OWOJOTUYECKU
aKTUBHBIMU COEIMHEHUSIMHU, CONPOBOXKAAIOTCS M3MEHEHHUSIMU SKCIPECCUH T'€HOB,
KOTOPBIE BBISIBJISIIOTCA HA Pa3HBIX YPOBHSAX 00paOOTKH CEHCOPHON MH(pOpMALIUU —
B CeHCOpHOM snutenuu, B OJI U B COOTBETCTBYIOLIMX 30HaX KOPbI T'OJIOBHOI'O
mo3sra [Harden et al., 2006]. B otimdre oT BemiecTs, KOTOPbIE MOTYT HEMPEPHIBHO

Y4aCcTBOBAaTL B PCrysilMkd COOUAJIBHBIX KOHTAKTOB, BOCIIPHUATHE IIOJIOBLIX
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(epoOMOHOB MPOUCXOIUT TOJIBKO B (Pa3y HMX TOTOBHOCTU K BBIMETY IOJIOBBIX
npoaykroB. Kak roBopmioce BbIlE, B 3TO BpeMs C IOMOIIBI0 OOOHSHUSA
OCYHIECTBISICTCS HACHTU(PUKAUS (U3HMOJOTUYECKOrO0 CTaTyca MOIXOMSAIINX
OpayHBIX MAPTHEPOB U CUHXPOHU3AIMS PA3BUTHUS UX MOJOBBIX MPOAYKTOB. Takum
o0pa3oM, B CpaBHEHHH C JOHEPECTOBBIM CE30HOM, B MEPHOJl PA3MHOKECHHS Ha
O0OOHSIHUE PBIO JIOXKUTCS MOBBbIIIEHHAs (yHKIHUOHAIbHAs Harpy3ka. OO0 3ToM xe
CBUACTEIBCTBYIOT 3KCIIEPUMEHTHI C MCKYCCTBEHHOM JIeTIpUBAIIMEel 0JIb(aKTOPHOTO
BOCHPUATUS TOJOBBIX (epoMOHOB. [loka3aHO, YTO OKKIO3UA OOOHSTEIBHBIX
pPO3ETOK, WM TIepepe3Ka OOOHATENbHBIX TPAKTOB, MEPENAIOLIUX CEHCOPHYIO
nHpopMaIi0 B NEpeaHUN MO3T, OJOKUPYET PENPOJYKTHUBHOE IOBEICHUE PHIO
[Kawaguchi et al., 2014], coxpaHsis pu 3TOM OTJAEIbHBIC (OPMBI COLUATBHOTO
noseAecHus [Uchida et al., 2005].

[lompITKM  BBIIBUTH  B3aMMOCBS3b  MEXAY  MOP(OIOTHUYECKUMU
OCOOCHHOCTSIMH  NIepU(epruyecKoro otraena OOOHSTEIBHOITO aHalIu3aropa |
YPOBHEM €r0 (PYHKIIMOHAIBHOTO PAa3BUTHUS HA Pa3HBIX ITalax >KU3HEHHOTO ITHKIIA
¥ BOCITPOM3BOJICTBA CTaJM aKTUBHO IMpEANPUHUMATHCS elle ¢ Hayana 60X roaos
OPOLUIOrO BEKa B CBSA3M C PAa3BUTUEM METOAOB 3JIEKTPOHHONW MHUKPOCKOIHUU.
Pemenne  naHHOM  MpoOOJIEMBI  OCJIOXHEHO HE  TOJBKO  CTPYKTYpPHBIM
MHOT0O0Opa3leM 3TOro opraHa y pa3HbIX BHMJIOB pPblO, HO U €ro UIMPOKUMHU
aJanTHBHBIMK BO3MOKHOCTsAMH [Yamamoto, Ueda, 1979; Kasumyan, 2004].
CornacHo kiaccudukanuu, npemioxeHHon Opuriem [Frish, 1941], pwi6 (kak
JPYTUX JKUBOTHBIX) B CBSI3U C YPOBHEM Pa3BHUTHS WX OOOHSTEIBHON CHUCTEMbI
pasaeNsIIoT Ha Makpo- U MHKPOCMATHKOB. MoOpPQOJIOTHYECKHE acleKThl TaKoro
pa3rpaHuueHHs y PhI0 paCCMOTPEHBI BO MHOTHX paboTax [Hampumep, [JopoiieHko,
Hesuruaa, 2009]. Jlas pbIO-MaKpOCMATHKOB XapaKTEPHO XOPOIIO Pa3BUTOE
0o0OHSIHME, KOTOpoe o0ecreynuBaeTcs OOJIBIION IMIIONIANbl0 TOBEPXHOCTH,
3aHHMAaeMOMl pelenTOpHbIMU KIETKaMH, a TaKXke HaJIW4hMeM pa3HOOOpa3HBIX
MOP(OJOTUYECKUX MPUCTIOCOOIEHUN, O0ECIeUnBaIOIUX HE TOJBKO 3allUTy
CEHCOPHOTO amnmapaTa, HO 1 pUTMUYHYIO TI0Jlady TeCTUPYyeMoil cpeabl. B oTinune

OT  23TOro,  peidaM-MUKpocMaThKaM ¢  Oolee  HU3KHUM  yYPOBHEM
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XEMOYYBCTBUTEIPHOCTH  CBOWCTBEHHBI ~ MEJIKHE  OOOHSATENBHBIE  PO3ETKH,
COCTOSIIIIME OOBIYHO M3 HECKOJBKUX CKIIAJO0K, IPUYEM, TOK BOIBI OCYIIECTBISETCS
MACCUBHO — BO BpeMsi ABM)KCHUS PHIOBI.

B cBsi3u ¢ MHOTOBapHaHTHBIMH OCOOEHHOCTSIMH CTPYKTYPHOTO Pa3BUTHUSA
XEMOPEIIETITOPHOTO anmapara y pa3HbIX BUJOB pbI0 Ha CETOAHSIIHUN JCHb HET
CIMHON TOYKH 3pPEHHSI O TOM, Kakasl CyIIECTBYET CBS3b MEXKIY UYMCIOM/TUTIAMHU
PELENTOPHBIX KIETOK, UX TIOTHOCTBIO, CIIOCO0aMU B3aMMHOTO PACIONIOKEHUS U
YpOBHEM OOOHSTENBbHOW YYBCTBUTEIbHOCTHU. lIpenmnonaraercs, 4To MOBBIIICHHAS
YYBCTBUTEIBHOCTh CBOMCTBEHHA pbIOAM, CEHCOPHBIA SMUTEIUN KOTOPBIX HE
npepbiBaeTcs uHAM(depenTaeivu  yuactkamu [Holl, 1965; Yamamoto, Ueda,
1979]. Jlpyrue ucciaenoBaHUs, BBIMOJIHEHHBIC, B YAaCTHOCTH Ha OCJIOM aMmype B
XO0JIe¢ €r0 OHTOT€HETHYECKOTO pPAa3BUTHUS, HE BBIIBWJIM y HETO TAaKUX MPSMBIX
3aBucumocreit [[Tamenko, Kacymsa, 2015].

Bocopusitue  mnonoBblX  ()EPOMOHOB  CONPOBOXKIAETCS  M3MEHEHUSMU
ANIEKTPOOJIh(PAKTOTpAaMMBbl M, KaK OTMEYajJoCh BBIIIE, pPa3BUTHEM KackKaja
HEHPOAHIOKPUHHBIX  MEPECTPOEK, KOTOpble BEIYyT K  BBICBOOOXKICHHIO
HEHPOIENTHIOB U N3MEHEHHUIO YPOBHS CTEPOUIHBIX TOPMOHOB B kpoBu [Almeida
et al., 2012]. UccnenoBanus, MpoOBEICHHBIC HA PhIOAX M JPYTUX MMO3BOHOYHBIX,
MOKa3bIBAIOT, YTO CTEPOUIBbl U HEUPOMENTHUIbl MOTYT OKa3blBaTh 3HAUMTEIHHOE
PETYJISTOPHOE BIMSHUE HA BOCIPHUSATUE 3aMAaXOB U UX 3(PPEKThl 0OOBIYHO UMEIOT
MEXKIOJIOBBIE pa3UyuMsi, a TaKKe 3aBUCIAT OT PENpPOAYKTUBHON 3peraocTu
xuBotHoro [Moffatt, 2003; Doty, Cameron, 2009]. 3to cBsi3aHO ¢ TeM, YTO KJICTKH
OOOHSITEBHOTO AMUTENHS, KaK U BBICIIME OTHENIbl 00pabOTKM HMH(OpManuu 00
OJIOpaHTax, SBIAIOTCS MHIIEHBIO JJIsi CTEPOUIHBIX TOPMOHOB Y MO3BOHOYHBIX
[Segovia, Guillamon, 1993], Bxirouas pei0. [IpudeM, Kak Moka3aHO Ha KapHOBBIX,
pa3Mep U CII0)KHOCTh MOP(OJIOTHUECKON OpPraHU3alMU AUTEIUS KOPPETUpyeT co
CTENEHBIO HX IMOIoBOM 3penoctu [Schreibman et al., 1985]. B wuactHOCTH,
OOHaApy)XeHO, YTO B XOJE TOJOBOTO CO3PEBaHUs THUAPOOMOHTOB B CEHCOPHOM
amnmapare yBEJIMYMBACTCSA MOMYyJSAlUs OOKaJOBHIHBIX CIU3UCTBIX  KIJIETOK.

HOS,Z[HGG, Ha J3THX XK€ p516ax C IIOMOIIBIO OTBCACHUA OJIB(I)aKTOFpaMMBI oT
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MOBEPXHOCTH JMHTEIHMS YAAJIOCh II0Ka3aTh, 4YTO HWHBEKIMS aHIAPOTCHOB
3HAYUTEIIbHO YCHIIUBACT AJICKTPUUYCCKUE OTBETHI HA MPOCTArIaHIMHBI M CTEPOUIBI
— BeIIleCTBa, MpearnoyiaracMbie B kauectse pepomonoB [Stacey, Cardwell, 1995].
AHaJOrHYHbIC pa0OThI, BBIOJIHEHHBIC Ha JococeBeix [Waring et al., 1996] u
okyHneoOpasubix [Belanger et al., 2004], Takxe yka3bIBacT Ha TO, YTO MOPOrOBOE
3HAQYCHHWE M BEJIWYMHA PEaKIMM Ha 3TH BEIIECTBA CYIICCTBEHHO 3aBHCAT OT
CTEIIEHU WX TIOJOBOW 3penocTh. [Ipmuem, oTMedaercs, 4TO y JIOCOCEBBIX IEpe
HACTYIUICHHEM HEPECTOBOTO TEpHOJIa TOCTOBEPHO yBenmunBaercss oobeM OJI, uto
KOCBEHHO MOJKET TOBOPUTH 00 YBEIIMUCHUH KOJHYECTBA PELECNTOPHBIX KJICTOK B
snutenuu [Jarrard, 1997].

B  muWTOXMMHYECKHMX ~ HWCCIICIOBAaHMSAX, TPOBEJACHHBIX Ha  Kapacsx,
YCTAHOBJICHO, YTO JIOKAJIM3AIMsI YYBCTBUTCIBHBIX K (DEpOMOHAM KPHUIT KIETOK B
pasHoe BpeMs To/ia CYIIECTBEHHO U3MEHSETCS, TPUYEM, JIETOM — MPH MEepexoie K
HEPECTy — WX Tella MEepPeMENIanTcs K 0ojiee MOBEPXHOCTHBIM CJIOSM DIHTEIHUS
[Hamdani et al., 2007]. Kak moyiarator aBTopbl, 3TH HAOJIFOACHUS JEMOHCTPHUPYIOT
HAJIMYUE MPSAMOM B3aUMOCBSI3U MEXK]y HUPKYJIUPYIOIUMH B KPOBH FTOPMOHAMH U
BOCTIPUSTHEM TIOJIOBBIX (PEPOMOHOB.

[ToBbIlieHWE  YYyBCTBUTEIBHOCTH  PEICNTOPHBIX  KIETOK BO  BpeMs
pPa3MHOXXEHHST MOXET OBITh TakKe OOYCJIOBJICHO BIMSHHEM Ha  HHX
TEPMHHAILHOTO HepBa. Tak, y aMEepUKaHCKOIO TMpOTesi B CPaBHEHUU C
HEPEeNpPOAYKTUBHOM (hpa3oif pa3BUTHS, B HEPECTOBBIM NEpHO] OOJIBITUHCTBO
OOOHSATEJIBHBIX HEHPOHOB pPEarMpoBalio HA BO3JCHCTBHE T'OHAJIOTPOITHOTO
PWIN3HHT TOPMOHA, KOTOPHI HAXOAWUTCS B KJIETKaX M BOJIOKHAX TEPMHUHAIBHOTO
HEepBa U OKa3bIBacT Ha HUX HelpomoayasTopHoe BiusHue [Zhang, Delay, 2007].

CyirecTByeT MHEHHE, YTO (PYHKIIMOHAIBHBIH HACTPOH PELENTOPHBIX KIETOK
MOXKET 3aBHCETh OT HMX KOHTAaKTOB JPYr C JPYroM B TpeIeiax JIHTEITUS
[bpontureiin, 1976]. [Tonaratot, 4To KICTKH, KOTOPBIC MPUMBIKAIOT IPYT K APYTY
TeNaMH, JCHIPUTAMH WJIH WX  TEPMHHAISAMH, MOTYT  (OPMHUPOBATH
(YHKIIMOHAJIbHBIC CIUHMIIBI, YTO MOXET YCHJIMBATh MX PELENTHBHBIC CBONCTBA.

Takue ciydad rpynmoBOTO PACIONIOXKEHHS OOOHATEIbHBIX HEHMPOHOB OBLIM YXKe
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naBHO omucaHbl y pei0 [Jlopomienko, 1984; Jlepunmua, 31mb-Canen 3ab-ATTap,
1988], xBocrarbix ampuowmii [Graziadei, Graziadei, 1976] u y HEKOTOPBIX BHIOB
miekonurtaromux [De Lorenzo, 1970], ogHako 10 HACTOAIIETO BPEMEHH HX
GbyHKIHOHATBHBIE 0COOCHHOCTH HE OXapaKTEPU3OBAHBI.

CriennanbHbIEe UCCIEOBaHMS, MPOBEACHHBIE HA TPBI3yHAX, MOKAa3ald, YTO
MOCJIE HWHBEKIHUU CTEPOUAHBIX TOPMOHOB B JIOMOJHUTEIHHON OOOHSATEIHHOM
cucteMe (BOMEPOHA3aJIbHOM OpraHe) yCHiIMBaeTcs 3kcipeccus V2R penentopos,
YTO TOBOPUT O HAJUYUU HETOCPEJICTBEHHOW CBSI3U MEXKAY YPOBHEM TOPMOHOB,
KOJIMYECTBOM OJIOPAHT-CBSA3BIBAIOIINX PELENTOPOB U (POPMUPOBAHUEM I10JIOBOTO
auMop@u3Ma, MPeAONPEAEIISIIONIEro TUIT MOJI0BOro noseneHus. [lpu 37oM BakHO
OTMETUTh, YTO HUKAKWX W3MEHEHUU oO0beMa, MO0 KaKUX-TUOO APYyTrHUx
yIBTPACTPYKTYPHBIX M3MCHECHUH B AMHTEINH BBIIBUTH He yaanmock [Alekseyenko
et al., 2006].

B nocnennne 10-15 ner B CBI3M € pa3BUTHEM METONOB NPHUKU3HEHHOU
OKpacKH KJIETOK ¥ CHHXPOHHOM perucrpanu ux (yHKIMOHAIHLHOW aKTHBHOCTHU
MPEANPUHUMAIOTCS TIOMBITKA COIMOCTAaBUTh MX CBOMCTBA C KOHKPETHOH (a3oit
pa3BUTHS KMUBOTHOTO WM BIMSHMEM HA HHUX pPa3JMYHBIX BEHIECTB, BKIIOYAsS
10JIOBbIE (pepOMOHBI. B 3TOM OTHOIlIEHWM MHTEPECHBI pabOThl, MPOBEACHHbBIC HA
HACEKOMBIX, KOTOpbIE YOSAUTEIbHO AEMOHCTPUPYIOT, UTO JOCTaTOUHO M3MEHEHUS
paboThl OJHOIO TEHA, YTOObl PATUKAIBHO HU3MEHUTh NMpPOoduiIb UX «(HEepOMOH-
3aBHCHMOTI0» MOJIOBOrO moBeaeHus. [lokazaHo, 4TO MCKYCCTBEHHO BBI3BAaHHBIN Y
CaMIIOB JPO30(HIIbI AJIBTEPHATUBHBINA CIUTAWCUHT TeHa fru mo >keHCKoMy THIY
MOJIHOCTBIO OJIOKUPYET €ro MY>KCKOM THIT yXa)KMBaHUSL M CEKCyaJbHOE MOBEJICHUE
[Demir, Dickson, 2005]. IIpuuem, Takast M3MEHEHHAsI DKCIIPECCHsI JAHHOTO T'€Ha
HaOMoamach B HEPBHBIX IIEMIOYKAX, KOTOPbIE OBUIM 3aJeiiCTBOBAHBI B MY>KCKOM
yxaxuBaHuu. Cpenn 3THX KIETOK JKCIpeccHs OOHapyKMBajlaCh B CEHCOPHBIX
KJIETKaX CIIyXOBOM, BKYCOBOW ¥ OOOHSTEIHLHOW CHCTEMBI, HEOOXOIUMOMW JIJIst
BOCHpusATHs TMOJNOBbIX (epomonoB [Stockinger et al.,, 2005]. OcHoBHBIM
dbepomonom camok y npo3odun seusercs 7,11-heptacosadiene wu  7,11-

nonacosadiene. ABTOpBI 9TOro HMCCIICAOBAHHUA I10JIararoT, 4YTO B BOCIPHATHU
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JAHHOTO  (epoMOHA  YyYaCTBYIOT  CEHCOpPHbIE  HEHpOHBI, B  KOTOPBIX
IKCIPECCUPYETCsT MY>KCKOH THT dKcnpeccuu reHa fru. BecoMbiM ocHOBaHMEM Jyist
TaKOTO YTBEPKIEHUS SBIAETCS TO, YTO JAHHOE ITOAMHOXXECTBO HEWPOHOB
(fruGAL40ORNS) wuHHepBUPYET KIyOOYKH, KOTOpPBIE Y CaMIIOB IO pa3Mepy
CYIIECTBEHHO OOJIbIIIe, YeM y CaMOK; BO-BTOPBIX, M30MpaTelbHas OJIOKHPOBKA
(GYHKIMOHUPOBAHUS ATUK KJIETOK y camlla 3HAUUTENbHO YXY/IIAET €ro MOBEACHHUE
yXaKUBaHMs. XapaKTePHO, YTO HUKAKUX YJIbTPACTPYKTYPHBIX OTIWYUN y ITHUX
CHELMATU3UPOBAHHBIX HEMPOHOB BBIABIEHO HE Obulo. M3 3THX HabmoaeHUi
JIeTTaeTCd  BaXHbIA BBIBOJ O TOM, YTO TpPU TEPBUYHOM  3aIIyCKE
XEMOUYYBCTBUTEIIBHOCTH K IMOJOBOMY (EPOMOHY B PELENTOPHBIX HEHPOHAX
CKOJIbKO-HUOYAb 3HAUMMbBIX MOP(OJOTHUYECKHX NEPECTPOEK MOXKET U He
HaOmonarbesl. ['TaBHBIM — (PAKTOPOM MEPEKIIOUYEHHS] KIETOK Ha  PELENLHI0
KITFOUEBBIX XEMOKOMMYHHKATUBHBIX CHUTHAJIOB SIBJIIETCA JKCIIPECCUSI T€HOB, a B
JAHHOM Cllydae - EIWHUYHOTO reHa fru, KOTOpelii OTBe4YaeT 3a BOCHPHUSATHE
MOJIOBOTO (hepOMOHA W TPEAONPEAENIAeT y CaMIIOB HACEKOMBIX JIEMOHCTPALUIO
noBenenus yxaxusanus [Demir, Dickson, 2005].

[Ipy wW3yyeHMH MEXaHM3MOB XEMOpELENIUH PbIO0 B MOCIEIHUE TOIbI
MOSIBJISIIOTCS MyOJIMKAIUMKU, B KOTOPHIX C TTOMOIIBI0 KOH(GOKATLHON MUKPOCKOITUU
KJIETOK C IAapaJUIeJIbHOW BU3yaJM3allMEll B HUX YPOBHEHW HOHOB Ca™* yaaeTcs
TOYHO HWIAEHTU(ULUHUPOBATH THUI MOJIEKYJSIPHBIX PEUENTOPOB, C KOTOPBIMHU
CEJIEKTUBHO B3aMMOJICHCTBYIOT MOJIOBbIE (pepoMOHBI. Tak, Moka3aHo, 4TO y JaHUO-
pepHo CBSI3bIBAHME N-TUIPOKCUPEHUITYKCYCHON KHUCIOTHI ocymiecTBiasiercs ORAL
peuenTopamMu, KOAUPYEMBIMU HEOOJIBIIMM CEMEHCTBOM TOMOJIOTMUHBIX TE€HOB
[Ahuja, Korsching, 2014]. Crenuduueckoe B3aUMOACHCTBHE 3TOr0 BEIIECTBA C
peuentopamu ORAI1 mpoBomupyeT y camMOK IOJOBOE IMOBEACHUE WU BBIICICHUE
UKpBI, YTO MOIATBEPKAAET €r0 CUTHAJIBHOE 3HAYEHUE BO BPEMS Pa3MHOKEHUS.

[IpuBeneHHbie Ha HACEKOMBIX M pbhIOAX MPUMEPHI TOKA3BIBAIOT, YTO
MCIIOJIb30BaHNE KOMIUIEKCHOTO MOAXOJA IO BBISBICHUIO XUMUYECKOW IMPUPOJbI
noJioBoro (epomMoHa C OAHOBPEMEHHOW HACHTU(UKAIMEH POACTBEHHOTO €My

pelenTopa OTKPhIBAET XOPOIINUE MEPCIEKTUBBI JJI1 U3yUYEHUsS HEHUPOHHBIX LIETICH,
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Y4acCTBYIOIIUX B (OPMUPOBAHUU CHEIUDUUECKUX OJOPAHT-3aBUCUMBIX (HopM
MOBEAECHUS Y )KUBOTHBIX.

AHamu3 paboT, TIOCBSIICHHBIX M3YYCHUIO aJallTUBHBIX HM3MEHEHUU
KJICTOYHBIX 3JIEMEHTOB B OOOHSTEILHOM SIUTEIIMH Y )KUBOTHBIX Ha Pa3HBIX dTarax
UX JKU3HEHHOTO IIMKJa M MOJIOBOTO IMOBEJCHMS, MOKA3bIBACT, YTO B MOCJICIHUEC
JNECATWICTHS. aKIEHT MHCCIEeI0BaHUN CTPYKTYPHO-(YHKIIMOHAIBHBIX CBOWCTB
CEHCOPHOTO OTJAeNa CMemaeTcs ¢ MOP(HOIOTHIECKOTO Ha  MOJEKYISIPHO-
ICHETUYECKUH  ypOBEHb C TOYHOM  ITUTOXMMHYECKOW  HJICHTH(UKAIen
YyBCTBUTEIIBHBIX KJICTOK. [Tpu 9TOM, KJIFOYEBBIM mapaMeTpom,
CBUJICTEIICTBYIONEM O (YHKIIMOHAIBHON crHenuduke KIETOK, SBIACTCS THI
MOJICKYJISIPHBIX PELENTOPOB M HMX CIOCOOHOCTb CBSI3bIBATh TE€, WM WHBIC
OMOJIOTMYECKH  aKTHUBHBIC  BEILECTBA, YTO OMNpEAEiseTcai C  MOMOIIbIO

HpI/I)KI/ISHeHHOﬁ BU3YyaJIN3allH TOKA NOHOB, YH4aCTBYIOIIIMX B UX PCHCIIINUHA.

1.4 Anantauusi 000HATENbHOI CUCTEMbI K POAOIKUTEILHOMY

BO3/1eHCTBHIO 3aI1aX0B

M3BeCcTHO, YTO MPH IMOBTOPSIOIIEMCS HIM MHPOJOJDKHTEIBHOM XapaKTepe
BO3JICHCTBUS 3allaXOB B OOOHSTEIBHOH CHCTEME JKHBOTHBIX HAOJIOIACTCS
ananTHUBHOE ocjal0JjeHWe YyBCTBUTENbHOCTH — npuBbikanue [Wilson, Linster,
2008; Rankin et al., 2009]. IIpunsiTo cuMTaTh, YTO TaKas aJaNTAIMs PEATU3YETCS
Ha Pa3HBIX YPOBHSAX OpPraHM3allid OOOHSATEIBHOIO aHa/M3aTropa — BJOJIb BCETO
nytd o0paboTku cencopHoii wuHpopmarmu [Zufall, Leinders-Zufall, 2000;
Chaudhury et al., 2010]. Ilpuyem, 3HauMTedbHAs JOJNS HCCICAOBAHHUM,
MOCBSAIICHHBIX 3TOM TeME, COCPEIOTOYEHA Ha aJalTHUBHBIX IPOIECCAaX, KOTOPHIE
peanusytorcs B OJI, BKIoYas MEXaHM3Mbl €€ IIEHTPOOEKHOW PEryJSIHHA CO
CTOPOHBI KOopsI rojioBHOro Mo3ra [Markopoulos et al., 2012].

YCTaHOBIIEHO, YTO PEIENTOPHBIE KIECTKH B MPOIECCE CIEU(PUISCKOTO
CBS3bIBAHMS MOJIEKYJI OAOpPaHTOB co3garoT B OJI  yHHUKadbHBIA PHCYHOK

KkiayboukoBoi aktuBaiuu [Mori et al., 2006]. Tak, B paHHHX 3KCIEpUMEHTaX C
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COJIEP)KaHUEM KPBIC B YCIOBUSX JUIUTEIHHOTO (HECKOJIBKO MECSIIEB) BO3ICHCTBYS
onHotunHoro 3amaxa B OJI HaOmOgamUCh XOPOIIO BBIPAXKEHHBIE OO0JACTH
JereHepaly MUTpaibHBIX KieTok [Doving, Pinching, 1973; Laing et al., 1985].
[loreMHEeHHEe ® C)KaThe OSTUX KIETOK OBLIO 3aperHCTPUPOBAHO YKE TOCIE
HEICIbHOM SKCIIO3UIINN OJI0PAHTOM. MIHTEpECHO, UTO JIereHepaTUBHbBIC H3MCHCHHSI
UMENH TEHCHIIMIO PAcCIoyiaraThCsl B BUJIE POCTPAIBHO-KayAadbHBIX TOJIOC BIIOJIb
OJI. danHbple 3THUX pabOT IOKAa3bIBAIOT, YTO MPU TAaKOM HPOJOJIKUTEILHOM
XapakTepe BO3JICHCTBHUS 3alaXxOB CTHMYJIMPYIOTCS 30HBI, OTBETCTBCHHBIC 3a HMX
BOCTIPUATHE, YTO TPUBOAMT K JErpajallii cOOTBEeTCTBYIOMMX obmacteir OJI.

BonpmuHCTBO paboT, HAIIPABJIICHHBIX HA M3yYCHUE MEXAaHU3MOB aJIalTalluu
OOOHSIHMSI K JUIMTEIBHO JEHCTBYIOIIMM 3amaxaM OTpaHHuYMBaeTcs Oolee
KOPOTKHMH BPCMCHHBIMHU WHTEpBaJIaMHU OJIOpPaHTHOM CTHMYJISILIIH,
HAXOSIIMMUCSA B TpeaesiaXx OT HECKOJBKUX JECATKOB CEKYHJ JI0 HECKOJBKHX
MUHYT. [Ipruem, B TEPMHUHAIISIX aKCOHOB pelienTOPHBIX KiIeTok (B OJI), u3MeHeHUs
DJIGKTPUYECKOW AaKTHBHOCTH HA TMpe— WIW [OCTCHHAIITUYECKOM YPOBHE
PETUCTPHUPYIOTCS C IOMOIIBIO pa3IWYHBIX MeTomoB Busyanusanuu [Fletcher,
Bendahmane, 2014] wu wMoryr oTpaxarh peaJbHbIC NPOIECCHI, KOTOpPHIC
MIPOUCXOAAT B SIUTEIUHU TIPH €0 B3aUMOJICHCTBUY C MTaXy4YHMH BelecTBaMu. Taxk,
npuMeHeHue JBY(DOTOHHOW JIa3epHOM MHUKPOCKONUU C  OJHOBPEMEHHOMU
perucTpanueli HOHHBIX TOKOB ITOKA3aJlo, YTO MPH JUTUTCIBHON XEMOCTUMYJISIIUN
cerHcoproro anmapara B OJI cHayayia yCHITMBAETCs TeHepaIysl IIOCTCHHANITHISCKUX
MOTEHIINAJIOB, KOTOpas 3aTeM 3aTyXaeT, 4TO OOYCJOBJIEHO CHI)KCHHEM IPHTOKA
1oHOB Ca’'} yMeHbIICHHEM BBICBOOOXK/ICHHS TIyTaMaTa B TCPMHHASX AKCOHOB
perientopHbiX HedpoHoB [Lecoq et al., 2009]. CpaBuuBas KapThl 3aTyXaHHs
AKTUBHOCTHM HEWpPOHOB, BoO3HMKatomme B OJI mpu IIUTEIBHOM BO3IACHCTBUU
OJIOpaHTa ¢ PUCYHKaMH OTBETOB Ha MCKYCCTBEHHYIO CTHUMYJISIIIMIO OOOHSATEIHHBIX
HEPBOB IPH OTCYTCTBHM 3araxa, MPUIUIM K BBIBOAY, YTO OIpPEACICHHBIC
MEXaHHU3MBbI, KOTOPBIC IPUBOJIAT K OCITA0JICHHIO XeMOPEUEIIINH, JIOKATU30BaHbI Ha
nepudepun — B caMux OOOHsATEIbHBIX Hedponax [Ogg et al., 2015]. Takum

o0pa3oM, U3 JUTEPATYpbl BUIHO, YTO MpU U3YYEHUH 3(PPEKTOB HEMPEPHIBHOTO
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BO3/ICHCTBUS 3aM1aX0B HA OOOHATENHHYIO CUCTEMY OCHOBHOE BHHUMAHHUE YAETSEeTCA
ANEKTPOPHU3NOIIOTUYECKUM KOppeIsITaM JaHHBIX BO3JCUCTBUNH U TOJBKO Ha
KOPOTKMX MHTEpBajaX XeMOCTUMYISiuud. [Ipuuem, IHUTOIOTMYECKHE AacIleKTh
TaKUX HKCHEPUMEHTAJBHBIX MOJIXOJ0B B HACTOSIIEE BPEMsI OCBSIICHBI OYCHb
cnabo. HekoTtopple  BONPOCHI  CTPYKTYPHO-(QYHKIIMOHATBHOW  aJanTaluu
nepudepuyeckoro otaena oiabpaKkTOPHOTrO ammapara OyJyT paccMaTpUBaThCS B

KOHTCKCTC IMOJIYYCHHBIX HAMH JAHHBIX.

1.5 XuMu4yeckass KOMMYHUKALIUS PbI0

PeIOBI B TIpollecce JKU3HENEATSIBHOCTH OOBIYHO HCIIONB3YIOT pPa3HbIC
OpPraHbl YyBCTB, BOCHPHHHMAas KOMOWHAIIMIO BH3YyaJbHBIX, aKYCTHYCCKHX H
xumudeckux curHamoB  [Candolin, 2003]. I[llupokuii CHEKTp BEIIECTB
HEOHMOJIOTHYECKOTO TIPOUCXOXKICHHUS, & TAK)KE METa0OJIUTOB, BBIJCIIIEMbIX CAMUMU
THJIPOOMOHTAMH, SIBJIIICTCS BaXKHBIM W ITOCTOSHHBIM HMCTOYHHKOM CEHCOPHOMU
unpopmanuu s peio [Fisher et al. 2006]. C mnomormipio OOOHSHHUSA 3TH
XUMHYECKHE CHUTHAIBI 00€CreYnBaloT (OPMHUPOBAHHWE THUIIEBOTO TOBEICHUS
[Marusov, Kasumyan, 2010; Kacymsu u ap., 2010; Marusov, Kasumyan, 2016],
murpanuu (Bett, Hinch, 2016), u30eranus XUIIHUKOB U PEHPOIYKIIUH, KOTOPAs
OTOCPEyETC OCOOBIM KJIACCOM OWMOJIOTMYECKH AKTUBHBIX COCIUHEHUN —
nosioBeiMu (hepomonamu [Hamdani et al., 2000]. Takxe kak ¥ y MIIEKOITUTAIOIIHX,
(GepoMOHBI, BBIICISIEMbIE pbIOAMH, Kak MpaBWIO, JACHCTBYIOT B HHU3KHX
xounentpanmsix  (10°-10" M) u BBISBIBAIOT Yy pEUHMIHEHTa TiIyOOKHeE
HeHpoIHAOKpHHHBIE TiepecTpoiiku [Schubert et al., 2009; O'Connell et al., 2013],
COIPOBOXTAOIIKECS U3MEHEHHEM UX aanTHBHOTO moBeaeHus [Antunes, Oliveira,
2009].

K HacrossmieMy  BpeMEHM  HaKOIUIEH OO0JIBIITION MaTepuall 0
HEMOCPEJICTBEHHOM  y4acTHW  TOJIOBBIX  (pepoMOHOB B oOecrneueHuu
pPETIPOJYKTUBHOTO TIOBEACHUS PbI0O HW CHHXPOHW3AINWW WX JBUTATEIHHOU

aKTUBHOCTH B 3TOT niepuoa [Stacey, Sorensen, 2006; Stacey, 2011; Walaszczyk et
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al., 2013]. IIpuuem, BbigcieHHE (EPOMOHOB OCYIIECTBISAETCS Kak camMKaMu (B
(a3y OBYISITOPHOMU 3pEIIOCTH), TaK U TOTOBBIMHU K HepecTy camiiamu [Stacey, 2011;
Kawaguchi et al., 2014]. McToYHHKOM TOJOBBIX (EPOMOHOB CAMKH SIBIISICTCS
oBapuaibHas (MOJOCTHAs) KUIKOCTh, B KOTOPOHW HAaxXOTUTCS HWKpa, TOTOBas K
OILJIOJIOTBOPCHHIO. Y CaMIIOB 3TH BEIIECTBA COAEPKATCS B COCTaBE MOYH, KOTOPAs
BBIJICTISICTCS. HEOOIBITUMU TIOPIFSIME B XOJI€ TTO3UITHOHUPOBAHHSI B3aUMOICHCTBUIN
¢ koHcrrenmpuaHou camkoit [Rosenthal et al., 2011].

YcTaHOBIIEHO, YTO TIPH BHIOOpE MOJIOBOTO IMApTHEPA IO 3alaxy MOYH CaMKa
OIICHWBAaeT HE TOJBKO (DU3MOJIOTHYECKOE COCTOSHHE caMIila, HO U JIpYTrHe
XUMHYCCKHE CHTHAJBI, HEOOXOIUMBIC JUIS YCICIIHOTO HepecTta. B wacTHOCTH,
BXHBIMA TECTOBBIMH TIapaMeTpaMH SBIIIIOTCS TaK)Ke 3alaxud  THEe3Ja,
IPUHAJICKAIIET0 TOTOBOMY K HepecTy camily. Hampumep, B IMOBEACHUSCKHX
HKCIIEPUMEHTAX I0Ka3aHO, YTO B IPOIECCE IOJIOBOTO OTOOpa CaMKH TECYAHBIX
OBIYKOB-OyObIpeli HE NMPUHUMAIOT YXa)KWBAHHUS CaMIIOB, YbH THE37a MOPAKCHBI
carpoJIeTHUEH, KOTOpast MOXKET OBITh MOTCHIIMAILHO OMACHOW JIJISl Pa3BUTHS HKPHI
[Lehtonen, Kvarnemo, 2015].

B ciioxHBIE TMpoIecchl XHUMHYECKOH KOMMYHHKAIIUU PBIO MOTYT OBITh
BOBJICUCHBI TaK)KE€ XHMHUYCCKHE CHTHAJBI, HANPSAMYK) HE CBS3aHHBIE C HX
BOCIIPOM3BOACTBOM. B 4YacTHOCTH, y TWIAMd W aPPUKAHCKUX IAXJIAT
CCKpPETHpPYEeMbIE MMM BEIIECTBA OO0CCIICYMBAIOT OIICHKY COIIMAJIBHOTO CTaryca
KOHCHCIIM(PHUUHBIX CaMIIOB U CAMOK CBOETO BHUJA, MPEAOIPESsas JOMUHUPOBAHNE
onHux ocobeii Ham apyrumu [Martinovic-Weigelt et al., 2012]. B xoxe
YKU3HEJCATCIILHOCTH | IOJIOBOM 0TOOpE HEMAIOBAYXKHOE 3HAUYCHUE UMEIOT TAK)Ke 1
OJIHOTIOJIbIE (hepOMOH-MHIYIIHPOBAaHHBIC CollMaibHbIe B3anmooTHoIeHus [Oliveira
et al., 1998]. B nemom, JaHHBIC HCCIICIOBAHMS CBHACTEILCTBYIOT O TOM, YTO
COLIMAJIbHOE TIOJIOKEHUE OTACIBbHBIX O0COOCH BIHMSACT HA WX pacHpeeiCeHHe 10
pa3MepaM B CTae, TePPUTOPUAIBHOE PACIIONIOKCHHE, IMMTAHUE, CE30HHBIC CPOKH
Pa3MHOXKEHHUS, a TAKKE MPEANOYTECHUS TpU OpavyHOM BBIOODE.

B u3yueHnm MeXaHM3MOB XMMHYECKOW KOMMYHHUKAUWA OJHOW W3 BAXKHBIX

3aJa4  ABJIAETCA  WACHTU(DUKALMS  XUMUYECKOW  CTPYKTYpbl  (PEpOMOHOB,
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BBIJICTISIEMBIX KaK CaMIlaMH, TaK M CaMKaMU pbI0. Y CTaHOBJICHO, YTO Y HEKOTOPBIX
WCCJICIOBAaHHBIX PHI0 OCHOBHBIMH KOMITOHEHTaMH (hePOMOHOB SIBJISTFOTCSI BEIIIECTBA
crepouHoi mpupoasl [Stacey, Sorensen, 2006; Stacey, 2011; Behrens, 2014]. B
CBSI3M C JTHM, OOJIBIIION HWHTEpPEC MPEACTABISAIOT pabOThl, B KOTOPHIX 0C000e
BHAMaHUE YACISACTCA JPYTUM BEIIECTBaM, KOTOPBIE TAaKK€ MOTYT BXOJIWUTH B
MHOTOKOMITOHEHTHBIN cOCTaB epOMOHOB. B mociieHue roibl HaOI01aeTCsl POCT
guclia IMyOJuKanuid, B KOTOPBIX B KayeCTBE OTJCIBHOIO CeMelcTBa
XEMOKOMMYHHKATHBHBIX CHTHAJIOB, UCIOJIb3YEMBIX KHBOTHBIMH JIJISI OLIEHKH WX
ICHOTHIIA, OOCYXJaeTcs TOTeHIMadbHas ponb OenkoB  MHC  (major
histocompatibility complex) [Ruff et al., 2012; Overath et al., 2014]. ITockonbky
reaibl MHC odeHp momuMop(hHBI W KOIUPYIOT CTPYKTYpHO POJCTBEHHBIC, HO
pa3nyaroIIiecs CBOMMHU  BapuaOelbHBIMU  JoMeHamMu  MoJiekyisl  MHC
[Rammensee et al., 1995], ux BomopacTBOpuMEIe (HOPMBI MOTYT HECTH CTaTyC
€CTEeCTBEHHBIX IIepcoHnpUIMpoBaHHbIX XeMocurHanoB [Milinski et al., 2005].

[To coBpeMeHHBIM TPEICTABICHUSM, IOJOBOH OTOOp SBJISCTCS OJHUM H3
BXHEHIINX MEXaHU3MOB, OOSCIICUYHMBAIOIINX BBICOKOE aJIJICIbHOE pa3sHooOpa3ue
reHoB  MHC, KoTopble KOHTPOJHMPYIOT CTEINE€Hb YCTOMYMBOCTU TMPUPOIAHBIX
TOMYJISIMKA JKUBOTHBIX MPOTHB YYKEPOJIHBIX aHTHreHoB [Apanius et al., 1997].
[Ipennonaraercs, uto camu Mojekyiasl MHC, mpoaykTsl MX Jerpajanuu, Wiu
CBSI3aHHBIC C HUMH TENTHILI MOTYT BBICTYIaTh B KaueCTBE WHIUBUAYATbHBIX
CUTHAJIOB, KOTOpBIC >KMBOTHBIC BBIICISAIOT BO BHEMIHIOW cpexy [Penn, Potts,
1998]. Ilpuyem, cTpyKTypHOE pa3HOOOpasue 30HBI Kiedra B Mojekyaax MHC
MO3BOJIIET MM CBSI3bIBAThCS C OUYCHb OOJIBIIMM YHCIOM TENTHIOB, KOTOPHIE
o0pa3yroTcsi B KadeCcTBE MPOJYKTOB BHYTPUKICTOYHOW TPOTCOTHUTHUSCKOM
Jerpajallid aHTUICHOB Pa3IMYHOIO IPOMCXOXICHUS M TPEACTABIATh HX Ha
MOBEPXHOCTH KJIETOK JJII MMMYHHOro Haja3opa [Rammensee, et al., 1995]. Ha
CCTOMHSAIIHUN JICHb HE W3BECTHBI MEXaHW3MBI, C TIOMOINBIO KOTOPHIX B
MHOTOKJIETOYHBIX OpraHm3Max MOTYT OBITH CHUHTE3UPOBAHBI
HeMeMOpaHocBsi3anHbie popmel MHC, TeM He MeHee, ecTh yKa3aHHUS Ha TO, YTO

3TH MOJIEKYJIBI OOHAPYKUBAIOTCS B CHIBOPOTKE KPOBH, CIIOHE W Moue [Stevenson
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et al., 1986; Singh et al., 1987]. IIpeanonaraercs, 4To BHEIIHHE BapHaOCIbHbIC
nomenbl OenkoB MHC MoryT ObITh MOABEPTHYTHl 3K30HYKICOIUTHYECKON
JeTpajlallid ¥ TaKUM o00pa3oM BBICBOOOXKIAThCSI BO BHEKJIETOUHYIO CpEIy
[Mouritsen, 1992] u nanee BXOAUTH B COCTaB BHEITHUX META00JIMTOB.

B psige paboT ¢ OMOIIBIO MOBEIEHYECKUX IKCIIEPUMEHTOB TIOKA3aHO, YTO
BbICOKOTToIMMOpdHbIe 6enmkn MHC mMpoKo MUCHOIB3YIOTCS B KAYECTBE MOJICKYJ
JUIST OJOPTHITMHA W TIOMCKAa ONTHMAJIBHBIX IMOJIOBBIX MAapTHEPOB y MbImiei [Penn,
Potts, 1999] uenosexa [Wedekind et al., 1995] u y pwi6 [Reusch et al., 2001;
Aeschlimann 2003]. B yacTHOCTH, yCTaHOBJICHO, YTO CAMKH TPEXUTJION KOJIOIIKH
rucnosib3yroT nentuasl MHC camMuoB cBoero Buja Jjisi yCIEHIIHOTO IOJOBOTO
orbopa. Jlyis TpenoTBpamieHus WHOPUAWHTAa OHHU MPEANOYHUTAIOT CaMIIOB C
paznmuatonumcs npoduiem 6eoB MHC [Reusch et al., 2001; Aeschlimann et al.,
2003]. Kpome Toro, B paMkax OOCYKIaeMOTO BONPOCAa HHTEPECHBI
OKCIIEPUMEHTAIbHBIC JIaHHBIE, B KOTOPBIX TIOKa3aHO, YTO HWMIIPUHTHHT
(3ameyaTiieBaHUE) y JIMYMHOK JAaHUO-PEPUO MPOUCXOAUT B CaMbld paHHUI
(KpUTHYECKUI) TIEPHO/] TIOCJIe MX BBIKJIEBA (10 24 yac.), KOT/la OHU 3allOMUHAIOT
nentuabl poautensckux MHC [Gerlach et al., 2008; Hinz et al., 2013]. Hyxwso
OTMETUTh, YTO HE TOJILKO B3pOCIbIC, HO M JIMYMHOYHBIC (DOPMBI pPHIO OUYCHB
IIAPOKO HCIIOJIB3YIOT XUMUYECKUE CHTHANBI JIJISI TIOMCKA TOIXO/SIIEIO OOUTaHUS
puda [Dixson et al., 2014], u3deranus xunaukoB [Dixson et al., 2012], a taxxke
JUIsl OOHapy>KeHUsI KOHCHEHU(UUYHBIX OcoOeld Ha JMYMHOYHOM WM B3pOCIION
craguu ux passutust [Roux, Lecchini, 2015].

Takum oOpa3om, HadyMHas C CaMbIX PAHHHMX JTAllOB Pa3BUTHSA PBIO, IS
dbopMUPOBaHUS WX aJCKBAaTHOTO TIOBEJCHUS BO3HHKAET HEOOXOJIUMOCTh B
UACHTHU(DUKAIIMK  TPHPOAbI W MPOMCXOXKIACHUS  XUMHYECKMX  CHTHAJIOB,
UCTOYHUKOM KOTOPBIX MOTYT OBITH OCOOM CBOCTO WM 4yxoro Buma. I[Ipu sTom,
KaK TOBOPHWJIOCH BBINIE, PE3YJIbTAThl CIEIUAIBHBIX TIOBEICHYECKUX TECTOB
yKa3bIBaloT Ha TO, 4yTo Oenku MHC MOTryT BBICTYNaTh B KadeCTBE KIIFOUEBBIX
XEMOKOMMYHHUKATHBHBIX CUTHAJIbHBIX MOJICKYI, HECYITUX

nepcOHUPUIIMPOBAHHBIX JaHHble O reHorurne ocobeii. He ymenbpmas oOmieit



44

3HAUYMMOCTH PpabOT O BaXXHOM 3HAYEHUM JAHHBIX MOJIEKYJ B paclO3HaBaHUU
POJCTBEHHBIX 0CO0OEH, yXe aBHO OTMEYallOCh, YTO B MPOLECC HACHTU(UKALUN
naxyyux BemectB BMecte ¢ MHC Moryr ObITh BOBJIEYEHBI U Jpyrue
COITYTCTBYIOLIIME XUMHUYECKHE CUTHAJbI, KOTOPHIE TaKX € MOTYT y4acTBOBAaTh B
(GbopMUPOBaHNN WHAWBHIyaJbHOTO Mpodwis 3amaxo [Beauchamp, Yamazaki,
2003; Doherty, 2003]. Takum 00pa3om, HECMOTPS HA MOJYUYCHHBIC K HACTOSIIEMY
BPEMEHH PE3yJIbTaThl, BONPOC O MOTeHUUaIbHON ponu OenxkoB MHC B kauecTBe
COIIMAJIBHBIX CHUTHAJIOB MEXIY XMBOTHBIMH, BKJIIOUas pbIO, BCE €Ile OCTAeTCs
OCTPOJMCKYCCHOHHBIM U HYXJIaeTcsl B Oojiee IeTalbHBIX HccaenoBanusx [Overath
et al., 2014].

[IpuBeneHHbIe aHHBIE CBUACTEIBLCTBYIOT O TOM, YTO Pa3JIMYHBIC THUIIBI
XUMHYECKUX CHUTHAJIOB, MPOW3BOAMMBIE THAPOOMOHTAMH Ui OOECHEYeHHS HUX
KHU3HECSATEIIbHOCTH, BBIMOIHIIOT OY€Hb BaXKHYIO POJIb, MPEAOIPENETss CI0KHBIC
GbopMBl MX COIMATBHBIX B3aMMOOTHOIICHUNA W PENpPOAYKTHUBHOE TMoBeaeHue. M3
ATOTO CJEAYeT, YTO BOCHPUATHE JaHHBIX BEHIECTB OJHKHO OOECTeUnBaTHCA
COOTBETCTBYIOILIMM YPOBHEM HACTPOMKH U cCleUUu(UUYECKON UyBCTBUTEIBHOCTH
OOOHSTENFHOrO aHanu3aTopa. TakuM oOpa3oM, pelleHHe 3THUX BOIPOCOB
MPEACTABISAIOT COOOM OJHY W3 KIIIOUEBBIX MPOOJIEM COBPEMEHHOW CEHCOpHOM

dbusnonIorUu.

1.6 Mop¢o-pyHKuHOHAIBbHBIE 0COOEHHOCTH CJIYXOBOI'0 CAKKYJISIPHOTO

anmapara y pbio

1.6.1 YabTpacTpyKTYpHasi OPraHu3aIus CAKKYJIKH0Cca

CrpykTypa nepudepruyeckoro oTAeNa CIIyXOBOM CUCTEMBI PbIO OTIMYAETCS
OONIBIIMM Pa3HOOOpA3UEeM K JI0 HACTOSIIETO BPEMEHHU SIBISICTCS IMPEIMETOM
aKTUBHBIX uccienaoBanuii [Popper et al., 2000; Schulz-Mirbach, Ladich, 2016;
Ladich, 2016; Vasconcelos, Alderks, 2016]. B mociemnee Bpems WHTEpec K

JAHHOMY BONPOCY OOYCIIOBJIEH HE TOJHKO OOJBIIMM CaMOCTOSITEIHHBIM
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3HaYEHHEM ITOTO OpraHa B O0ECIICUCHUH KU3HEIEATEIBHOCTH phI0. B HacTosmee
BpeMsl KOCTHBIH JaOUPUHT pbI0 paccMaTpuUBaeTCs B KadecTBe YI00HOTO
MOJICTIBHOTO OOBEKTa IS M3Y4YCHHs] MEXaHH3MOB (POPMHUpPOBAHUS CIYXOBOH M
BECTUOYISIPHON TUCPYHKIMA — OMHON W3 aKTyalbHBIX KIMHUYECKUX TPOOIIEM,
BO3HUKAIOIIMX Yy 4YeJoBeKa C BO3pacToM, JHOO TMOCiIe MpPUMEHEHUs
MeAMKaMEHTO3HBIX IpernapaToB [Sanchez-Fernandez et al., 1989; Hughes et al.,
2006].

CnyxoBoi ammapar pbl0 COCTOMT W3 TpPEX OTOJUTOBBIX OPraHOB,
00pa30BaHHBIX PACHIMPEHHBIMH TOJOCTSIMH KOCTHOTO JIAOMPUHTA: YTPUKYIIOCA,
CaKKyJIOCca U JareHsl. BHYTpH Ka)XA0T0 U3 HUX JIOKATU3YIOTCS] YyBCTBUTEIBHBIE K
aKyCTHYECKUM WJIM BECTHOYJSPHBIM CHUTHAJIaM BOJIOCKOBBIC KJICTKA W OTOJIUTHI:
JAMWLIIOC HAXOAUTCS B YTPUKYIIOCE, CaTUTTa — B CAKKYJIOCE M aCTEPUCKYC — B
JareHe. DTU OpraHbl 3alOJHEHbl SHA0JMM(ONW M COETUHEHBI BECTHOYISIPHBIMU
nonaykpykaeiMu  kanaiamu [Nicolson, 2005]. Ilo MHeHHIO MHOTHX aBTOPOB,
CITyXOBasi perenius 00ecreunBaeTCsl CaKKYJSIPHBIM OT/IeJIoM JtabupuHTa [Popper
et al., 2005; Popper, 2011]. Cakkymtoc mpeactaBiseT codoii Mop(hoIOruuecKn
CIIO)KHO YCTPOECHHOE O00pa30BaHME, BHYTPU KOTOPOTO paCIoJlaraeTcs CaMblid
OOJIBIIION OTOJUT (CAaruTTa), MPH JBMXKEHUH KOTOPOTO MPOMCXOIUT CTHMYJISLIUS
cercoproro snutenus [Oxman et al.,, 2007; Parmentier et al., 2007]. Takas
CTUMYJISIIIUSI OCYIIECTBIISCTCS C MOMOIIBIO MIUPOKON TeseoOpa3Ho 000JI0OUKH —
OTOJMTOBOM MEMOpaHbl, KOTOpasi pacroJiaraeTcsi MeXJy CEHCOPHOM MaKyJjou H
oromutoMm [JIpruakos, 2002; Hughes et al.,, 2004]. OtonuroBas memOpaHa
obecrnieunBaeT (HU3UYECKOE COCAMHEHUE MEXIYy OTOJUTOM U TOJCTUIIAIOIIIM
CEHCOpHBIM snuTenrieM. CUYuTaercs, 4TO OHAa HMMEET CTPOCHHE, AHaJOTHYHOE
OTOKOHHAJILHOW MeMOpaHe MIICKOMHUTAIOIINX W e€e OeJIKOBBI COCTaB MOAPOOHO
oxapaKTepU30BaH y HECKOJIbKMX BHIOB pbIO [Hughes et al., 2006; Lundberg et al.,
2015].

B 3aBHCHMOCTH OT XUMHUYECKOTO COCTaBa U CTPYKTYPbI, OTOJIUTHI Y MUHOT U
HbIHE >KUBYIIUX pPBIO JENAT Ha TPH pa3HbIX TUINA — IMEJIbHBIE amMop(HBIE,

KOMIIO3UIIMOHHBIE H IeJIbHBIC Momkpuctammdeckue [Oxman et al., 2007,
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Parmentier et al., 2007; Morat et al., 2008]. Pasmeps! u dopmMa OTOIMTOB OYEHD
pa3HOOOpa3Hbl M OTIMYAIOTCS HE TOJILKO Yy PBIO pa3HBIX BHIOB, HO M B Pa3HBIX
OTOJINTOBBIX OpraHax y ocoOei omgHoOro u Toro e Buaa [Tyagun et al., 2013]. ¥
IPEICTaBUTENICH OAHOTO BHJIa OJJHOMMEHHBIC OTOJHUTHI, KaK MPaBWIO, OJU3KH TIO
dopme. CooTHOIIIEHHE MEXKAY pa3MepaMu pa3sHOMMEHHBIX OTOJUTOB HE MEHSETCS
C POCTOM pbIO M, COOTBETCTBEHHO, C POCTOM OTOJMUTOB M CIY)XHT YCTOWYHUBOM
BUIOBOW xapakrepuctukoin [JIpraakoB, 1994]. V pwiO, y KOTOpBIX JIAOMPUHT
COCIMHEH C IJIaBaTCNbHBIM ITy3BIPEM, OTOJHTHI CPaBHUTEIBHO KpYITHEE, YeM Y
pBIO, He MMeroIIUX Takoi cBsa3u [Sweeting et al., 2005; Oxman et al., 2007].

MexaHu3mMbl  QOPMHPOBAHUSI OTOJIUTA W CTENEHb €ro y4acTusi B
o0ecreyeHn TEePBUYHBIX IIPOLIECCOB BOCHIPHUSATHS aKyCTHKO-TPaBUTAIIMOHHBIX
CUTHAJIOB ocTaroTcs ManousydeHHbiME [Lychakov, Rebane, 2005]. M3BectHO, 4TO
B TIPOLIECCE POCTa PHIOBI OTOIUTHI MOCTOSTHHO YBEIMYMBAIOT CBOIO MAaccCy 3a CUeT
OTJIOKEHHS Ha MX TIOBEPXHOCTH CJIOEB OTOKOHUI M OTOKOHHMAJBHBIX Macc [Salem,
Zaghloul, 2001; Ky3nenoa u np., 2004]. B pe3yibTare Takoro mMOCIOHHOTO
NPUPOCTa HOBOTO MaTepualia TMOSBISIOTCS Pa3IHYHble KOHIEHTPUYECKUE 30HHBI,
CBSI3aHHBIE C OCOOEHHOCTSIMH TIpoIlecca pAa3BUTHUSA pPHIOBI, €€ THIIEBOW U
JIBUTATEIIbHOW aKTUBHOCTBIO, 8 TAKXKE BO3JICHCTBHEM Pa3IMYHBIX (PaKTOPOB CPEIIbI
obutanus [[TaBnosa u np., 2003; Tyagun et al., 2013].

CTpyKTypa OTOJIUTOB MOXET BapbHpPOBaTh. BMECTO THITMYHOH (DOPMBEI,
cocTosillel M3 KapOoHaTa Kayblivsl (aparoHuTta) oOpa3yroTcs ero adeppaHTHBIE
MoaubuKanu — BaTepuT M Kajbuut [Parmentier et al., 2007]. M3BectHo, uTO
aOeppaHTHBIC OTOJUTHI Yallle BCTPEYAIOTCS B HMCKYCCTBEHHO BOCIPOM3BOIMMBIX
MOMYJISIHSIX PhIO, a YBEIIMYCHUE WX JOJU B «IHKUX» IMOMYJISIUIX MOXKET OBITH
PE3yJIbTaTOM IIPHPOIHO-IKOJOTHYECKHX cTpeccoB [AHoriko u aAp., 2007; Morat et
al., 2008].

B oTiimune oT MIIEKONUTAIONINX, KOXJIEaPHBIE BOJIOCKOBBIE KIIETKHA KOTOPBIX
pacronararTcs B BUI€ PAaBUILHO CTPYKTYPHUPOBAHHBIX PAMIOB, Y KOCTUCTHIX OHU
COCPEOTOUEHBI B BUAEC OOOCOOJICHHBIX MSTEH, UMEHyeMbIX Makyinamu [Corwin,

Warchol, 1991]. Tak kak pbIObI SBISIOTCS OOIIMM TPEIKOM BCEX YETBEPOHOTHX
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[Clack, 2012], He yaMBHUTEIbHO, YTO BOJIOCKOBBIC KJICTKH Y MIICKOIHTAIONIUX H
pei0 umeroT moxoxue Mmopdonormyeckue ueptbl [Coffin et al., 2004]. Bce
CCHCOPHBIE KJICTKH TPEACTABIIAIOT COOON Y/UIMHEHHBIC BTPUYHOUTYBCTBYIOIIHEC
SMUTENUANbHbIE KJIeTKH. Ha WX amMkajbHON TOBEPXHOCTH HAXOIUTCS ITyYOK
OOraTbIX aKTHHOM CTEPCOIWIIMKA W eAWHHYHAS, DKCIECHTPHYHO PACIOJIOKESHHASI
kuHonmus [Popper, 1983]. Crepeoruiinu paHXHPOBaHbI 10 pa3Mepy, MPUUYCM,
caMmble JUTMHHBIC U3 HUX JIKAT OJMKEe BCEro K KHHOIWIMH, a 0oJiee KOPOTKHE,
CTYIIEHYATO PACIOJIOKEHHBIC CTEPEOIWINU, COOpaHBI psAJaMH H OTCTOSIT OT
kuHOITWIMK. OO0IIee KOJMYECTBO BOJIOCKOBBIX KIETOK B MaKyjlaxX OTOJMTOBBIX
OpPraHOB JOCTHUTACT COTEH ThIcSd WM MuLinoHoB [Popper, 2005; Popper, Fay,
2011; Schulz-Mirbach et al., 2016]. bmarogaps HamIu4MiO Ha WX alMMKaJIbHOM
MOBEPXHOCTH CTCPCOLMJIMHA W KHUHOIWJIWU pPAa3HOW JUIMHBI YyBCTBUTCIIHHBIC
YYaCTKHA CCHCOPHBIX KJICTOK HE OJMHAKOBBI. B CBS3M C 3THM, THITBI BOJOCKOBBIX
KJIETOK B MakyJie B TpeJeinax OJHOTO BHJAa M y 0COOel pasHBIX BHUAOB OOBIYHO
UMEIOT CTpYKTypHbIe Bapuanuu [Belous et al., 2014; Coffin et al., 2004; Higgs et
al., 2002; Popper, Lu, 2000; Ramcharitar et al., 2004].

[Io COBpEeMEHHBIM TIPEICTABICHHSIM, CIIOXHBIIAMCS TIPH HW3yYCHUHU
CIIyXOBOH perenmmu Miekonurtatonx [Kazmierczak, Miiller, 2012; Fettiplace,
Kim, 2014], crepeomminu COCEOHHX PSIOB COEOUHEHBI APYyr C JIPYrOM
KOHIICBBIMH HUTSIMH aKTHHOBBIX MHUKPO(HIAMEHTOB, HATSHKCHHE KOTOPBIX, KaK
Obuto TpeackasaHo yxke gaBHo [Hudspeth, 1982], oGecneuuBaer paboty
MEXaHOYYBCTBUTEJIbHBIX KaHAJIOB (puc. 4). DT HUTH 3aKPEIJICHbl HA KOHYMKAX
CTEPEOLIMIINN B MECTE PACIOJIOKECHUS MOHHBIX KaHAJIOB, KOH(pOpMAIUs KOTOPBIX,
KaK TpeIIojiaraeTcs, CyMECTBEHHO 3aBHUCUT OT JIUIHIHOTO MHKPOOKPYKCHHS.
MexaHO4yBCTBUTENIbHBIE KaHaJbl, BCTPOCHHBIC B JUMUAHBIE padThl [Lingwood,
Simons, 2010], mpukperuieHbl K HUTSAM ITUTOCKEJIETa M MOTYT JCHCTBOBaTh B
Ka4ecTBE MeXaHN3Ma (DOKYCUPOBKH CTUMYJIOB Ha MEXaHOUYYBCTBUTEIIBHBIC KaHAJIBI
[Powers et al. 2012]. MexaHOTpaHCAYKIMS TMPOMCXOANUT, KOIJA IyYKH
CTEPEONWIINN paWalibHO OTKJIOHSIOTCS B CTOPOHY KuHOmmiuu. [Ipu 3Tom

BCJICACTBHUC HATAXKCHUA HUTEH OTKPBIBACTCA OAWH WJIKM IBA KATUOHHBIX KaHalla,
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a KHHOUHIHA 6

CTepeoLHIHH

Pucynok 4. Onna u3 Mojieneil MexaHOTPaHCIYKIIMM BOJIOCKOBBIX KJIETOK OpraHa ciiyxa
[Kazmierczak, Muller, 2012; Schwander et al., 2010, ¢ ngomonaHeHusIMH]. A —
CTCPCOLIMNINN WU KMHOOWIINA CBSA3AHBI APYr C APYIroM IOCPCIACTBOM HUTEH OUTOCKEIIETAa
(0TMEUEeHBI CTpeNIKaMu); 0 — paiuabHOE CMEIICHUE CTEPEOLIMIINNA B CTOPOHY KUHOIUIUU
IMPpUBOAHUT K HATAKCHHUIO HUTEH MCXKAY HUMU, BCICACTBHUC YCTO OTKPLIBAIOTCA HOHHLIC
KaHaJIbl [JJI1 HWOHOB K+ u Ca2+, 4TO MPUBOAUT K JACHOJAPpU3ANUKU KICTKU U
BBICBOOOXK/ICHHIO MeauaTopa. Bo3BpailieHHe CTepeoliuii B HCXOJHOE TOJOKEHUE

MPUBOJAWT K MHAKTUBAIIVN MOHHBIX KaHAJIOB U YMCHBIIICHWIO BEIACIICHHA MCIUATOPA.

qepes KOTOpble BHYTPh KIeTKH moctymaor moHsl K u Ca®, Bbm3biBas
JICTIONSIPU3AIMIO KICTKH M BBICBOOOXKICHHME MeauaTopa. BoJOCKOBBIE KIICTKH,
HACTPOEHHBIE HA HHU3KOYACTOTHBIE aKyCTHYECKME CHTHAlbl, HMMEIOT HHU3KYIO
npoBoauMocTs st Ca®’, Torna Kak KIETKH, pearnpyrolie Ha BHICOKHE YacTOTHI,
HUMECIOT BBICOKYIO TIPOBOIUMOCTH JIjIs 3TuX noHOB [Beurg et al. 2006]. OtkioHeHue
CTEPEOLMIINI B IPOTHUBOMOJOXKHYKO OT KHHOLMJIMH CTOPOHY BBI3BIBAET
THIIEPIIOSIPU3AIMI0  KJISTKH W TPEKpalleHHWe BBbIICICHUSA HelpoMmenuaTopa
[Strassmaier, Gillespie, 2002]. Kak orMe4asioch BBIIIE, 3TH HCCICAOBAHUS OBLIH
NPOBEICHBI HA MIIEKOITUTAIONINX U B HACTOSIIIIEE BPEMs HET JJTaHHBIX — UMEIOTCS JIH
Kakue-HuOyap — crneuuduueckue OCOOCHHOCTH —TPAHCAYKIMH — aKyCTHUYECKHX

CUTHAJIOB Yy PBIO.


http://www.ncbi.nlm.nih.gov/pubmed/?term=Kazmierczak%20P%5BAuthor%5D&cauthor=true&cauthor_uid=22177415
http://www.ncbi.nlm.nih.gov/pubmed/?term=M%C3%BCller%20U%5BAuthor%5D&cauthor=true&cauthor_uid=22177415

49

W3BecTHO, YTO 7Sl CIIyXOBOW CHCTEMbI MJICKOTUTAONINX, TITHIT U aM(DuOuii
CBOMCTBCHHA TOHOTOIHMYECKAs YacTOoTHas miacHTHdUKausa 3BykoB [Engel, 2006].
Hanpumep, B yJIWTKE MIICKONMUTAIONIMX W TNTHIl OW3WISApHAas MeMOpaHa
MIPOCTPAHCTBEHHO TPalyHpOBaHa MO0 BOCIIPHUIATHIO Pa3HBIX YACTOT: CAMBIC BHICOKHE
W3 HUX BOCHPUHUMAIOTCS B 0a3aJbHOM KOHIIE YJIWTKH, a CaMble HU3KHE — B €€
alMKATbHOM y4yacTKe. [I[poMeXyTOUHBIE YacTOTHI PETUCTPUPYIOTCS MEKIY dTUMH
neymst 3oHamu [Rubel, Ryals, 1983; Cotanche et al., 1987]. Ilpu wu3y4eHun
CIIyXOBOW CHCTEMbI MIICKOIUTAIONINX YCTAHOBJICHO, YTO BBICOTA BOJOCKOBBIX
KJIETOK W JUIMHA CTEePEOLMIIMA KOPPEIUPYIOT C YacTOTOW BOCTPUHUMAEMBIX
aKyCTHYECKUX CHUTHAJIOB: 0OJiee BBHICOKHE KJICTKHA C JUIMHHBIMU CTEPEOIMIIASIMHU
aAKTUBUPYIOTCS TPU JACHCTBUHM HHU3KWX YaCTOT, a KJICTKH MCHbBINEH BEITUYHHBI C
KOPOTKMMH CTEPEOIMIIUSIMHU HACTPOCHBI HA BOCHIPUATHE BhICOKMX dacToT [Pujol et
al., 1992].

Ha cymecTBoBaHME B CIIyXOBBIX MakyjJaX pbI0 yYacTKOB, TakKkKe
CHEIUATM3UPOBAHHBIX JUISI TOHAJBHONW WIASHTU(UKAIIMU 3BYKOB, YKa3bIBAIOT
pe3yJbTaThl AKCIIEPUMEHTOB, B KOTOPBIX IIOCIC HWHTEHCUBHOW aKyCTHYCCKOM
CTHUMYJISIIIUM CHTHAJIAMHA Pa3HOW YacTOTHI HAa Pa3HBIX yJdacTKaxX MaKyjbl ObLia
oOHapy)KeHa pa3JInyHas CTEICHb MOBPEKACHHUS BOJIOCKOBBIX KieTok [Smith et al.,
2011]. [eranpHOe KapTHPOBAaHWE CAKKYJSIPHOW MakKyjbl 30J0TOTO Kapacs,
MPOBEICHHOE TIOCNIC TaKWX M30MPATEIbHBIX TMOBPEXKACHUN BEPIIUH KIETOK,
MOKA3aJI0, YTO BBICOKOYACTOTHBIC 3BYKH BOCIPUHUMAIOTCS ONMKEe K ee
POCTpajIbHOMY KOHILy, @ HU3KOYaCTOTHBIE — K KaynanbHOMy (pHc. 5). B atux xe
WCCJICIOBAHMSIX OblIa BBISBIICHA COOTBETCTBYIOIIAS KOPPEISIMS JUTHH KHHOIIAITUI
U CTEPEOIMINK YyBCTBUTEIBHBIX KIIETOK: B POCTPAJIbHOM YYacTKE OHU OBLIH
KOpoue, 4eM B KayJadbHOM. TeM He MeHee, HY)KHO OTMETUTh, YTO 0OOHapyKCHHAsI
KOppeIsAus MEXIAy MOPQOJOTHYeCKUMHU IapaMeTpaMu PEIenTOPHOTO OT/esa
KJICTOK M MX YYBCTBUTEIHHOCTBHIO MPOCIICKHMBAETCSA HE y BceX BHIOB pbi0O [Platt,
Popper, 1984]. 310 roBoput o 0oJjiee CIOKHOM XapakTepe MPOCTPaAaHCTBEHHOTO

KOAMPOBAHUS MEPBUYHOTO BOCHPUATHS 3BYKOB Y PbIO, UTO BEPOSTHO 00YCIOBIECHO
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Pucynox 5. Kapra TOHOTONHMYECKOTO BOCHIPHUATHS BOJOCKOBBIMH KJICTKAMHU
AKyCTUYECKHX CHTHAJIOB B CaKKYJIOCE y 30JI0TOTO Kapacs [Smith et al., 2011]. Knerkwu,
YYBCTBUTEIILHBIC K BBICOKOYACTOTHBIM CHUTHAJIaM, PacIojiaraloTcs B POCTPaJIbHON 30HE
cakkymoca. KieTku, HacTpOCHHbIC Ha BOCIPHUATHE HHU3KOYACTOTHBIX CHUTHAJIOB,
JOKAIM3YIOTCST B KayJdaJbHOM ydacTKe cakkyiaoca. R m D — cooTBeTcTBeHHO,

POCTPAIBHOE U IOPCATTLHOE HAIIPABJICHUSI.

OOJBIIIMM pa3HOOOPa3UEM CTPYKTYPHOTO YCTPONCTBA UX CAKKYJISIPHBIX aIllapaTos,
MPUCTIOCOOJICHHBIX K ()YHKIIMOHUPOBAHUIO B KOHKPETHBIX YCIOBUSX OOUTAHUS.

KpoMe BOJOCKOBBIX KIIETOK B COCTaB CaKKYJSIPHOW MaKyJbl BXOMSIT H
OTIOPHBIC KJIETKA — MHUKPOBWUIAPHBIC AMUTEIUONUTHI. CpaBHUTENbHAS OIIEHKA
TOHKOM opraHuzanuu GUOPUIUISIPHOTO aKTUHA M OEJIKOB MEXKJIETOUHOHN aJre3uu,
aCCOIIMMPOBAHHBIX C ONIOPHBIMU KJIETKaMH, YKa3bIBaeT Ha TO, YTO B OTIUYHUE OT
MJICKOMTUTAIONINX, OTOPHBIE KIETKH PBIO MOTYT JCIHUThCS U YaCTHYHO
BOCCTaHABJIMBATH ITyJI BOJIOCKOBBIX KiieTok [Monroe et al., 2015].

BHyTpu Makyibl BOJOCKOBBIE KJIETKA MOTYT OBITh OOBEIUHEHBI B XOPOIIIO
000COOJIGHHBIE  TPYIIBI C  OJWHAKOBBIM  BEKTOPOM  MOP(OIOTHYECKOM
nosspusarun  [Platt, Popper, 1981]. Ilog Mopdosnoruueckoi mosispusanuei

MOAPAa3yMEBAECTCSL AIlEHTPUYHOE PACIOJIOKEHUE KUHOIMIMU Ha aluKajJbHOU
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IMOBECPXHOCTHU BOJIOCKOBOM KIICTKH, T'AC BCKTOp IOJIApHU3allMM HAIIpaBJICH OT

cTepeorunii kK kuaorwn (puc. 6) [Popper, 2005; Canoxaukosa u jp., 2007].

Pucynok 6. Mopdonornueckas nmoisipu3aiys BOJIOCKOBBIX KJIETOK: a — Y4acTOK
CaKKyJISIPHOW MAaKyJibl C OJWHAKOBBIM BEKTOPOM TOJIApU3AIMU KIETOK Ha MpUMepe
OaiikambCKOro omysisi (CKaHuUpyroIas MUKpockomus). b, B — cxema pacmojoXeHHs
KUHOIWJIMK U CTEPEOIMINI Ha aMKaJIbHOW MOBEPXHOCTH BOJIOCKOBOM KiIeTKH (0 — BHI
cOOKy, B — BUJI CBEpXY); (|)— BEKTOp moispusanuu (0T CTEPEOMIINN K KUHOIMIIUN), C —

CTEPEOLMIINH, K — KHHOIWIHSA, 51 — AApo kieTku [CanoxxHukoBa u ap., 2015].

B 3aBucuMoOCTH OT OpHEHTAIMU TPYMI BOJIOCKOBBIX KJIETOK BBIIETSIOT
IIECTh THUIOB MOP(OJOTHYECKON TMONSIpU3aIlii CaKKYyJIpHBIX Makys [Popper,
1980; Popper, Coombs, 1982]: BepTUKaJIbHBI H30THYTHIN, CTaHIAPTHBIM,
JIBOWCTBEHHBIHN, MPOTHUBOIOJIOKHBINA, YEPECIYIONIUICSI U BEPTHKAIbHBIA (pHC. 7).
CorylacHO TPEIOJIOKCHUIO JTaHHBIX aBTOPOB, Pa3HBIM TaKcoHaM (Kjaccam,
oTpsiaM, CEMEHMCTBaM, pojaM) pbhI0O CBOWCTBEHEH HMCKJIIOUHUTEIIBHO OJIMH W3
YKa3aHHBIX TUIIOB MOP(}OIOTHIECKOM MOJIIPU3AINHA CCHCOPHBIX KJIETOK.

C moMomipi0 Ja3epHON MUKPOCKONWH, a TaK)Ke BHE- M BHYTPHUKICTOYHOM
pETHCTpAIMU DJIEKTPUUECKONH aKTUBHOCTH BOJOCKOBBIX KJIETOK HEABHO YIAJIOCh

JIOCTOBEPHO MOKa3aTh, YTO Pa3HOHAIPABJICHHBIA XapakTep MOPHOIOrHIeCKOM
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Pucynok 7. Tunbl MOpQOJOTMYECKON NOJSPU3ALUU BOJOCKOBBIX KIETOK B

CaKKYJISIPHOW MakyJie y peI0: BEpTHKAIbHBIN H30THYTHIN, CTAaHAAPTHBIA, JBONCTBEHHBIMH,
MIPOTHUBOIIOJIOXKHBIN, YEPEAYIOIIUMUACS W BEPTUKAIbHBIM. R m D — COOTBETCTBEHHO,

pocTpanbHOe U AopcanbHoe HampaBieHus [Popper, Coombs, 1982; Popper, Platt, 1993].

MOJIAPU3AIIUH BOJIOCKOBBIX KJIETOK JIGKUT B OCHOBE HAIIPABJICHHOT'O CIIyXa y PhIO,

T.€. X CIIOCOOHOCTH JIOKAJIN30BaTh UCTOYHUKH aKyCTHMUECKHX CUTHAJIOB [Popper,
Higgs, 2001]. Ilpenmoyaraercs TakKe, 4YTO HaJWYWEe TOTO WM HHOTO THIIA
MOJIAPU3AIMN  KJIETOK 3aBHUCUT OT MPHUCYTCTBUS Yy OCOOCH JaHHOTO TaKCOHA
BeGepoBoro ammapara W COCAMHCHHS JIAOMPHUHTA C TUIABATEIBHBIM ITy3bIpeM
(Popper, Coombs, 1982). Kpome TOro, yCTaHOBJIEHO, 4YTO MAaKyJbl C
YyBCTBHTEIHHBIMH KJICTKAMH PACITOJIATalOTCS B PA3HBIX INIOCKOCTSX: CaKKYJISIpHAS
W JIareHapHas MakKyjbl JIOKQJIW30BaHbl B BEPTHKAIBHON IUIOCKOCTH, a
yTPUKYJIsApHas — B ropu3oHTanbHoi [Popper, 1980, 2002; Popper, Lu, 2000; Xue,
Peterson, 2006]. Takum 00pa3oM, BOJOCKOBBIE KICTKH OTOJHMTOBBIX OpPraHOB
HCOJIMHAKOBO OPHUEHTHPOBAHBI B TPEXMEPHOM IMPOCTPAHCTBE, YTO MOXKET MMETh
BaXHOE 3Ha4YeHHWE JUIs oOecledyeHHs HampaBiieHHOro ciayxa [Rogers, Zeddies,
2008; Schulz-Mirbach et al., 2016]. XapakTepHO, 9TO y pa3HBIX BHIOB PbIO
IJIOCKOCTH, B KOTOPBIX JIOKAJIM3YIOTCS OJHOMMEHHBIC MaKyjbl, OOBIYHO HMEIOT

pa3HOE HaIpaBJieHHWE IO OTHOIICHHWIO K CATHTTAILHON IJIOCKOCTH TEla PHIOBI
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[Popper, Fay, 2011]. D10 TOBOPHUT O BBHICOKOW CTEMEHHU ILJIACTUYHOCTH CIyXOBOU
CUCTEMBI Y TUAPOOHUOHTOB, TIPUCTIOCOOIEHHBIX K (DYHKITMOHHUPOBAHUIO B YCIIOBHSIX

BBICOKOJIMHAMUYHOM BOJHOM CpPEJIbI.

1.6.2 ®dyHknuoHATbHAS XaPAKTEPUCTHKA CJIyXa y pbI0

BaxxHBIMU XapaKTepUCTUKAMH CITyXa SBJISIOTCS YacTOTa BOCIIPUHUMAEMBIX
3BYKOB, IOpPOrOBasi BEJIMYMHA MX aMIUTUTY[bl, a TakXKe CIOCOOHOCTh pBIO
pacro3HaBaTh HampaBJI€HHME Ha HUCTOYHHUK 3ByKa, TO €CTh, 0OOJagaTh
HalpaBJICHHBIM, WM JUpeKnHoHHBIM ciyxom [Platt, Popper, 1981]. K
HACTOSIIIIEMY BPEMEHU JUANa3OHbl CllyXa OMNpeIeNieHbl Y MHOTHUX BHUIOB PbIO
[Ky3nenos, Kysueros, 2007; Popper et al., 2011; Popper, Fay, 2011; Ramcharitar,
Popper, 2004]. [lanHble, OTHOCAIMECS K OAHOMY M TOMY € BHIY, MOTYT
OTJINYATHCS B 3aBUCUMOCTH OT METOJIOB UCCJIEIOBAHUS U CIIOCOOOB aKyCTHYECKOM
crumyssiiuu - [Popper,  Fay, 2011; Ramcharitar, Popper, 2004]. PriOb
BOCIIPUHUMAIOT  3BYKM B  OTHOCUTEIBHO  HM3KOYAaCTOTHOW  00JacTw,
MPEUMYIIIECTBEHHO B JUAIMA30HE OT HECKOJIKUX JECATKOB MM COTEH TepIl 10 3—5
Teicsu repir [Popper et al., 2005]. ¥V HekoTopbIX pbIO BEpXHssS TpaHHIA CITyXa
moxeT gocturath 6000-7000 I'y [Salem, Zaghloul, 2001; Xue, Peterson, 2006;
Smith et al., 2011].

Kak  mokaspiBaloT  MOBEAEHYECKHE M AJIEKTPOPU3NOIOTHUUECKUE
HKCIIEPUMEHTHI, PHIOBI 00JIaJal0T XOPOIIIO BRIPAKEHHOW CIIOCOOHOCTHIO YaCTOTHOM
nudpepeHIUpOBKH  aKyCTHYECKUX CHUTHajoB. B auanazone HauOosbllen
YYBCTBUTEIBHOCTH  OHU  CIOCOOHBI ~ OMPEAENATh  TOHAJIBHBIE  CUTHAIIBI,
OTJMYAloIIMecs APyr OoT Japyra mo yactore Ha 5-9 % [Jacobs, Tavolga, 1968].
Hcnonbe3yst ycmoBHO-pEICKTOPHYI0O METOAMKY, MOKa3aHO, YTO 30J0Tas phIOKa
criocoOHa pasnuyaTh aMIUIUTYAy 3Byka B 3—6 nab, mpudyemM TOpOrH TaKoi
nudpepeHIuPOBKH 3aBUCAT HE OT 00IIEN aMIUIUTYbl CPABHUBAEMbIX CUTHAJIOB, a
OT HUX 4acToThl. MuHuMmanbHbii mnopor (3 nb) HaxoauTcs B Juanas3oHe

HauOonbuel uyBcTBuTenbHOCTH (300—400 I'11), a BepxHuUil npeaen aMIUTUTYIHON



54

JUCKPUMHMHALIMKA HaxoauTcs Ha uvacrtore 1500 I'm [Jacobs, Tavolga, 1968].
CunTaeTcst, 4TO JaHHAs CIIOCOOHOCTh PBIO 00ECICUNBACT UX HAMPABICHHBIA CIyX
— OpHEHTALUI0 M IEpPEMEIICHHE [0 TPAJUEeHTy AaBICHHS B HAIpPaBICHHHM Ha

uctounuk curnaia [Platt, Popper, 1981].

1.6.3 PoJb cayxa B noBeieHHH PbIO

MHorre TIpOSIBICHHUS  JKU3HEACATEIHPHOCTH  PBIO  COMPOBOXKTAFOTCS
aKyCTUYECKMMU CUTHAJIIAMH U HECYT MOJIE3HYI0 OUOJIOTHYECKYI0 HH(GOPMAIIUIO HE
TOJIBKO 0OCOOSIM OJHOTO BHJIA, HO ¥ CIIOCOOCTBYIOT WX MEXKBHIOBBIM
B3auMoOIeUCcTBUAM. OCOOCHHOCTH aKyCTHMUECKOW KOMMYHHMKAIMU PBI0O U POJb
cllyXa B OpraHU3alluid UX CJIOXKHOTO MOBEJACHHUH MOJIPOOHO OCBSIIEHBI BO MHOTHX
paborax [Kasumyan, 2009; Ladich, 2014]. VcraHOBJICHO, YTO CIyXOBOMH
aHaNMM3aToOp OOECIeUrnBACT PEryJslUI0 TEPPUTOPUATIBHBIX U HEPAPXUUYECKUX
B3aMMOJICUCTBHM, CIIOCOOCTBYET PaBHOMEPHOMY PAaCCEJICHHUIO PBIO, TIOMOTAacT B
MIOVCKE W BBIOOPE PEMPOTYKTUBHBIX MApTHEPOB. Y THUAPOOMOHTOB, IMOBEICHUE
KOTOPBIX HE CBSI3aHO C TMPOSIBIICHUEM TEPPUTOPHAIBHBIX, HEPAPXUUYECKHUX,
arOHUCTUYECKUX WM WHBIX B3aWMOJCHCTBUMN, aKyCTHUYECKHUE CHUTHAJIBI MOTYT
UCIIOJIb30BAaThCS B TMHINEBOM U 3alIUTHOM TIOBEJACHUH, B OCYIICCTBICHUHU
MUTpalMii. OTa BO3MOXKHOCTh OCOOEHHO BaXkHa JUIsl TJIyOOKOBOJHBIX pbIO B
YCIIOBHSIX, KOT/Ia OTpaHWYEHA I HEBO3MOXKHA (PYHKITUS 3pUTEIBLHON pelerini, a
TaKXe U1 pbI0 ¢ HOYHBIM HMJIM CyMEpEUHBbIM THIIOM akTHBHOCTH [Soares et al.,
2016). Opnako, Kak TIOKa3bIBaeT OOJBIIOE YHCIO HAOMIOACHUN, OOMEH
aKyCTUYECKMMHU CHTHAJIAMU XapaKTEePEeH U JUIsl PHIO C XOPOIIIO PAa3BUTHIM 3PEHUEM,
KU3Hb KOTOPBIX MPUYpOYEHA K MEJIKOBOJBIO C HEOJHOPOIHBIMHU M CIIOKHO
CTpYKTypupOoBaHHbIMH Onotonamu [Kasumyan, 2005].

B mocnemnue  gecsaTtwietds — HAOMIOMAETCST  POCT  AHTPOIIOTCHHOTO
aKyCTHYECKOI'0 BO3JEHCTBHs Ha ruapoOnoHTOB, BKIovas peid [Kane et al., 2010;
Casper et al., 2013]. B 3aBHCHMMOCTH OT HMHTEHCHBHOCTH, TaKO€ aKyCTHYECKOE

"3arpsi3HEHUE" MOKET MOBJIEYb 32 COOOM MEXAHMUYECKOE MOBPEKIECHUE CIIyXOBOIO
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SIUTENUS ¥ BPEMEHHYIO MIIM MOCTOSIHHYIO moTepro ciayxa [Wahlberg, Westerberg,
2005]. Kak ObuTO CKa3aHO BBIIIE, KPOME CAMOCTOSTEIBHON POJIH, CIyX SIBISCTCS
TaK)Ke€ HEOTHEMJIEMBIM KOMIIOHEHTOM OOOHSTEILHOTO BOCIIPHUSATHS M TIOCIICACTBHS
TaKUX BO3JCHCTBHI MOT'YT OUY€Hb HETATHBHO BJIMATH HA €CTCCTBEHHOC MOBEJCHHUE

pBIO.

3akJIl0ueHHe Mo JUTEPATyPHOMY 0030py

AHanu3 COBPEMEHHOT'O COCTOSIHUS HCCIIEAOBAHUN OJb(AKTOPHON CHUCTEMBI
MOKa3bIBACT, YTO K HACTOSIIEMY BpeMeHH ci1ab0 OCBSIICHBI BOMPOCH,
Kacaroluecss LUUTOJOTMYECKUX aCHEKTOB (DYHKIIMOHUPOBAHUS XEMOPELEITOPHBIX
KJIETOK y JKMBOTHBIX Ha Pa3HBIX dTalax WX >KU3HEHHOTO IMKIA, KOTJa Yy HHX
3HAYUTENbHO BO3pPAcCTa€T MOTHBALMA B BOCIPHUATHH OMOJOTUYECKH 3HAUYMMBIX
COCMHEHHUH, B YacCTHOCTH, TMOJOBBIX (pepomMoHOB. OTaenpHble PabOTH,
MOCBSIIIICHHBIE aJaNTUBHBIM MEPecTpOiKaM OOOHSITENbHBIX KIETOK Yy phIO B CBS3U
C UX MOATOTOBKOW K PEMpOAYKTUBHOMY IOBEICHHUIO, HE Jajld TOKa IMOJIHBIX
cBeneHuit mo atomy Bompocy [Hamdani et al., 2007]. OtrcyrcTBrEe 3THX TaHHBIX HE
MO3BOJIIET JOCTOBEPHO OXapaKTepHU30BaTh MOP(HOIOTHUECKUE KPUTEPUU Pa3HBIX
YPOBHEHN UyBCTBUTEIBHOCTH PELEITOPHBIX KIETOK.

HenoctaTouHo W3y4YeHHBIMH SBISAIOTCS Tak)Ke BOMPOCH 00 ajgamnTaiuu
nepudepruueckoro oTaena OOOHSATETbHONW CHUCTEMBbI THIPOOMOHTOB K JEHCTBUIO
Ipyrux (usuko-xumMudeckux (axtopoB BHemrHed cpensl. K Takum (daxTopam
MOTYT OBITh OTHECEHBI Iepemnaibl THapocTaTuueckux masienuit [Wagner, 2002;
Herring, 2002], a Ttaxke MAEWCTBHE pa3IMYHBIX BOJOPACTBOPHUMBIX BEINECTB
TOKCHYHOW WJIM HETOKCH4YHOW mpuponsl [[lamenko, KacymsH, 1984; KacywmsH,
2001; bsukumu, 2001; Ankley et al., 2010]. B coBpeMEHHBIX HCCIIEJOBAHUSIX
JUTNTEIIbHOE BJIUSHUE TaXy4UMX BEIIECTB Ha OOOHSATENbHBIC KICTKH HU3YYCHO
HEJOCTAaTOYHO W OTPaHUYMBACTCS, KaK TPABUIIO, 3JICKTPOPU3HOIOTHISCKUMU
acIieKTaMy TaKUX BO3JIEHCTBHIA Ha KOPOTKUX oTpe3kax Bpemenu [Zufall, Leinders-

Zufall, 2000; Song et al. 2008]. Tem He MeHee, B YCIOBHSIX €CTECTBEHHON Cpebl
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OOWTaHUA KUBOTHBIX XMMHUYECKUE areHThl HETOKCHUYHOM MPUPOJbI MOTYT BIHUSThH
Ha OOOHSTENBbHYIO CHCTEeMy U Oojiee MpoJAOLKUTeNbHOEe Bpems. I[losTomy
OTIAJICHHBIEC TOCIEACTBUS JJIUTEIBHOW 3KCIIO3UIMU OJOPAHTOB HA JKMUBOTHBIX U
YeJIOBeKa TaKKe MPEJICTABISIOT CO00M MOKa HEpEUICHHYIO 3a/1ady.

Kak mnpaBuio, qiurenbHOE BO3ACHCTBHE JKCTPEMAalbHBIX (PAKTOPOB Ha
OOOHSITENBHBIM amnmapaT MNPUBOAUT HE TOJBKO K THOEIM KIETOK, HO U K
aKTHBHM3allMH KOMIIEHCATOPHBIX MPOLECCOB UX HelporeHe3a. B Hacrosimiee Bpems
B HEHPOOMOIOTHH BEJETCS UHTEHCUBHBIM MMOMCK MEXAHU3MOB, OT KOTOPBIX MOTYT
3aBUCETh MPOIECCHl HEWpOoreHe3a B ICHTPajbHOW HepBHOW cucteme [Meerlo,
2008; Balu, 2009; Lucassen, 2010]. Dto Takxke KacaeTcsi M OOOHSTEIBLHOM
CUCTEMBI, B MEPUPEPUUECKOM OTAENIe KOTOPOH, KaK OTMEYaJoCh BBIIIE, 32 CUET
MECTHBIX CTBOJIOBBIX KJIETOK TaK)K€ MOACPKUBAIOTCS MPOLIECCHl BO30OHOBIEHUS
HOBBIX HEWpanbHbIX KJIeTOK. OOBIYHO HMHTEHCHUBHOCTh HEHpOreHeza B
0J1b()aKTOPHOM DSIUTEIUUA HCCIEAYETCS Ha MOJYTOHKHUX 3aMOPOXKEHHBIX, JHOO
nenapauHU3UPOBAHHBIX CpE3axX, OrPaHUYMBAsICh HECKOJbKMMHM YacaMu MOCIe
BBeJeHuUs Tol mim nHOoiM Mmetku [Paschaki et al., 2013; Brann et al., 2014 u ap.].
OTO HE MO3BOJISIET JETAJbHO OTCIEKHUBAaTh IYTH M MEXAaHW3MBl JajdbHEHIIEH
MUTPALMK HOBOOOPA30BaHHBIX KIETOK B TOJIIE 3NMUTENUd. Takum oOpazoM, B
HACTOSIIIIEE BPEMsI OTCYTCTBYIOT JaHHBIE O JUHAMUKE IPOLIECCOB HEMpPOreHe3a Ha
YPOBHE I1IEJIOCTHOTO OOOHSATEIBLHOTO AMUTENHS, YTO SBISIETCS HEOOXOAMMBIM MpPHU
pEeLIeHUH TaKoTo poja 3a1ad.

[IpyHIMOUATBFHO  BaXXHBIM ~ OCTa€TCS  TakKkKe  BOINPOC O  MYTIX
IMPOCTPAHCTBEHHOI'O  MO3WIIMOHUPOBAHUS HOBOOOPA30BAHHBIX HEHPOHOB B
snuten UM AU EpeHIIUpOBKE JICHIPUTOB, KOTOpPhIE TI0 MeEpe pocTa
BCTPAMBAIOTCS B TMOBEPXHOCTb SIUTEIUS A1 00ecreueHuss XeMOpeuenTOpHON
¢bynkuuu. Her Taxke eIMHOr0O MHEHHUS O TOM, KaKUM 00pa3oM MOJIOAOW HEUpOH
U3 BCEro THIEPCEMENWCTBA TE€HOB, KOAMPYIOIIUX OJOPaHT-CBS3bIBAIOIINE
peLenTopbl, BHIOUPAET TOJBKO OJAWH U3 HUX, KOTOPBIN Jajiee SKCIPEcCupyercs Ha
BeCh Iepuoj xku3HeaesTenpHoctr kiretkn [Magklara et al., 2011; Vassalli et al.,
2011; Clowney et al., 2012; Markenscoff-Papadimitriou et al., 2014]. B
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NpUBEICHHOM 0030pe OTMEUYanoCh, YTO KJICTOYHBIE DSJIEMEHTHI OOOHSTEIHHOTO
amrapara >KUBOTHBIX BO30OHOBIIIIOTCS Ha BCEM TNPOTSHKEHHH WX JKU3HEHHOTO
IIUKJIa U JOJDKHBI 00€CTIeYnBaTh BOCIIPUATHE BCETO CIEKTPa OJOPAHTOB, KOTOPHIC
NPEJICTAaBICHBl B KOHKPETHOW cpene oOuTanus. VIMEHHO TOdTOMY B 3TOM
npobiemMe Hamboyiee OCTPO BCTa€T BOMPOC O COOTHOIICHWUW  BIIMSTHUS
TCHETUYCCKUX MEXaHM3MOB M XMMHUYECKUX areHTOB BHEIIHEH cpeibl, COBMECTHOE
ydJacTHe KOTOPBIX, TI0 MHEHHIO psiga aBTopoB [Serizawa et al., 2003; Shykind et
al., 2004; Ferreira et al., 2014] B KOHCYHOM HTOre¢ M MPECAONPEACIISIIOT
crieun(UIHOCTh OOOHATENBHBIX KIeTOK. Celyac 3TH BONPOCHI B OCHOBHOM
UCCIIEAYIOTCSI ¢ TIOMOIIBI0 MOJICKYJIIPHO-TEHETHUECKUX METOAOB, KOTOPBIC IajH
IIOKa TOJIbKO TUIOTETHYECKUE MOAEITH TOro, KAKUM 00pa3oM MaxyyHhe BellecTBa
BHEIIHEH cpelbl MOTYT OBITh BOBJCYEHBI B MPOILECCHl MOHOTEHHOH W
MOHOAJIICIIBHON 3KCIpeccuu 000HATeNBbHBIX penentopoB [Shykind, 2005 u ap.].
[luTonornyeckre NepecTpOrKH KIETOK, KOTOPBbIE MOTYT COIIPOBOKIATh MPOIECCHI
crienn(UIeCKOl  «HACTPOWKW»  PELENTOPHBIX KJIETOK Ha HW30HpaTelbHOe
BOCTIPHSITHE 3aM1aXOB, IO HACTOSIIETO BPEMEHHU OCTAIOTCSI HEM3BECTHBIMH.

O030p nUTEpaTyphl MOKA3hIBACT, YTO BOCHPUATUE XUMHUECKUX CHUTHAJIOB B
€CTECTBEHHOH cpeJie, KaK MPaBUJIO, COMPSKEHO ¢ (PYHKIMOHUPOBAHHUEM JIPYTUX
CEHCOPHBIX CHCTEM, B YaCTHOCTH, O ciiyxoBbIM ammapaToM [Kulahci et al., 2014],
YTO TMO3BOJIET YXHUBOTHBIM (POPMHPOBATH OOJiee IEIOCTHOE MPEICTABICHHE O
(U3NKO-XMMHYECKUX IMapamMeTpax BHEIIHEHW cpelbl. DTO OOCTOSTEIbCTBO JAeT
OCHOBAaHHE JUII COBMECTHOTO H3YYCHHUs aJalTUBHBIX OCOOCHHOCTEW OpraHOB
OOOHSIHUSA M CIyXa Y pbIO, KaK B IJIaHE UX CTPYKTYPHOTO MOJUMOp(HU3Ma, TaK U C
TOYKM 3peHHs] MX (YHKIMOHAIBHBIX BO3MOKHOcTell. Kak m B OOOHsSHUM, B
U3yYCHUH CIYXOBOTO aHAJIM3aToOpa PhIO 3TH BOMIPOCHI €Ille CIad0 M3YyYeHbI U B
HOCJICTHUE BPEMsI COCPEIOTOYCHBI HA CAKKYJSPHOW Makylie, IJie JIOKAJIU3yeTCs
nepudepuyeckuit otaen ero opranusanuu [Popper et al., 2005; Popper, 2011 u
ap.]. Ham kaxkercs, 4To mapaieibHOe HM3y4YeHHE OOOHSTEIBHOW M CIYXOBOM
CHCTEM Ha OJHUX U TEX K€ BUAAX PhIO B MEPCHEKTHBE MOXKET JaTh IOJIE3HYIO

I/IHCbOpMaI_[I/IIO 0 MEXaHM3MaxX KOHBCPICHIMU 3THUX JIBYX CCHCOPHBIX KaHaJIOB, YTO
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HEOOXOAMMO Ui O0ECHEeUCHHs CIIOKHOTO IMOBEACHUS THAPOOHMOHTOB B
KOHKPETHBIX YCJIOBUSAX oOuTaHus. JIJi1 peIleHus IOCTaBICHHBIX 3a7ad MBI
UCIIOJIb30BAJIM  PA3HBIX TIPEACTaBUTENCH OalKaabCKOM HXTHO(AYHBI, BKIHOYAs
Onmu3kopocTBeHHbIe BUABI peIO cem. Cottidae u Coregonidae, oGoHsTenbHas U
CIIlyXOBasi CHCTEMa KOTOPBIX B CBS3M C WX IPHUCIOCOOJCHHEM K Pa3sHOPOIHBIM
yCclaoBUSX oOOHWTaHMs B baiikale MaKCHMalbHO agalnTHpOBaHAa K JEHCTBHIO

pa3IMuHBIX GU3UKO-XUMHUECKUX (PaKTOPOB BOJIHOM CpPEIbI.
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I''TABA 2. MATEPHUAJIBI U METO/IbI

2.1 MeTonoioruyecKue moaxoabl, HCMOJb3yeMble 1JIs pelleHust

MMOCTABJICHHBIX 3a/1a4

3agaua 1. H3yyeHue aganTUBHBIX MEPECTPOEK OJH(AKTOPHOTO ammapara
peI0 HA pa3HBIX JTamax WX JKU3HEHHOTO IMKJIA W HEPECTOBOTO IOBEICHUS
NPOBOJWIM Ha SHIACMUYHOM TpEICTABUTENIC POraTKOBHIHBIX pbiO cem. Cottidae
o3epa baiikan — xentokpsiike (Cottocomephorus grewingkii (Dybowski, 1874)
(MIUTFOCTpAIMH PhIO U 0OCOOCHHOCTH X TIOBEJICHUS IIPHUBEICHBI B pasjene 2.4).
Panee Oaiikanbckue Cottoidel gBWIMCH NPEIMETOM  WHTEHCHUBHBIX
WCCJICIOBAHNM, CBSI3aHHBIX C M3YYEHUEM POJIM XUMHUYECKOW KOMMYHHKAIIUU B
OpraHW3allid  PEMPOMYKTUBHOTO TIOBEACHHWS PBIO. Y CaMIlOB W CaMOK
KEITOKPBUIOK  yIajJoCh  BBISIBUTh ~ MCTOYHUKH  TIOJIOBBIX  (DEPOMOHOB,
UACHTUDUIIIPOBATh UX XUMUYECKYIO TPHUPOAY, MaTh OLUEHKY 3(P(HEKTUBHOCTH WX
JIEUCTBUS B CBSI3U CO CTETICHBIO 3PEIIOCTH PEIMITHEHTA, a TAKXKE B 3aBUCUMOCTH OT
(U3HOIOTUYECKOTO COCTOSTHUS 0COOH, SIBIISIONICHCS X UCTOYHUKOM [JIMUTpHeBa,
Octpoymos, 1992; Kanens, Banees, 1986; Baneesa, [Imutpuena, 1994; Baneena,
1995; OctpoymoB, 1997]. C mnoMoIIp0 TOBEAESHYECKOTO OHOTSCTUPOBAHUS
YCTaHOBJICHO, YTO KaK y CaMIIOB, TaK U Y CaMOK YYBCTBUTEIBHOCTH OOOHSHUS K
OTUM BEIIECTBaM B pas3Hble (a3bl KU3HM HEOAWHAKOBA W  JOCTHUTaeT
MaKCUMAaJIbHBIX BEJIMUMH B PEMPOAYKTHUBHBIN mepuon. [lpudem, kaxmgas w3 3THX
(a3 xapaKTepu3yeTCsi CTPOTO ONPEICICHHBIM MTOBEICHUEM.
B mMexxHepecToBBIi meproa peiObl HE MPOSBISIOT TOCTOBEPHBIX PEAKIIHA
Ha T0JIOBbIe (pepoMOHBI. B miepro/1 BhI3peBaHUs W BhIMETA IOJOBBIX MPOIYKTOB
(5-6 cramus 3peNocTH) 3Ta peakiiis CTAHOBUTCS HAWOOJIbIICH, a MPU MEPEXoc B
baszy poaUTENHCKOTO TIOBEICHHS — PE3KO CHIDKaeTcs. Takas JuHAMUKA TTOBEICHHUS
U oJb(HaKTOPHON YYBCTBUTEIHHOCTH HCIOJIB30BATACH HAMU B KadyeCTBE MOJEIH

JJI BBISIBJICHHSA KOppeHHHI/Iﬁ MCKIAY XEMOYYBCTBUTCIBbHOCTBIO FI/II[pO6I/IOHTa n
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YPOBHEM YJBTPACTPYKTYPHOTO DPa3BUTHUS KJIETOK MEPHU(PEpUUIECKOrO OTIeNa €ro
OOOHSITENFHOTO aHAJIN3aTOPa — CEHCOPHOTO SMUTEIHS.

B pamkax 3Toif Mosienu 1enecoodpa3Ho 6osee AeTalbHO OCTAHOBUTHCS HA
HKOJIOTHH JKEJITOKPBUIOK M OCOOCHHOCTSX MX Pa3MHOXKEHUS. bronorus sTux BUI0B
pPOTaTKOBUAHBIX pBIO J0CTaTOYHO Xopomo wu3ydeHa [Tamues, 1955]. B
MEKHEPECTOBBIN MEpUO pbIObI HE MMEIOT IMOJIOBOTO JeMOopdHu3Ma U MX TOHAIbI
COOTBETCTBYIOT 3—4 cramuu 3penocTd. Pa3MHOXXeHHE MPOUCXOTUT B Ppa3HbIC
ce30Hbl ((heBpanb — MapT, Mail W aBryCT) M HAaYMHAETCA C IOJAXO0Jla CaMIOB K
npuOpexHON 30HE o3epa, rae Ha HeOombmux Tiayounax (0,5-3 M.) camibl
BBIOMpAIOT cebe Haubosee ynoOHBbIM KaMeHb € MOJOCThIO moj HuM. K 3Tomy
BPEMEHM CaMIlbl HAXOJATCS Ha 5—6 cTaguM CO3PEBaHMs U IEPECTAIOT MUTATHCA.
Camerr 00ma1aeT CI0KHBIM CTEPEOTHUIIOM HEPECTOBOTO MOBEICHHS, BKIIFOUAIOIIETO
MOJITOTOBKY THE3/1a, MPHUBJICUYEHUE CAaMOK, OIIOJOTBOPEHHE HKpPHI U 3a00Ty O
nOoTOMCTBE. B 3TO Bpemsi, B OT/IMUME OT CAMKH, OH PUOOPETAET OpayHyt0 OKPacKy
— TPYAHBIE W CIUHHBIC MJIABHUKHU CTAHOBSTCS JTUMOHHO-XeNnThiMU. [lnmomanp u
TOJILIMHA TPYIHBIX [JIaBHUKOB yBenuuuBaeTcs. Ha myyax, ¢ BHyTpeHHEH CTOPOHBI
I'PYIHBIX JIABHUKOB MOSBIISAIOTCS SMUTEINANIbHbIE OYTOpKU. Y camiia, TOTOBOTO K
HEPECTY, IBET TOJIOBbI M MUTMEHTUPOBAHHBIX YYaCTKOB Telld MOXKET H3MEHSITHCS
OT CBETJIO-TIECOYHOTO JI0 YyroyibHO-uepHoro. Ha popcaibHOMl CTOpOHE TOJOBBI
00pa3yrTCsi MHOTOYHMCIICHHBIC MUTEIHATBHBIC IIUIHKH, KOTOPhIE CITIOCOOCTBYIOT
nporieccy GOpMUPOBAaHMSA KIAAKH, KOT/Aa caMell «pasTiIakuBaeT» HUKpPY C
BHYTpPEHHEH CTOpOHBI THe3/a i ee 3pdexTuBHOM arpaunu. Ctapasch MpHUBIICYbD
CaMKy B THE3[0, caMel] MPOW3BOAUT BEHTWIHPYIOIINE IBUKCHHUS IITUPOKO
pacnpaBiIeHHbIMU TPYAHBIMU IUJIABHUKAMH U MEJKO BHOpHpyeT Tenom. Takas
MOBEICHYECKAsi aKTUBHOCTh BU3YyaJbHO CHTHAIM3UPYET CAaMKE O €ro TOTOBHOCTH K
HepecTy. Okasanoch, 4To SAPKUN OpadHBIA HapsA caMlla, PacIoiaralero K ToMmy
e OOJBIIMM apCeHAJIOM I103 TMPUBJICUYEHHUS, HE SBIAETCA JTOCTATOUYHBIMH IS
3ax0jla CaMKHU B THe3/10. B 3TOM OTHOIIEHNN OBIYKOBBIE CXOXKH C JPYTUMHU BUAAMU
SULEKIAYIINX pbIO, camMIlbl KOTOPBIX B MPOIIECCE HEPECTA BBIACISIOT BEIIECTBA,

H€O6XOI[I/IMBIG HC TOJIbKO I IMPHUBJICUCHHA CaMOK, HO M, YTO 0COOEHHO BaXXHO,
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JUTsl OKOHYATEIBHOTO CO3PEBAHMS UX MOJIOBBIX MPOAYKTOB. Y CTaHOBJIEHO, 4YTO
y CaMIlOB OBIYKOBBIX PBIO BO BpEMS Pa3MHOXKEHHUS YBEIMYUBACTCS OOBEM
MOYEBOTO MY3bIPsi, B CBSI3U C YEM MPEANOIArajioch, YTO MOYa MOXKET OKa3bIBaTh
npuBJeKatomiee aeicrBue Ha camok [YepusieB, 1979]. B nskcmepumeHTax c
WCITOJIP30BAaHUEM TIOBEICHUECKOTO OMOTECTUPOBAHUS YCTAHOBIICHO, YTO JTaXKe MPHU

Gombmom paszsegerun (1:107% %

(00)) KOMITOHEHTHI MOYH COXPAHSIOT CBOE
CUTHaJIbHOE 3HadeHue i camok [JImutpueBa, Octpoymon, 1992; Dmitrieva,
Kozlov, 2010]. 910 roBOpUT 00 MX BBICOKOW UYBCTBHTEIBHOCTH K OMOJIOTHYCCKH
aKTUBHBIM BEIIIECTBAM, COJEpKAIMMCA B Moue. MeTo/laMu Macc-CleKTPOMETPUU
1 aOCOpOITMOHHON CIIeKTpocKonuu moka3ano [Kamens u ap., 1987], uro momoBas
dbepoMoHanpHas cHCTEMa caMlla S>KEITOKPBUIKA BKJIIOYAET TPU KOMIIOHEHTA,
KOKIBIM W3 KOTOPBIX BBIMOJHSAET crenududeckyro ¢yHknuo. DapHe3omn
BEITIOJTHSECT (PYHKITUIO aTTpakTaHta, |1 THAPOKCHTECTOCTEPOH OTHOCHTCS K
KOMIIOHEHTaM ¢ TpaiiMepHbiM 3ddektam aercTBusi (YCKOpsSET IOJIOBOE
CO3pEBaHUE CaMOK) W TECTOCTEPOH, KOTOPBIM HEMOCPEICTBEHHO BBI3BIBACT
M0JIOBOE TIOBEJICHHE Y CAMOK, T.€., SIBIAECTCS aPpOaN3UaKOM.

B dopmupoBannn penpoayKTUBHOTO TOBEICHUS cCaMIila OIpeaelIaromias
POJIb TaKKe MPUHAIICHKHUT MOJIOBBIM (pepoMOHAM, HUCTOYHUKOM KOTOPBIX SBJISETCS
nojoBo3penas camka [OctpoymoB, 1987; BaneeB u np., 1987]. Dtu BeliecTBa
COCpPEIOTOYCHBI B OBapUAIBHOW >KHIKOCTH M OCBOOOXMAIOTCSA TMPU OBYIISAIUH.
[lonoBass ¢epomMoHaNbHAs CHUCTEMa CaMKW BKJIIOYAaeT JiBa BemiecTBa: 17a-
TUAPOKCUIIPOTeCTEpOH  (MpailMEpHBI ~ KOMIIOHEHT,  KOTOPBIM  BBI3BIBAET
TUTIEPTPOPUI0O MOYEBOTO Iy3bIpsl y camIla M CO3pPEBaHWE CEMCHHHUKOB) W
TECTOCTEPOH, BBIMOJHSOMUNA (QyHKIHo adpoausuaka. [lokazano, 4ro momaya B

. 12 %
aKBapUyM OBapHaIbHOM KUIKOCTH B pa3BeaeHuu 1:10 7

(00) BBI3BIBACT y camIia
BECh KOMIIJIEKC PEaKIfii, CBOWCTBEHHBIX €My B MPHUCYTCTBUU CAMKU — 3aHITHE
rHe3/a, MOTEeMHEHHWE TOJIOBBI M JEMOHCTpalMs 1mo3 mnpuBiedeHus. Hapsgy c
KOPOTKOJIATEHTHBIMHU MOBEJICHUECKUMHU PEAKIUAMH, Y CaMIIOB BBISBIISIOTCS TaKkKe
U Tay0okue, MOCTeneHHO ¢opMupyromuecs (U3NOIOTMYECKUEe W3MEHEHUS,

OTHOCSIIKECS K TMpaliMepHOMY, T.e. MAJUTENBbHO pa3BuBaiouiemMycs 3¢dekty
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nercTBus (PepoMOHOB. B  4YacTHOCTH, YCTAHOBIIEHO, 4YTO MPOJIOJDKUTEIbHAS
CTUMYJISALIMSL paCTBOPOM OBAPUATIBHOM JKHJIKOCTH BBI3BIBAET Y CAMIIOB YCKOPEHHE
CO3pEeBaHUs MOJOBBIX MPOAYKTOB. Takum oOpazoM, puU3HOIOrH4YecKas TOTOBHOCTD
caMIla K OIUIOJOTBOPEHUIO UKPBI HAMPSIMYIO 3aBUCUT OT 3PEJIOCTH OJIOBBIX TOHA
CaMKH, BBIICISIONIEH BO BpeMs HepecTa BHUIOCTIEUU(PUYHBIE BEIIECTBA, KOTOPHIC
JUTSL caMlla UMEIOT BaXKHOE CUTHaJbHOE 3HaueHue. OUeBHUIHO, YTO €ero 0OOHSHUE B
3TOT OTBETCTBEHHBIM MEPUOA JOHKHO 00NagaTh K 3TUM XUMHUYECKHM areHTam
MOBBIINICHHON YYBCTBUTEIBHOCTBIO, HHaue (Qu3nosorndeckas u ¢uznueckas
CUHXPOHU3ALMs MTPOU3BOAUTENEH CTAaHOBUTCSA HEBO3MOXHOW. O Bemymen poiu
OOOHSITENBHOTO AHAIM3aTOpa B PELENUUU IMOJOBBIX (EPOMOHOB TaAKXKE
CBUJIETEJIbCTBYIOT SKCIIEPUMEHTHI, B KOTOPBIX MOKAa3aHO, YTO Y aHOCMUPOBAaHHBIX
CaMIIOB MOBEJAEHYECKUE OTBETHI HA JEUCTBHE ()EPOMOHOB CaMKU PE3KO CHHKEHBI
[OcTpoymos, 1987].

Takum 00pa3om, MOBEAECHUYECKHE HKCIIEPUMEHTHI YKa3bIBAlOT HAa TO, YTO B
YCIIOBUSIX BEAYUIErO0 OMOJIOrMYECKOr0 HWHCTUHKTA — BOCIPOM3BOJCTBA — Ha
OOOHSITEIPHYIO CUCTEMY PBIO JIOKUTCS OCHOBHAsI (DYHKIIMOHAIbHASI HAarpy3ka, OT
HaJIe)KHOCTU pabOThl KOTOPOU 3aBUCUT COXpaHEHHE BH/IA.

HecMmoTpss Ha TO, 4TO BO3pacTaHue OJIb(PAKTOPHONH YYBCTBUTEIBHOCTH
HaOJIOIaeTCsl KaK y CaMIIOB, TaK U Y CaMOK, B KaueCTBE OCHOBHOTO OOBEKTa st
U3Y4YeHUS! aJaNTUBHBIX MEPECTPOCK OOOHSATEIBHBIX KIETOK HaMH ObLI BbIOpaH
camell. Takoe mpeanoyTeHue ObLIO CIETAHO B CBA3U C TOW 3HAUUTEIBHOUN POJIbIO,
KOTOPYIO OH BBIIIOJIHSET BO BpeMs HepecTa. B oTinune oT caMKu, ydyacThe camua
B Pa3MHOXXEHMM HE OIPAaHWYMBAETCS BBIMETOM TIOJIOBBIX MpPOAYyKTOB. Ero
pPEeNpOAYKTUBHOE TMOBEJIECHUE 3aHUMAeT Oosiee MPOJOJKUTEIbHBIA MPOMEXYTOK
BpeMeHU. OHO HAaYMHAETCS MOMCKOM THE3/1a UM 3aKaHUYMBAETCS OXPAHOW KIAIKH,
KOTOpasi npoaosnkaeTcd Ha npoTsikeHun 20—40 cyT. 10 Havaia BbIKJIEBA JUYMHOK.
3a 3TO BpeMs camilbl HE MPOSIBISIOT MHILEBOTO IOBEAECHUS, TEPSIOT BEC,
XapaKTepHYI0 HEPECTOBYI MUTMEHTAIlUI0 W MOryT THOHYTh [TamueB, 1955].
Kpome TOro, Mexay caMIlOM M CaMKOW HMEETCA CYIIECTBEHHAas pa3HULA

BPpCMCHHOT'O HHTCPBAJId, B TCYCHHC KOTOPOIO Yy HHUX IIOBBIIIACTCA YPOBCHDb
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OOOHSITEILHOM UYYBCTBUTEILHOCTU. B oTiauuMe OT camkKu, KOTOpas MOKUIAET
THE3JI0 Ccpa3y IOCJI€ BbIMETa HKPBI, CaMEll €II€ HECKOJBbKO CYTOK '"OXKuaaeT"
MOAX0/a APYrux caMok. OTMevaeTcs, 4TO caMell MOXKET OIJIOJIOTBOPATh UKPY 6—
10 camok [dmutpueBa, OctpoymoB, 1992]. IMeHHO 3TOT, JOCTATOYHO IIUPOKUH,
OTPE30K BpPEMEHHM JaBajl BO3MOXKHOCTh JUIMTENBHOTO  HAONIOACHUS 34
yIBTPACTPYKTYpOl ~ OOOHSITENBHBIX  KJIETOK B  (a3y UX  IOBBIIICHHOU
YYBCTBUTEIHLHOCTU K BOCIIPUATHUIO MOJIOBBIX (hEPOMOHOB.

[IpeacrasnsieTcs, 4TO BbIOpaHHAS MOJIENb JKU3HEHHOTO IIUKJIA KEITOKPHUIOK
MO3BOJISICT BBISIBUTH AJANITUBHBIE BO3MOKHOCTH HX OOOHSTEIBHOTO armapara,
XEMOUYYBCTBUTEJIBHOCTh KOTOPOIO B OTHOIIEHUH (PEPOMOHOB CYIIECTBEHHO
BO3pacTaeT, 4To 00ecrneuynBaeT CMeHY (GOopM UX PENPOAYKTUBHOTO TIOBEICHUSI.

Mopdonoruueckuii Mmatepuan Opaiu y ruipoOUOHTOB B MEKHEPECTOBBIN
nepuoa (3—4 cragum 3penoctu) ¢ rayounsl 100 m (n = 20), BO Bpems
pa3MHOXeHus (5—6 cTaauu 3pesocTH) B MPUOPEKHOM 30HE 03€pa B MECTaxX HX
ectecTBeHHbIX HepecTwaull (N = 30), a Takxke B a3y nepexoaa caMIoB K OXpaHe
omnogoTBopeHHoM knaaku (N = 10). Ctagus 3penoctu onpeaensiach 1mno roHaao-
comatuueckomy unuekcy [Komenes, 1984].

3agauya 2. l3yueHHWe TMPOIECCOB amomnTo3a ¥ KOMIIEHCATOPHOTO
HeHporeHe3a TNPOBEICHO HAa KaMEHHOW Imupokosodke (Paracottus kneriii
Dybowski, 1874), xemuyxHom rypamu (Trichogaster leeri Bleeker, 1852) wu
oObikHOBeHHOM ToJbsiHe  (Phoxinus phoxinus Linnaeus, 1758). Kamennyto
mmpokoiooky (Paracottus knerii  Dybowski, 1874) st KOHTpONBHOW H
JKCHepUMeHTaNbHON Tpymm (N = 15 ans KaxIoW Tpynnbl) OTJIABIMBAIN B
MEXHEPECTOBBIN Mepuo B mpubpexHoi 30He KOxnoro baiikana. [locie nepenoca
U3 €CTECTBEHHOM cpe/ibl phl0 afanTHUpPOBaId B T€UEHHE 7 CYTOK B akBapuymax (13
7.) 0e3 TpyHTa C HEmpepbIBHO OOHOBIsieMOM Bozoi mpu temmepatype +5°C. B
KOKJIOM W3 aKBapuyMOB HaxoauWjach ofHa pbida. [lanee, oOHOBIEHHE BOIBI
MPEKPaIIaIOCh, U K SKCIIEPUMEHTAIBHBIM pbl0aM J00aBIISIIN FeTEPOreHHYI0 CMECh
aMUHOKHCI0T U nentuaoB (MmaccoBas goias — 0,0002 %; Tryptone, Helicon),

MOJyYEHHYI0 OOpaOOTKOM TPUIICMHOM MOJIOYHOTO Oenka — kaszeuHa. JlaHHas
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KOHIICHTpAIMsl BHOCHUMBIX BEILECTB IMOJAEPKUBajJach B TeUueHHE 15 cyTok, 3a
UCKJIIOYEHHEM HOYHOTO BpeMeHHU (MPOTSKEHHOCThIO 12 wac.), Korga pblOb
HaxXOJWINCh B YCJIOBHUSX HENPEPHIBHOTO MPOTOKA CBEXEW BOIbl. KOHTpOJIbHBIE
0COOM COJIepKAJIUCh B OTACNbHBIX aKBapuyMax B aHAJIOTHYHBIX YCJIOBHUSX 0€3
noOaBieHHs] JNEUCTBYIOmMX BemlecTB. [lo ncTeyeHHH BpeMeHU OOOHSTETbHBIC
PO3ETKH KOHTPOJBHBIX U AKCIEPUMEHTAIbHBIX PBHIO M3BJICKAIM U TOTOBWIM IS
UCCIIEIOBaHMsI C TOMOIIBIO MPOCBEYMBAIONIEH M J1a3epHOl KOH(OKaIbHOU
MUKPOCKOIHHU. AHAJIOTMYHbIE YKCIEPUMEHTHI C IEJIEHUEM PbIO HAa KOHTPOJIbHBIE U
DKCIIEPUMEHTAJIbHbIE T[PYNNbl I[POBOJMIM HAa JKEMUYY)KHOM TypaMH H
OOBIKHOBEHHOM ronbsiHE (N = 10 mms kaxkmoit rpymmbl). B aToit cepunm
uccienoBaHu peIO conepxkanu npu Temneparype +20°C B mpuUCYTCTBUU
JEUCTBYIOLIMX BEUIECTB HENMpPEpPbIBHO. J[aHHAs yacTh paOdOTHI BHINOJHEHA Ha Oaze
YHUKQJIBbHOM HAay4YHOM  YCTAHOBKM  «ODKCIIEPUMEHTAJIBHBIA  IPECHOBOIHBIN
aKBapUyMHBIN KOMIUIEKC Oaiikanbckux ruapoduonto» JINH CO PAH.

B onbdakTopHOM  BNUTENMM  KAaK  KOHTPOJIbHBIX, TaK U
HKCIIEPUMEHTAJIbHBIX pbIO ONpEIEISUIH UHTEHCUBHOCTD anonTo3a
[TUNEL,Gavrieli, et al. 1992] u nponudepatuBHON aKTUBHOCTU C TOMOIIBIO
opomaesokcuypuauna (BrdU), [Gratzner, 1982]. Ilpuuem, y IHPOKOIOOKH
MUTOTHYECKYIO aKTUBHOCTH OLIEHUBAaJaIM yepe3 12 yacos, a y rypamMu — Ha JABYX
cpokax: uepe3 12 4. u 36 4. nmocine BHyTpuOprommHHON MHBekMU BrdU. [lns
KOH(OKaJIbHOW MHUKPOCKOIUU 00pa3lbl SMUTENUsT U3 00EUX TPYyNN OKpalluBald
TaKXK€ Ha SJACPHBIM Marepuan, (yHKIMOHAJIBHO AaKTUBHbIE MHUTOXOHIPUU U
aktuBHble (QopMbl kucinopona (ADK). VabTpacTpykTypHble OCOOEHHOCTH
IpenaparoB  MCCIEIOBAaIM € IMOMOLIbIO MPOCBEYMBAIOIIEH  AIEKTPOHHON
MUKPOCKOIIHH.
3amaya 3. [[ns usydeHus MopdOJOTHYECKHMX OCOOCHHOCTEH paHHMX CTaaui
mudpepeHIUpOBKM W MUTpanuu  OOOHSATETBHBIX HEWUPOHOB  IMperapaThl
OKpalllMBaJId Ha AJIEpHBIM MaTepuand U aKTUHOBbIE MHUKpouiIamMeHThl. BumoBbie
OCOOCHHOCTH CTPYKTYPHOM OpraHM3allii aKTHHOBBIX MHUKPO(PHIAMEHTOB B

0Jb()aKTOPHOM armapare uccienoBain y xenrokpsuion (C. grewingki), kameHHON
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(P. knerii), o6oasmreromosoii (Batrachocottus baicalensis Dybowski, 1874),
mmHHOKpBLIoN (Cottocomephorus inermis Jakowlew, 1890) mmpokoso0ok, a
taxoke y rypamu (T. leerii) (n =7 mis kaxk10ro BUaa).

Bce mnpumeHsieMble METOJbl OKpAIIMBaHUS IMPENApaToB, a TaKkKe
HEHpOreHe3 W MyTH JaJIbHEHIIEeH TPaHCIOPTUPOBKM HOBOOOPA30BaHHBIX KJIETOK B
AIUTEIMH M3YYEeHbl C TOMOIIbI0 KOH(OKAIbHOW MHKPOCKONUU TOJBKO Ha
LEJIOCTHBIX OOOHATENBHBIX po3eTKax. lloilydeHHble naHHbIE 00padaThIBaIM C
noMoIIplo makera nporpamm «Imaris® Bitplane 7.2.3» u «ZEN», 4To M03BOJIMIIO
OOBEKTHUBHO OIICHUBATh I[MTOXUMUYECKWE HM3MEHEHHUs, BO3HUKAIOIIUE B
CEHCOPHOM amnmapare pbl0 B pe3yiabTaTe MNPOAOCHKUTEIBHOIO BO3JIEHCTBHS
OJIOPAHTOB HETOKCUYHOW mpupoabl. Takum oO0pa3oM, HCIIOJIB30BAHUE ITUX
MOJIXO/IOB TO3BOJMJIO HE TOJBKO ONpPENEIUTh WHTEHCUBHOCTh HEHpOreHesa y
KOHTPOJBHBIX M ONBITHBIX pPbIO, HO U OXapaKTEPU30BaTh JUHAMHUKY HX
TONOrpa)UyecKoro pacrnpeaeyieHus B JNHUTEIUH BO BpemeHH. Kpome Toro,
CEJICKTMBHAs OKpacKa KJIETOK Ha SJEepHbIA MaTrepuai, (yHKIMOHAIbHO aKTHUBHBIE
MUTOXOHJPUA ¥ AaKTMHOBBIE MHKPO(MIAMEHTHI Jlaja BO3MOXHOCTH MPOCIEIUTh
CTPYKTYPHBIE MEPECTPOUKN MOJOJBIX HEMPOHOB B MPOLECCE WX MUTPALMU YEPE3
TOJILLY MUTENHUS U TIOCII€ YCTAHOBJICHHSI KOHTAKTA JACHIPUTA C BHEIITHEHN Cpeoil.

3agaua 4. J{ns uccnenoBaHus BIUSHUS (EHOJIA HA OOOHSITEIIbHBIN
snuTenui peI0, camioB skeaTokpeutok (C. grewingkii; n = 10) comepikanu B
akBapuymax (13 1m1.) 6e3 rpyHra ¢ A00aBIECHUEM KPHUCTAIUIMYECKOTO (peHosia H3
pacdera 3mr/171. B TedeHue 4 CyTOK. IKCIEPUMEHTHI MPOBOAMIN TIPH CTAOMIHHON
temmneparype (14 = 1° C), aspanuu U THAPOXUMUUYECKUX MapaMeTpax B YCIOBHUAX
npecHoBogHOTO akBapuymHoro komruiekca (ITAK) JIMH CO PAH. KoHuTponbHbIX
pui0 (N = 10) conmeprkayiv B aHAJOTHYHBIX YCJIOBUsX 0e3 mobasieHus penona. Prio
32 3TOT MEPUOJ KOPMUIIU OJTHOKPATHO JI0KAEBBIMHU YEPBAMHU U 300ITAHKTOHOM.
3agaya 5. JIis cpaBHUTEIBLHOM OICHKH ITUTOXHMMHYECKHX OCOOCHHOCTEH
CEHCOPHOTO anmapara y TJIyOOKOBOJHBIX pbIO HcCcIeAoBaid OOOHSATEIbHBIC
pPO3ETKH y TpEACTaBUTENICH TpeX BHUAOB poratkoBuaHbIX pei0 (Cottidae) o3.

baiikan — Oombmoii ronomsaku (Comephorus baicalensis Pallas, 1776),
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mmnaHokpeLIon (C. inermis) u sxupHoit (Batrachocottus nikolskii Berg, 1900)
IITUPOKOJI000K, OOUTAOIINX 0 MAaKCUMAJIbHBIX TITyOrH 03epa baitkan n nMerommx
XapaKTepHbIE NJIi HUX CTpaTeruu moBeneHus. JlJisi 3JEKTPOHHOW M Ja3epHOM
KOH(OKAJIbHOW MMKPOCKOIMHM MCIOJIb30BaHbl OOOHSTENbHBIE PO3E€TKH OT 17
0co0eii KaXKJI0To BHIA.
3apaua 6. [l BBISIBICHUS MEXBUJIOBBIX Pa3jMuMil B yJIBTPACTPYKTYype
CaKKYJISIPHBIX MAKyJI Y POTaTKOBUIHBIX PHIO BRIOPAHBI YETHIPE BUJIA, 3HAUUTEIHHO
OTJIMYAroIIMecss 00pa3oM JKHM3HM: KaMeHHas mupokosiooka (P.  knerii);
ceBepoOaiikanbckas rxentokpeuika (Cottocomephorus alexandrae Taliev, 1935;
n=50); Oompmas romomsHka (C. baicalensis; n=50) u wManas roJOMsHKa
(Comephorus dybowski Korotneff, 1905; n=50), a Taxxe reHeTHYECKH OJU3KHE
BUJIBI OalKaJIbCKUX CHTOBBIX PBIO, OTHOCSIIHECS K Pa3HBIM 3KOJOTHYCCKUM
rpynmnam: Oailikanbckuii omyis (Coregonus autumnalis migratorius Georgi, 1775;
N=96) nenaru4eckoil U MPUAOHHO-TITYOOKOBOJHOM MOP(HO-3KOJIOTHUECKUX TPYIII,
MEJIKOBOTHBIA 03epHO-peuHoit cur, win mebkbsH (C.lavaretus pidschian Gmelin,
1788; n=35) u o3epusiii cur (C. baicalensis Dybowski, 1876; n=42).
3apaua 7. J{na onpeneneHus quarna3oHa aKyCTUYECKOW YyBCTBUTEIbHOCTHU
Yy POTaTKOBHIHBIX U CUTOBBIX PHIO HUCITOJIB30BAH YCIOBHO-PE(ICKTOPHBIN METO/I.
Jlnst BBIpaOOTKH ycIoOBHOTO peduiekca Ha 3BYK pbi0 (30 ocobeil kaxmoro BHa)
COEpKallM TPU E€XKEOHEBHOW CTUMYJALMM Pa3HOYACTOTHBIM 3BYKOM 10 1,5
MecsIeB  (OKTSOPh-HOSIOph) MpPHU  OJHOBPEMEHHOM IHINEBOM TOAKPEIJICHUU
(coBmamarommii  peduiexc). 3BYK B OIKCHEPUMEHTE TMOAABalCId C ITOMOIIBIO
noasoaHoro rpomkorosoputenss UW-30 Electro-Voice ¢ pabounmu yactoTamu
100 Tu—100kI'm 1 ycwnutens MOIIHOCTH. Ammaparypa s KOHTPOJST (OPMBI
CUTHAJIOB W W3MEPCHHS aMIUIMTYIbl 3BYKOBOTO JABJICHWS CHUTHAJIOB BKJIIOYaja
OTKaJTMOpPOBaHHBIM  Tbe3okepamuueckuii  rugpodon  TC4013,  ycunurens,
ocimmuiorpad AKUIT 4113/1, monyns ALl E14-440, BompTmeTrp Meterman
34XDMM (puc. 8). Jlnsg wHCKIOUEHHs BBIPAOOTKH YCIOBHOIro peduiekca Ha
BPEMEHHON WHTEpPBaJ MEXKJy COUYETAHWUSMH 3BYK/OE€3yCIIOBHBIH CTUMYJ, €ro

IIPOM3BOJIBHO U3MEHsUTH OT 1 110 5 ¢, pukcupys noBenenue poid B TeueHue 10-30 ¢
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nepea U Mmocie KaxJaoro ombita. [lokazaHo, 4to y GalKanbCKUX PBIO YCIOBHBIM
pebrnexkc Ha 3BYK BbIpabaThiBaeTcsi mociie 25-30 codeTaHWii aKyCTHYECKOTO
CUTHaJla M €ro NUUIEBOr0 IOJKPEIUICHHUS. JKCHEPUMEHTHI mpoBoawin B 30
MOBTOPHOCTSX JJIA OTAEIBHOTO BUJA Ha TecTUpyembix yactorax oT 100 I'm mo 5

kI’ (uepes3 kaxabie 100 ') mpu rpomkoctr 3Byka ot 0 10 160 nb (duepes kaxapie

Pucynok 8. Cxema 3KclepUMEHTANIbHONW YCTAHOBKMU JJIsi OIpPEAENICHUsS YaCTOTHBIX
CIIEKTPOB UYBCTBUTEIBHOCTH Yy OalWKalbCKUX pBIO: KOMIBIOTEP C MPOrpaMMOit
EthoStudio (1), ycunurtens momHoctu (2), kopmyiika (3) 1y TUIIEBOTO MOIKPETUICHHS
YCIIOBHOTO peduiekca Ha 3BYK (4), moaBoaubiid rpomkoroBoputens UW-30 Electro-Voice
(5), akBapuyMm ¢ 00bEeKTaMH TpacCUpOBKH (6), mbe3okepamuyeckoro ruapodon TC4013
(7), ocmummnorpad AKUIT 4113/1, moxyns ALl E14-440, BoasTMeTp Meterman
34XDMM (8), uudposas Buneoxkamepa HDR-HCS (9) u maToBoe ctekio (10).

5 nb, otHOocuTtenbHO 1 MkIIa). /Iisl BBISBIIEHHS MAaKCUMaJIbHOW YyBCTBUTEIBHOCTH
UCTIONB30BAJICSI TECT «OTKPBHITOE TOJIe», B KOTOPOM H3MEpsulach IBUTATEIbHAs
aKTUBHOCTbH PbIO MOCIIE MOJaur 3ByKOBBIX CUTHAJIOB Pa3HOM YacCTOThI, HA KOTOPbIE
paHee ObLT BOCIIUTAH YCIOBHBIN peduiekc. O 4yBCTBUTEILHOCTH PHIO K 3BYKOBOMY
CUTHAIIY CYJIWJIM BU3YyaJlbHO M MO cO3JaHHBIM B mporpamme EthoStudio xapram
IUIOTHOCTU BEPOSTHOCTH M aKTUBHOCTU OCOOEH B 30HE MOAAuW MUK U HATUYUIO
IOJIOKUTENBHOM PEAKIUU pbI0 Ha OMNPEJEIICHHBIM aKyCTUYeCKUH CUrHan Oe3
IUIIEBOIO MMOAKPEIJIEHUs (aKTUBHBIE IEPEMEILEHUs, PbIBKOBbIE JBH)KEHUs). B

KayeCTBE KOHTPOJISl TECTUPOBAIIM MOBEIEHUE PbIO 6€3 3BYKOBOTO BO3ACHCTBHUSI.
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Cratuctuueckas 00paboTKa NOIYYEHHBIX CIYXOBBIX TOPOTrOB MIPOU3BOIUIACH
C MIOMOIIbIO OAHO(PAKTOPHOTO IUCIEPCUOHHOTIO aHalu3a B mporpamMMe R. B
HKCIEPUMEHTAX MO H3YyYEHUIO YACTOTHOM M30MpPATEIbHOCTU CEHCOPHBIX KIIETOK
CAKKYJSIDHOTO OJIUTENUS TUOPUIOB NBDKbAHA § W Oalikambckoro omyis o,
(Xopouio aganTUpPOBaHHBIX K UCKYCCTBEHHBIM YCJIOBHSM COJEpKaHUsS) B TEUCHHE
24 yacoB 0/1aBaJIM NHTEHCUBHBIA OJJHOTOHAJIbHBIN 3BYKOBOHM CUTHAJI (C YaCTOTOM
3000 I'm, uaTeHcuBHOCThO 160 nb). OnbiT mpoBoawics B 6 MOBTOPHOCTSIX,
BKJItOYasi 3 KOHTpPOJbHBIE dKCIIEpUMEHTa 0€3 Mmojayu 3ByKoBoro cursnana. Ilocme
WHTEHCUBHON CTUMYJISILIUM CEHCOPHBINM SMUTEJINHA OIBITHBIX M Yy KOHTPOJBHBIX

0co0ell uccie10BaIi C MOMOIIBIO CKAaHUPYIOLIEN AIEKTPOHHON MUKPOCKOIIUH.

2.2 MeToibl MUKPOCKOITUH

2.2.1. DNeKTPOHHAsT MMKPOCKomus. /(7 mpocBeuuBaronieil MUKPOCKOITUU
OOOHSITEIbHBIE PO3ETKH U CAKKYJISIPHBIE MaKyJybl pbl0 ¢ukcupoBanu B 2,5 %-Hom
pacTBope rayrapoBoro anpaeruaa Ha 0,1 M docdarnom Oydepe (pH 7,4) 1 uac,
mpoMbiBaiM  TeM ke Oydepom, podukcupoBamu 2%-HbIM  pPacTBOPOM
YyeThIpeXokucu ocMmus (1-3 4ac) u 3aiMBaiM B AMOKCUIHYIO cMOdy. Cpessl
u3rotaBiauBain Ha yinbrpamukporome Ultracut R (Leica), kotopwie mocie
KOHTPacCTUpPOBaHUS B muTpare cBuHIA 1o Pelinombacy [Reynolds, 1963],
MCCJIEIOBAIM C MOMOIIBIO MTPOCBEYMBAIOIIETO AJIEKTPOHHOTO MUKpockoma Leo 906
E (Zeiss, T'epmanus). Jlns wu3ydeHHs TOBEPXHOCTHBIX CTPYKTYP CEHCOPHBIX
OpraHoB (PUKCHUPOBAHHBIA U 00E€3BOKEHHBIN B CIIUPTE MaTepHajl BHICYIIMBAIIN MIPH
KPUTHYECKON TOYKe B HambLiuTenbHON yctaHoBke JEE-4B (Jeol, SImonwms), mnajee
Ha anmapare SCD 004 (Balzers) HampuisUId 30JI0TOM M HCCICIOBAIA B
CKaHMPYIOIUX AMeKTpoHHBIX MuKpockomnax Philips 525M (Tomtanaus) u Quanta
200 (FEI Company).

CpaBHUTENBbHBIN aHANU3 KOJWYECTBA pUOOCOM HA €IMHMILY IUIOUIaJAU B
[IUTOTUIa3ME  OOOHSTENBHBIX  PELENTOPHBIX KJIETOK Yy KOHTPOJBHBIX U

IKCIIEPUMEHTAIBHBIX PBIO mMpoBoaman B mporpamme Image-Pro Plus. [lns
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MoJy4yeHUs] IU(POBBIX JaHHBIX ONTHYECKOM IUIOTHOCTH PHOOCOM BBIOMpATIU
YYaCTKM ILUTOIUIa3Mbl B TMEPUKAPHOHE KIETOK, HE COJEp)KAIIME KaHAJIOB
9HJIOIIJIA3MATUYECKOr0 peTukyiymMa. C 3ToH menpio npoaHanudupoBaHo mno 30
HM300paKEHUM PEIENTOPHBIX KJIETOK U3 OOOHITEIBLHOTO SMUTEINS KOHTPOJIBHBIX U
OMBITHBIX Tpymnmn poIO. [lomydeHHBbIE pe3ynbTaThl 00paldaThIBaIM B IIPOrpaMMe
Statistica 8.0.

Jlist MOp(hOMETpHUYECKOTO aHaIM3a CAKKYJSIPHOTO SMUTEINS C MOMOIIBIO
nporpammbl Image-Pro Plus omnpenensin JuiMHYy, IMIMPUHY M IUIOIIAIb MaKYJIbl,
JUIMHY KWUHOLMJIMM W CTEPEOLMIIMI, a TaKXE Yrojd OTKJIOHEHUS CEHCOPHBIX
AJIIEMEHTOB (KMHOLUMJIMU OTHOCUTENBHO CTepeouuani). [MuHy KaxXaoll MakyJibl
W3MEPSJIA OT €€ POCTPaJbHOTO KOHIA A0 KayaainbHoro. Illupuny wmakymbl
ONPEAEISIIA B TPEX €€ YYACTKaX — B POCTPAIBLHOM, LIEHTPAIBHOM U KayJaJbHOM.
[IpoLieHTHOE COOTHOLICHWE IUIOMAJACH OTHAENIBHBIX 30H MAaKyJibl C Pa3IndHOU
MOJISIpU3aIel  pacCUMTHIBAIM OTHOCUTEIBHO €€ obmier miomanu. Jlis
KJIaCCU(PUKAIIMK CEHCOPHBIX KJIETOK MCIOJIL30BaM KJIACTEPHBIA METOJl aHAJIN3a,
BKJIIOYAs METOJbI K-CpeqHUX M HepapXUdeCKOW KiacTepu3alldd C ITOMOIIBIO
nporpammbl Statistica 8.0. KonnuecTBeHHBIN MOKa3aTellb CXOACTBA BOJIOCKOBBIX
KJIETOK, MPHUHAJICKANMX K OJHOMY KJIACTEPY, PACCUMTHIBAIIM HA OCHOBAaHUU

JUIMH KAHOIMJIMKA U MAaKCUMAJIbHOW JJIMHBI CTEPEOLIUIINM.

2.2.2 ATtomHo-cujioBasi Mukpockonusi (ACM) Tonorpa¢guu 0TOJTUTOB

OO6pa3upl CaKKYJISIPHBIX OTOJMTOB POTATKOBUIHBIX U CHTOBBIX PBIO,
peIBapUTEILHO 3a(UKCHPOBAHHBIE IO ONMUCAHHOM BBIIIIE METOAMKE (pa3aen
2.2.1), wsyudanu wmerogoMm ACM B TMOJIYKOHTAaKTHOM MOJie C TOMOIIbIO
MYJIBTUMOJIOBOTO CKaHUPYIOIIETO 30H10BOoro Mukpockona Solver P-47 (HT-M/T,
MockBa) co ckaHepoM 14 MKM (CkaHMpoBaHHE O0Opas3IOM) Ha BO3AyXe MPHU
KOMHATHOM TemriepaType. B kauecTBe 30HAA MCHOJB30BAIM KPEMHUEBBIN
KaHTuieBep ¢ pesoHaHcHOM dactotor 200 kI, M3obpaxenus (256x256 Touek)

MoJy4yaau OpU CKOPOCTU CKaHupoBaHus 1,5-2 T'i, 0OIHOBpEMEHHO 3amuChIBAIN
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n3o0pakeHust penbeda u (Ha3oBOro KOHTPACTA, U3 HUX BBIUUTAIU KpPUBBIE 2-TO
nopsnka. Ha kaxmoM oOpaslie M3ydaiaud HECKOJIBKO pa3HbIX O0JacTeil B pa3HbIX

MaciTadax uzoopaxenui (ot 5 10 0,5 Mkm).

2.2.3 CBeroBas MHUKPOCKONNA AAPBIIICK 000HSATEJIbHBIX KJIETOK

N3 3aukcupoBaHHBIX B YKCYCHO-MeTUJIOBOW cmecH (1:3) osibpakTopHBIX
PO3ETOK MOTyYaid BO3YIIHO-BHICYIIEHHBIE ITUTOJOTUYECKHUE MpenapaThl MyTeM
«CTpsiXMBaHUs-oTHeYaTbIBaHUA» [bapanoB, 1989]. JlanHblii TipuéM MO3BOJISET
MOJIy4aThb MOHOCJION SiA€p AMCCOLMHUPOBAHHBIX KJIETOK Ha MPEIMETHOM CTEKIIE.
JI71st BBISIBJICHMSI SIIPBINICK MperapaThl OKPAIIMBAIM C MOMOIIBIO a30THOKHUCIIOTO
cepedpa nmo merony Xosesuia u brieiika [Howell, Black, 1980] u uccnenoanu Ha
WHBEPTUPOBAHHOM MHUKpPOCKOIle Tmpoxonsmero cera Axiovert 200 (Zeiss,
['epmanust). Ha mudpoBsix pororpadusx uzMepsiiv IOMAan SAPBIIIEK U sep.
CTpykTypHO-(GYHKIIMOHAJIBHYIO aKTUBHOCTh 0a3albHBIX KJIETOK OILIEHWBAIH IIO
3HaueHUIo speimkoBoro uHaekca Inl: Inl= Snl/ SNsx 100, rme Snl — mmomanb
anpeimka (nl — cokpamenue ot ari. nucleolus); SNs— mmomans siapa (Ns—
COKpalleHue oT aHriI. nucleus). KomnploTepHyto 00paOOTKY YHMCIIOBBIX JaHHBIX

IPOBOJIMIIN C MIOMOIIBIO MakeTa mporpamm Statistica 6.0.

2.2.4 JlazepHasi KOH()OKAJIbHAS MUKPOCKONUS

Tectr Ha (QYHKIHOHAJILHO-AKTHBHbIE MUTOXOHAPUH. OOOHATEIBHBIC
pPO3eTKH OTMBbIBaIM OT ciam3u cpemoit 199 (Sigma-Aldrich, USA). ITocae storo
oOpasiipl TKaHeW MHKyOupoBamu 25 muH ¢ 25 nM MitoTracker® Orange (ex/em
554/576 nm) (Thermo Fisher Scientific Inc., USA), pactBoperHoM B cpeme 199.
Jlanee tkanb puxcupoBamm 2 % mapadopmanbaeruaomM B TedeHue 15 muH. Sapa
kiaeTok okpammBaan DAPI (ex/em 340/488 nm), 0,5 mxr/mu (Sigma-Aldrich,
USA) B teuenue 15 mun. [lomyuennsie npenapats! 3akiouanu B ProLong® Gold

antifade reagent (Thermo Fisher Scientific Inc., USA) u uccnenoBaau B LSM 710
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(Zeiss, 'epmanus); nazepsr 405, 561 nm; punsTper: Chl 410-552.

Tecr Ha axkTuBHBIe ¢opMbl KHcaopoaa. [[ns BbIsiBIEHHA oOnacTeut
NPOAYKIIMM aKTUBHBIX (OpM KHCTIOpoJa OO0pasibl OJb(MAKTOPHOTO SITUTEIHS
unkyoupoBaiu 30 muH ¢ 5 uM CellROX® Deep Red Reagent (ex/em 644/665 nm)
(Thermo Fisher Scientific Inc., USA), pactBopennom B cpene 199. Jlaiee TkaHb
¢ukcupoBam B 2 % mapadopmanpiaerune B TedeHue 15 MuH. Sapa kimetok
okpammBaim DAPI (ex/em 340/488 nm), 0,5 mxr/mn (Sigma-Aldrich, USA) B
teueHue 15 muH. [lomydennsie npemnapatsl 3akimodaid B ProLong® Gold antifade
reagent (Thermo Fisher Scientific Inc., USA) u ucciaenoBamu 8 LSM 710 (Zeiss,
Germany); nazepsr: 405, 561 nm; ¢unstper: Chl 410-522.

uroxumMunyeckoe BbISIBJIeHHE NPOrPaAMMHPOBAHHOW TU0eIM KJIETOK
npooamin  Metogom TUNEL [Gavrieli, et al. 1992] ¢ nmomompo Habopa
pearentoB Click-1T™ TUNEL Alexa Fluor™ 488 Imaging Assay (Thermo Fisher
Scientific Inc., USA) cormacHo pekoMmeHmanusaMm npousBoautens. [Iporecc
MOATOTOBKM MaTepuaia BKIIOYa cleayroue dTamnbl: ¢ukcanus TkaHu B 4 %
napadopmanpaeruae Ha dpocharanom Oydepe (15 MuH), mpoMbIBKa B p-pe XdHKCA
(15 mun), nepmeadbunusarms B 0,25 % TputoHa Ha (ocdaTHoM Oydepe (20 MuH),
NPOMBIBKA B JICMOHW30BAaHHOW BOjJe (TpW pasa mo 5 MwuH), nHKyOamus B TdT
(TepMuHaNbHAA  JI€30KCHUHYKJICOTUIMI-TpaHcdepasza) peakimonHom Oydepe (10
MUH), TpoMbIBKa, HHKYyOarus B TAT peakuuonnoi cmecu (TAT Oydep (94 mxm)+
EdUTP (2 mkx) + TdT (4 M) 60 mun npu 37°C, npomsika B 3 % p-pe BSA (4
muH), uakyOarms B Click-iT peakunonHo#t cMecu (B TeMHOTE), poMbIBKa B 3 %
BSA Ha ¢ocdarnom Oydepe (5 mun), unkydamus ¢ Alexa Fluor® 488 azide
(ex/em 495/519 nm) 15 mMuH B TeMHOTe, MPOMBIBKAa B p-pe XoHkca (10 MuH),
okpacka sgep Hoechst 33342 (ex/em 350/460), MoHTaX Ha CTEKJIO B Karuie
ProLong® Gold antifade reagent (Thermo Fisher Scientific Inc., USA). [lanee
npenapatsl ucciaenoBaad B LSM 710 (Zeiss, Germany); masepsl: kaHan 1 — 405
nm, Chl: 410-499; xanan 2 — 488 nm, Ch2: 499-725. Ha roTtoBeIX mpemnaparax
norudIre sapa KIETOK JaBaid (PIyopecleHLMI0 B 3€JeHOM 4YacTH CIEKTpa, a

JKU3HECIIOCOOHBIE — B CHHEH.
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Onenka npojndepaTuBHOH AKTUBHOCTH B 00OHSITEILHOM 3NHUTEJINH
IPOW3BOJMWIACE C TOMOIIbI0 OpoMuesokcuypuauaa (BrdU) [Gratzner,1982],
koTopbiit Brtouaetcss B JIHK npu ee perumkanuu B S-¢aszy KI€TOYHOTO LHUKIIA.
W3otonnunsii  pactBop BrdU (10 wmr/mi) BBOAWIM  KOHTPOJBHBIM U
HKCIIEPUMEHTAJIbHBIM PbIOaM BHYTPUOPIOIIMHHO W3 pacuera 5 MKa Ha | T. Beca
)uBoTHOTO. Yepes 12 u 36 uac. mocie unbekuuun BrdU obGonsiTenbHbIe pO3eTKH
U3BJIEKATM M, UCTOJb3yst Habop peareHtoB BD Pharmingen™ BrdU Flow Kit
(Becton Dickinson, USA), npoBoawin ¢GuKcaiuio, mepMeaduIn3annn 1 MEICHHUE
antutesniamu ¢ FITC (ex/em 490/525 nm) x BrdU. TorameHoe okpaimiuBaHue
XpOMAaTHHA OCYIICCTBISLTN /-amuHOakTHHOMHIIMHOM D (7-AAD; ex/em 546/647
nm). IlonydeHnHsle npemnapathl 3akmouyand B ProLong® Gold antifade reagent
(Thermo Fisher Scientific Inc., USA) u wuccnenoBamu B LSM 710 (Zeiss,
Germany); naszepsl: karan 1 — 561 nm, Chl: 500-550; xanax 2 — 488 nm, Ch2:
610-691. C nmomomrsto makera nporpamm Imaris® Bitplane 7.2.3 monenuposaiu
o0BeM, 3aHMMaeMbIi cuTHaIoM 7-AAD, B KoTopoM orieHnBaiu koiaudecTBo FITC-
MO3UTUBHBIX sifiep KieTok. [lomydeHHyro uWHOOpMAIUIO HCHOIB30BAIN IS
nojcueta kimetok, BikaroumBmmx BrdU. IlponmudeparnBHYr0 aKTHBHOCTD
aHAJIM3UPOBAIM METOJaMH HEMapaMETPUUYECKOM CTAaTUCTUKUA. MEeXTpyminoBbie
pasznuyus OICHUBAIM KpuTepueM MaHHa-YUTHH, NPUMEHSS TaKeT MporpaMm
Statistica 10 u Microsoft Excel 2010.

Busyanm3zauuss aKTMHOBBIX MHUKpo¢puiaamMeHToB. [locie OTMBIBKH B
cpene 199, poserkum pwi6 ¢QukcupoBasm B 2 % mapadopme (15 mun),
nepmeadbmwimzoBand B 1 % pactBope TputonX100 (20 muH) u oOpabarbiBamu
damnouauaom ¢ FITC (ex/em 490/525 nm), 40 muH. Sapa KI€TOK OKpaIIMBaIH
DAPI (ex/em 340/488 nm), 0,5 mxr/mi (Sigma-Aldrich, USA) B Tedenue 15 mun.
[Tocne mpombIBKM mpenaparbl 3akitoyain B ProLong® Gold antifade reagent
(Thermo Fisher Scientific Inc., USA) u uccienoamu 8 LSM 710 (Zeiss Germany);
na3epbl: kaHai 1 — 405 nm, Chl: 410-507; kanan 2 — 488 nm, Ch2: 500-749.
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2.2.5 AHaIu3 U300pakeHni, MOJYy4eHHBIX C TOMOIIbI0O KOH(OKAIbHOMI

MHUKPOCKOIIUUA U CTATUCTHICCKaA oﬁpaﬁoTKa JAHHbBIX

NccnenoBanusi IUTOXUMUYECKUX OCOOCHHOCTEW CEHCOPHOIO armapara pbio
B KOHTPOJIC U TIPH JICHCTBUM HA HETO PA3IUYHBIX (PU3UKO-XUMHYECKUX (PaKTOPOB
BHEIIIHEN Cpellbl TPOBOJUIM TOJBKO HA IEIOCTHBIX 0OOHATEIbHBIX po3eTkax. [1o
HallleMy MHEHHIO, HCIOJIb30BAHHE B ATUX IEISAX MOJYTOHKHX CpPE30B HE JaeT
BO3MOXKHOCTH OOBEKTUBHO OIICHUBATh MACHITaObl U TOMOTPa(UI0 MTPOUCXOASIINX
B DIIUTENNH TepecTpoek. Bee nzobpaxkenus, noydeHHsie ¢ nomoirsio LSM 710
(Zeiss), odpabaTeiBanu ¢ nomoieto AByx nporpamm: ZEN 2010 (Zeiss) u Imaris®
Bitplane 7.2.3. B 3aBUCHMMOCTH OT IIOCTaBJICHHOM 3aJlaud HCCleayeMas TKaHb
aHaJIM3UpOBaJIach MOCIONHO B BUJEe 2D- cpe3oB, 00beMHBIX Z-CTEKOB, UM IIyTEM
dbopMUpOBaHUSI OPTOTOHAJIBHBIX MPOCKUHMM  BBIOpAHHBIX  y4acTKOB. Jlms
OOBEKTUBHOM KOJMYECTBEHHON OIIEHKHM O0BEMOB, 3aHUMAEMBIX MPOJYKTaMH
UTOXUMUYECKUX peakiuui (Ha (YHKIMOHAIBHO AaKTUBHBIE MUTOXOHJIPUH,
aKTUBHBIC (HOPMBI KHUCIOpOAa, MPOJU(EepaTUBHYIO AKTHBHOCTh KJIETOK U UX
IPOrPaMMHUPOBAHHYIO THOENB), KaK YK€ OTMEUYaIoCh BBIIIE, UCIIOIH30BAIN TOIBKO
TOTaJbHBIE TIpenapaTbl OOOHSTENBHBIX CKJIAJO0K, (popMupyromux po3erky. C
noMoIpl0 makera nporpamMm Imaris® Bitplane 7.2.3 Z-ctexku u3z00pakeHUi
0JIb(P)AaKTOPHBIX CKJIAJOK Pa3Jeisiiu Ha OTHACNIbHBIC, 00Jiee MEJIKUe (lxlO6 MKM3)
¢dparmentsl (puc. 9). B kaxaoM U3 CO3MaHHBIX TakuM oOpa3oM Z-CTEKOB
onpenesui 00beMbl, 3aHUMaeMbie ¢ryopecieHTHbIM MapkepoM (puc. 10). Bcero
MOJYYEHHYIO TI0 KaXJAOMYy U3 BBIJCICHHBIX (parMeHTOB HWH(OpMAIHIO
CYMMHPOBAJIM U 00pabaThIBaI METOIAMH HEMapaMeTPUUECKON CTATUCTUKHU. DTOT
NOJAXOJ TO3BOJMJI CTaTUCTHYECKHM O0o0Jiee TOYHO U aJIEKBATHO OMNPEIECIATh
JTMHAMHUKY ITUTOXUMUYECKUX IMEPECTPOEK, KOTOPhIE BO3HUKAIOT B OOOHSATEIHHBIX
po3eTKax B XOJ€ OHKCHEPUMEHTOB. MEXIpynmnoBble pa3inudusi OIEHUBAIU

kputrepuem Kpackena-Yomiica, npumeHss nakeT nporpamm Statistica 10 u

Microsoft Excel 2010.
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Pucynoxk 9. ANropuT™M KOJMYECTBEHHOW OIICHKH OOBEMOB, 3aHMMAEMBIX MPOIYKTaMU
UTOXMMUYECKUX peakUuii B OOOHSATEIBHOM SMHUTEINH HCCIEAYEeMBIX PhIO (TporpaMma
Imaris® Bitplane 7.2.3.). LlemoctHass oOoHsTenbHAs CKIaaKa (a) pasaensercs Ha
¢parmeHTsl (OAMH W3 HUX O00O3HAYeH B CHHEH paMKe), KaXIbli M3 KOTOPBIX
aHAJIM3UpPYeTCsl OTAENbHO. B BBIOpaHHOM y4acTKe TKaHU BBIIENSETCS BECh MacCUB

(IIyOpEeCIeHTHBIX CHUTHAJIOB, 00BEM KOTOPBIX Jajiee OMPEIeseTCs aBTOMATHYECKH H

cymmupyercs (0).
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Pucynox 10. Cratuctuuecks o00pabOTKa IIMTOXMMHUYECKHX TaHHBIX JIa3epHOU

KOH(OKaTbHOW MUKpOCKONUU. B BbIOpaHHOM (hparmMeHTe TKaHH (@) OIpenenseTcs Bech

MaccuB OOBEMOB, 3aHUMAEMBIX (IYyOPECUUPYIOIIMMHU MPOAYKTaMHU LUTOXUMUYECKOTO

OKpallluBaHUA (6) JJI TTOCJICAYIOMICTO KOJIMYCCTBCHHOI'O aHAJIN34A.

2.3 OT60p NMpood

Bce NpCACTABUTCIIN POTraTKOBHUIHBIX U CHUTOBBIX pI)I6 OBUIM OTJIOBJICHBI C

MOMOILBIO CTaBHBIX CETEH, MJIM BOJOJIA3HBIX padOT B MapTe—arpese, Mae, aBrycre—

okTsi0pe 1982-2016 rr. B paitone FOxnoro baiikana (puc. 11).
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Pucynok 11. Kapra mect otnoBa pbi®6 ans B3atus npod6. 1 — m. Jluctesnka; 2 —

ouoctanims bonbume KoTel; 3 — ceneHruuckoe MeiakoBoibe; 4 — bapry3uHckuil 3anuB.

OauH 3K3eMITISIp )KUPHOM MIMPOKOIOOKH BBUIOBJIEH Ha JHE o3epa (TiayOuHa
1140 M) y momyoctpoBa Cesitoii Hoc ¢ momoruipio ri1yOOKOBOAHOIO ammapara
MHWP-2 B wutone 2009 r. Becero mns pasHbIX LeJN€dl HCNOJb30BaHO 349 5k3.
poraTkoBHIHBIX, 170 3K3. cUTOBBIX PBIO, a Takxke 20 PK3. TOJIBIHOB U 27 3K3.

KEMUYKHBIX Typamu (Tabmnmma 1).
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Ta6oauma 1. OObeKTHl, UCHOIB30BAHHBIC AJIA U3YUYEHUS! mepudepudeckoro

oTacia OOOHSTEIBLHOTO U CJIYXOBOTI'O aHAJIN3aTOPOB.

[Tomn, cpennsis | Bospact (o Tny6usa Yucrno
Bun TOJTHAsS JIJTMHA | OTOJIUTaM), pHIO,
(TL), mm JeT 11oBa, M 9K3.
C. grewingki 4,120 +2-+3 2-100 60
C. inermis Q, 156 +4-+5 100-200 24
B. baicalensis Q, 160 +4-+5 100-200 74
C. alexandrae Q, 117 +2- +3 3-15 32
d, 113 +3 3-15 18
C.baicalensis Q, 149 +3 150-200 20
d, 143 +2- +3 150-200 22
C. dybowski Q, 114 +2-+3 150-200 23
3,129 +2 150-200 27
B. nikolskii 9,130 +6-+7 200 17
P. knerii Q, 119 +2- +5 1-6 30
4,112 +3—-+4 1-6 50
C.migratorius Q, 310 +7 —+10 200-350 35
4,292 +8 — +9 200-350 21
C.migratorius Q, 116 +0- +4 _ 19
(UKITHAK) - 7793 +0- +4 _ 21
C. pidschian Q, 290 +7 0-20 1
d, 260 +7 0-20 2
C. pidschian 9,195 +0- +4 _ 16
(LKITIIAK) - 2560 +0- +4 _ 16
Coregonus 4,535 +7 0-200 2
baicalensis
Coregonus Q, 158 +0- +4 _ 20
baicalensis 3149 10-+4 22
(LIKTII ITAK) -
T. leeri g, 40 3+ _ 27
P. phoxinus d, 80 Sner 0-1 20
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2.4 KpaTkasi XapakTepucTHKAa 00bEKTOB MCCJIeI0BAHUS

2.4.1 O0urue cBeieHUs 0 POraTKOBUAHBIX BHAAX PbI0, HCIO0JIb30BAHHBIX
IJIs1 CPABHUTEJIBLHO-MOP(]OJIOTHYeCKOro u3ydeHus nepudepuaeckoro oraena

00OHATEJBLHOI0 U CJIYX0BOI'0 aHAJIHU3aTOPOB

PoratkoBugHbpie pblObl balikaia XapakTepU3yIOTCS BBICOKOM CTENEHBIO
DHJEMU3MA, 3HAYUTEIBHBIM pa3zHoOOpazueM MOP(OJOTHIECKOr0 CTPOCHUS U
oOpaza JKM3HHM, a TakKe OOJIBIION OHOJOTHYECKOW IIJTACTUYHOCTHIO BHJIOB,
MTO3BOJIMBIIIEH UM OCBOWTH CaMbI€ Pa3IMYHBIC YKOJIOTHYCCKHE HHINUA BOJOEMA OT
npuOpexbss 1O MaKCUMaJbHBIX TIyOMH o3epa [Tanues, 1955; MamoHTOB U Ap.,
2004; Sideleva, 2003; Cunenesa, Koznona, 2010].

XKenrokpeuika (C. grewingki) — memarudeckuii Bua. B MexHepecTOBBIN
nepuosa (3—4 cragus IMOJOBON 3pENOCTH) KEITOKPBUIKM OOBIYHO JepKarcs Ha
rmyonae 100-300 m., coBepmias CyTOYHBIE MHUTPAIIMH MEXTY THOM M TOJIIIEH
BOZIbI. B 9TO Bpems y HUX He HaOMoaaeTcs mojoBoro aemopdusma (puc. 12, a). K
Havyajgy HEpecTa OHHU IEePEMEIAIOTCS Ha MEIKOBOJbE M OOWTAIOT Ha IECYAHBIX,
MEeCYaHUCTO-KAMEHUCTBIX M WIHCTBIX TpyHTax. Camipl, IeMOHCTPUPYIOIINE
MOJIOBOE TIOBEJICHHE, TPUOOPETAIOT SPKYI0 OpauHyro okpacky (puc. 12, 6). Ilocne
OTLTOIOTBOPEHMS UKPBI CaMITbl OXPAHSIOT Kiaaky B TeueHne 20—40 cyrt. 1o Havana
BBIKJICBA JIMUMHOK. B 3TO BpeMsi OHM MepecTaroT MUTATHCS, TEPSIOT MUTMEHTAIIHIO
TeJa U IJIaBHUKOB (puc. 12, B).

bonbmas romomsiaka (C. baicalensis) — menarndeckuit Bu, )KUBET B BOJHOU
TOJIIIE 03epa, He 00pasys ckorieHui (puc. 12, r). OObYHO OOMTaET B IUAINa30He
or 100 mo 750 M., OgHAKO BCTpeYaeTCs M HAa MAaKCHUMAJIbHBIX TJIyOWHAaxX, B
MPUIOHHBIX CJIOAX 03epa. Yale BCero roJIOMsHKY TOJTHUMAIOTCS B BEPXHUE CIION
BOJBbI TOJIBKO HOYBIO BCJEA 3a MEPEMEIICHUEM IIHIIEBBIX OOBEKTOB —
nenarudyeckux ambunon Macrohectopus branickii, muumHOK CcBoero Buaa u

Comephorus dybowski, a qHeM onsiTh ormyckaroTes Ha riayouHy. Takum oOpa3om,
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Pucynok 12. PorarkoBuanbie peiObl 03. Baiikan cem. Cottidae. Camern KenTOKPBUIKH
(C. grewingki) B moHepecToBbIli ce30H (a), BO Bpems Hepecta (0) U B MEPHO.
POIUTEILCKOTO TMOBeACHUs (B); TMejaruveckue poiObl: Oonbmas rosomsHka (C.
baicalensis), (r), amuHHOKpbLIas IHpokoaoOka (C. inermis), (@) u KupHas

mmpokosiooka (Batrachocottus nikolskii), (), kotopast BeneT npuaoHHbINH 00pa3 KU3HU.
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TOJIOMSIHKAa ITOCTOSIHHO OCYILECTBIISIET CYTOYHBIE BEPTHUKAJIbHBIE MUIPALMU B
IIMPOKOM JUANa30HEe THAPOCTATUYECKUX JTABJICHUN.

JIMMHHOKpBLIas IITUPOKOJIO0KA (C. inermis) OTHOCHTCS K
OeHTOIeIarnueckuM pridaM, KOTOPbIE TAaK:Ke MOTYT MEHATh TOPU30HTHI JaBJICHUIM
B TeueHue cyTok (pue. 12, ;). Berpeuwaercs Ha rimyounax ot 10-15 mo 1000 m.
JleToM NIMHHOKPBLIbIE MIUPOKOIOOKH JEPKUTCS pa3po3HEHHO Ha riayoumHax 300—
1000 M., 3uMO¥ CoBepIIaeT HAryJIbHBIC MHUTPAIUA B TOJIIE BOJLI OT OOJBIINAX
riyOuH 10 50 M. CrieKTp NUTaHUS CXOJEH C OOJIBIION TOJIOMSHKON U COCTOUT U3
Makporekromnyca u Mosioau nenarndeckux Cottoidei [['yposa, [Tactyxos, 1974].

XKupnas mmpoxonodka (B. nikolskii) smisercss riry0OKOBOIHBIM JTOHHBIM
Busiom Cottoidei (pue. 12, e). Pacnpoctpanena B 30He oTkpbiToro baiikana Ha
WINCTO-KaMeHUCThIX rpyHTax oT 100200 nmo 1500 m. m Oomee. 3a cuer
HEUTpaJIbHON IJIABY4YECTH OHA MOXET MOJHUMATHCS HaJ TPYHTOM JUIsl TUTaHUS
nejJarnyecKuMM pbl0aMu, 0JIHAKO, OCHOBHBIMH IMHUIIEBBIMU OOBEKTAMH €U CITyXKaT
JIOHHbIE aM(PHUMOIbI U IUPOKOJIOOKH.

Kamennas mupoxoso6ka (Paracottus knerii) — pox Paracottus Taliev, 1949,
cemerictBo Cottidae (pue. 13, a). IlpeamounTaeT KamMEHUCThIE TPYHTHI Ha
riryouHax 0 50—70 M, aunis equHuYHbIe ocoOu omyckarores 10 150 M. C xoHna
JeTa, OCEHbI0 M 3MMOM 3TOT BMJ NpHIEpKuUBaeTcs riyoun Oonee 10 M., a ¢
MOMEHTA JIeIOCTaBa BECHOW M B MEPBOIl MOJOBUHE JIETa NEPEXOJAUT HA MEHBIIHE
riryounsl — 0,1-1,5 M. OCHOBY NHUIIIEBOTO paliOHa B3POCIBIX 0COOEH COCTABIISIOT
JIOHHBIE TaMMapU/IbI.

CeBepoOaiikanbckas — skentokpbuika  (Cottocomephorus — alexandrae)
otHocuTcsi k poxy Cottocomephorus Pellegrin, 1900, cemeiictBy Cottidae.
OOutaeT B TOJIIE BOJALI HAJ TMOABOJHBIM CKJIOHOM M B pailoHax,
XapaKTEPU3YIOIINXCSI TTOBBIILIEHHON OMOJIOTMYECKOW MPOAYKTUBHOCTHIO (puc. 13,
0). CoBepiiaer 3HaYMTENbHBIE MUTPAlMM NpPH Haryjie W Hepecte. [Iumry sToro
BUJIa COCTaBJISIOT ME30300IIaHKTOH, Moyioab Cottocomephorus, memarndyeckuii

ookorutaB M. branickii u JoHHBIC TAMMapUIBL.
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Pucynok 13. PorarkoBuanbie (a—B) U curoBble (T, 1) pblObl 03. Baiikam. A —
kamenHass mmpokosnodka (P. Knerii); 6 — ceBepoOaiikanbckas sxentokpbuika (C.
alexandrae); B — wmamas roiomsuka (C. dybowski); r — Oaiikanbckuii omyns (C.

migratorius); a1 — cur-nmepkbsd (C. pidschian).
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Mamnas ronomsiaka (Comephorus dybowski) — pog Comephorus Lacepede,
1801, cemeiictBo Comephoridae (puc. 13, B). Kak u 6onbias roJoMsHka, oouraer
B nenarvaiv ot 130 M. 70 MakcuMabHbIX TiIyouH — 1700 m. Y B3pocibix ocobeit
OCHOBY IuIIM coctaBiser M. branickii, uaorga B »elyakax BCTPEUaeTCsi MOJIOIb
CBOEro BUAAa W OO0JbIION rojioMsHKH. Kak 1 y OOJbIIONW TOJOMSHKH, Y Majou

HN3BCCTHBI CYTOYHBIC ITUIIICBLIC BCPTUKAJIBHBIC MUT'PALIUN.

2.4.2 O0uue cBeieHUs 0 CUTOBBIX BUIaX PbI0, HCMOJb30BAHHBIX 1JI

U3y4eHHsl CAKKYJSIPHOTO annapaTra opraHa cjyxa

B o3epe baiikan oOutaer Tpu npezactaButess cemeiictBa Coregonidae:
OallKaIbCKHUl OMYJIb, O3€PHBIN CUT U 03€PHO-PEYHON CUT (IBDKBSH). B oTianune ot
pPOraTKOBHJIHBIX, PA3MHOKEHUE CUTOBBIX PbIO 03epa (KaK M IJisi BCEro moaoTpsAaa
jococeBUAHBIX Salmonoidei) TecHO CBsA3aHO ¢ pPEYHBIMH CHCTEMaMH, a HX
NOMYJISIUOHHAsL CTPYKTypa B OOJbIIEH CTENEHU OMpeAesseTcs OCOOECHHOCTIMHU
apeaja pa3MHOXXEHHUS U (PaKTOPOM MPOCTPAHCTBEHHOW M3OJISILIHUH.

Baiikansckuit omyns (Coregonus migratorius) orpsim Salmoniformes, pon
Coregonus (puc. 13, r). PacnpocTpaneH Toiapko B o3epe baiikan, momHuMasch Ha
HepecT B peku. [Iutaercss 300MIaHKTOHOM, OOKOIUIaBaMH W MOJIONIbIO phIO. B
baiikasne paznuyaroT 4eThIpe pachl OMYJISl U TPU MOP(PO-IKOJOTUYECKUX TPYIIIBI —
NPpUOPEXKHBIN (ceBepoOaKaIbCKuil), MeIarnueckuii (CeIeHrnHCKUM), U TPUJAOHHO-
rITyOOKOBOJIHBIN (YUBBIPKYHCKUH, oconbekuid) [Ckpsaoun, 1969; CmupHoB U 1p.,
2009].

Baiikansckuit cur (Coregonus baikalensis) — otpsa Salmoniformes, pox
Coregonus. Pacnpoctpanen mno Bcemy o3epy balikan, HO HauOonbIIas
KOHLIEHTpalus ero Haomogaercss B bapry3uHckoM u YuBBIpKYHCKOM 3alliBax, Ha
CenleHTMHCKOM MeJNKOBoJbe M B Manom Mope. Bcerpewaercs Takxke B
MpEAYCTHEBOM NpOCTpaHCcTBe pek Kuuepa m BepxuHss AHrapa. Bspocieie curu
MUTAIOTCS MOJITIOCKaMH, JOHHBIMU raMMapuJiamu, MJIAHKTOHHBIMU

paKOO6pa3HI)IMI/I, JIMUYMHKAMH HACCKOMBbIX, YCPBAMHU U MOJIOJbIO OBIYKOBBIX pbl6.
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Cur mepkbsa (Coregonus pidshian) — orpsa Salmoniformes, pox Coregonus
(puc. 13, g3). ObOurtaer B o3epax U pekax. OcoOM 03EPHO-PEUYHBIX OIS
HAryJuBalOTCs B JIUTOpalid 03. baiikan, mpuOpexHO-COpOBOM 30HE M HUKHEM
TeueHnH pek [MarseeB, CamyceHok, 1999], a pa3sMHOXalTCSI B BEPXOBBAX
yKa3aHHBIX peK. B OacceliHe p. AHTapbl CUT-TIBDKBSH BCTPEUACTCS MPAKTUUIECKU

IMOBCCMCCTHO, KaK B OCHOBHOM PYCJIC PCKH, TdK U B €€ KPYIIHbIX IIPUTOKAX.
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I'JIABA 3. YIBTPACTPYKTYPHBIE OCOBEHHOCTHA
OBOHATEJIBHOTI'O IIUTEJIUA Y KEJTOKPBIJIKHA B
MEXXHEPECTOBBIN NEPUO/I

[Mepudepuyeckuit oraen OOOHATEIBHOW CHUCTEMBI HAaXOIUTCS MO 00e
CTOPOHBI JOPCAIbHOW CTOPOHBI T'OJIOBBI U TPEICTABICH MapHBIMU OpraHaMH —
pO3€TKaMH, PACHOJIOKEHHBIMU Ha JIHE CIEUHANIBHBIX sIMOK. CHapyXu Kaxxjaas u3
SAMOK IPHUKPBITa KOXHOW CKJIQJKOW, MMEIOIIEH JBa OTBEPCTHS — BXOJHOE H
BbIxogHOE (puc 14, a). IlocpenacTtBOM OTUX OTBEPCTUM HOCOBOW MEMIOK
cooOIaercsi ¢ Hapy>KHOU cpenoi. Takas cTpykTypa nepudepuyeckoro otraena
oJIb(paKTOpPHrO  ammapara Co3/1aeT BO3MOKHOCTb HEMPEPHIBHOTO  MPOTOKA
TECTUPYeMOW BOJbI B  OOOHsATENbHOM Kkamepe. Ilo HammMm  gaHHBIM
YIBTPACTPYKTYpPHbIE OCOOCHHOCTHM CEHCOPHOIO amnmapara y pa3HbIX BHJIOB
POTAaTKOBHJIHBIX PBIO CXOJIHBI, OJHAKO CYIIECTBEHHO 3aBUCAT OT WX DKOJOTHUH,
da3pl xu3HEeHHOTO IMKiIa W moBeAeHus [KocuubiH u gp., 1990, 1994, 1996;
KmumenkoB u mp., 2013; Klimenkov et al., 2016]. V B3pocibix peid po3erka
uMeet auametp 1,5—2 MM 1 cocToUuT U3 5—6 CKIIaI0K, OTXOASIINX U3 LHEHTPAIbHON
centhl (puc. 14, 0). PenentopHblil 3nuTennii BEICTUIAET 00€ CTOPOHBI KaXJA0TO
JIENECTKa, 3a MCKIIOYEHWEM HX TOPUEBBIX YYAaCTKOB, TJI€ HaXOIATCS
SMUJIEPMAJIbHBIE  HEPECHUTYAThIE  KJIETKH, CpPEeAd KOTOPBIX  BCTPEUYAIOTCS
OOKaJIOBUJIHbIE CIU3UCThIE KiIeTKU (puc. 14, B-1). Mexay 4yBCTBUTEIbHBIM U
uHIUG()EpEeHTHBIM SIUTETUEM HMEETCS 4YeTKas rpaHuiia. BwicoTa CEHCOpPHOTO
DIUTENUSA COCTaBiisieT, B cpeaHeM, 45-50 mkm. Kak M y Apyrux KOCTHUCTBIX,
onb(dakTopHbIi snuTenuil y Oalikanbckux Cottoidei MMeeT CBOMCTBEHHOE IS
MO3BOHOYHBIX CTPOCHHE U COCTOUT W3 PEIENTOPHBIX, OMOPHBIX M 0Oa3adbHBIX
KiIeTok (puc. 15, a). YV KeNTOKPBUIKM OOOHSTENbHBIC JIENECTKH HE HMEIOT
BTOPUYHON CKJIQq4aTOCTH, NPUYEM, PELENTOPHbBIE W OMNOPHBIE DSJIEMEHTHI
pacrnpeziesieHbl B 3MUTEINU B CMEIIAHHOM MOPsAKe, HE o0pa3yst 000COOIEHHBIX

30H (puc. 15, 0).
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200 mkm

Pucynox 14. INepudepudeckuii otaen odonstenpHOU cuctembl y C. grewingki. A —
BHEIIHUM BHUJA BXOMHOTO (1) M BBIXOAHOTO (2) OTBEPCTHUH B KOXKXHOM JIUTEIUU IS
TECTUPOBAHUS BOJBI B O0OHATENBHON sIMKE; O — OOIIHiA BUJ 00OHSATETLHOU PO3ETKH; B —
YBEJMYEHHBIN y9acTOK BBIJIEJICHHOTO (PparMeHTa puc. "0" ¢ BepIIMHAMHU PELENTOPHBIX
KJIETOK JKTYTHKOBOTO THIIA, T — OTIENbHAs CKJIaJKa. YCIOBHBIE O0O3HAYCHHUS: PK —

pelenTopHbIe KIETKH, P3 — pelenTopHas 30Ha, U3 — MHIudpepeHTHas 30Ha.
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Pucynok 15. OcobGeHHOCTH CTpOCHHSI OOOHSATEIHHOTO AMUTENUS y OalKambCKUX
Cottoidei. A — cxema B3aMMHOTO pACIOJOKEHHUS KICTOYHBIX dJaeMeHTOB (1 —
MUKpPOBWJUISIpHAs pelenTopHas KiIeTka; 2 — CEeKpeTopHas omopHas KieTka; 3 —
peuenTopHas KieTKa >XIYTMKOBOro THma; 4 — mepuareibHas OMOpHas KJIEeTKa; 5 —
peuenTopHasi KJeTKa ¢ KOMIUIEKCHBIM JKT'YTUKOM; 6 — OMOpHAs KJI€TKa C KOMIUIEKCHBIM
KTYTHKOM; 7 — OOKaJIOBHJIHAs KJeTKa; 8 — Oa3ayibHas (MPOTEHUTOpHAs) KIETKa); O —
MOTIEPEYHBIA  CpPE3 JIUTENHUS y JKENTOKPBUIKUA. YCJIOBHBIE OOO3HAYeHUsS: pPK —
perienTopHas KIETKa, MOK — MeplareibHash OMOpHas KJIETKa; COK — CEKpPEeTopHas
onopHasi kjetka. CTpenkod OTMEYEH BBIPOCT CEKPETOPHOM OMOPHOM  KIIETKH,

MPOHUKAIOIINIA B TEJI0 MepIaTeIbHON KiIeTku. Macmrad: 1 Mkwm.
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3.1 PeuenropHblie KJIETKH

B onbdakTopHOM amnmapare >KeITOKPBUIKHA BBISBJISIIOTCS YyBCTBUTEbHbBIC
KJIETKU JBYX THIOB — XKT'YTUKOBBIE U MUKPOBHJUISIPHbIE. ANIMKAJIbHBIA y4aCTOK
KT'YTUKOBBIX KJIETOK 3aKaHUYMBACTCA OOOHSATEIbHON OylaBoil, CHaOXEHHOMU
pECHUYKaMM, KOJIMWYECTBO KOTOPBHIX BappupyeT oT 4 o 6 (puc. 16). Jlnuna
KTYTUKOB COCTaBIISIET 4—6 MKM. Y HEKOTOPBIX PELENTOPHBIX KIJIETOK KT'YTUKHU
0o0beIMHEHbI B KOMILUIEKCHYIO CTPYKTypy — majouky (puc. 17, a). Bepmmna
PEIKO BCTPEUAIOMIMXCS B DSIUTEIUH MHUKPOBUJUISIPHBIX KIETOK COJEPKUT
HEMHOTOYHUCIIeHHbIe KOopoTkue (1-3 MKM) TnanbleBUIHBIC BBIPOCTHI, HE
uMerone 0a3albHBIX TEJel U MUKPOTYyOylsipHOoro ammaparta (puc. 17, 6). Y
TaKUX KJIETOK Oa3alibHble Teibla OOBIYHO OOHAapYKUBAIOTCA B IUTOIIA3ME
BEPXHUX OTJEJIOB Mepudepruvyeckoro OTPOCTKAa. 3JeCh OHU, KaK MpaBuIIoO,
pacmonararTcs rpylnmnaMi U HE UMEKT ONpeAeseHHON opueHtauuu. Hamuuwne
JIBYX Pa3HOBUJHOCTEH OOOHSATEIbHBIX KJIETOK B OJIb()AKTOPHOM DIUTEIUU
POTaTKOBHUAHBIX MOATBEPKAAETCS MNPUCYTCTBUEM JBYX THUIOB L EHTPaIbHBIX
OTPOCTKOB, TPOPHUIN KOTOPHIX OOHAPYKUBAIOTCA B CaMbIX HIKHUX CIIOSAX
SIIUTENUS, B OCHOBHOM, TOJ 0a3aJbHOU IUIACTUHKOWU. JKIyTHKOBBIE KIIETKU
UMEIOT OoJiee TOJICThIe HEPBHBIE BOIOKHA — OT 0,5 1o 1,5 mMxkMm. ToHKHE aKCOHBI
(0,05-0,3 MKM) COOTBETCTBYIOT IIEHTPaJIbHBIM OTPOCTKAM MHUKPOBHILIIPHBIX
KIETOK. PacueTs! MOKa3bIBAIOT, 4TO ¥ ObIYKOB Ha 100 MKM® SIUTENHS B CpeAHEM
npuxogutcs 12-13 uyBcrTBuTenpHbIX KieTok (1200-1300 kimerok ma 1 mwmP).
Tema penenTopHBIX KIJIETOK pAacCIoJiaraloTcss B TOJIIE OIUTEIUs B BHUIE
HECKOJBKUX PAoB. OHM WMEIOT BEPETCHOBUIHYIO (opmy, mpuyeM, AUAMETP
SApOCcoIepKaIeld 30HbI KJIETOK OOBIYHO cocTaBisieT 5—6 Mkm (puc. 17, B, I).
CnaboBbIpaX€HHOE SJIPBIIIKO pachojaraercss B BEpXHEM, JIMOO B HUKHEM
noytoce sapa. llepukapmoH KIETOK, B TOW WM WHOW CTEHCHHU, 3alOJHEH
HIMPOKOM CEThIO KAHAJOB TPaHYJISIPHOTO JIHIAOIIA3MATUUYECKOTO PETUKYIyMa.

Ero xananabl 0OBIYHO 3aHUMAIOT 3HAYUTEIHLHOE MMPOCTPAHCTBO TCJIa KIICTKHU.



Pucynok 16. AnwkaiapbHbIE Y4YaCTKH DPEIENTOPHBIX KJIETOK >XTYTHKOBOTO THIIA TIO
JAaHHBIM CKaHUPYIOIIEH (a) W MPOCBEYMBAIONICH JJIEKTPOHHON MHKpocKomuu (0).
VYcnoBHble 0003HaU€HHA: PK — pEUENTOpHas KIETKa: OK — ONOpHas KIeTKa

cexkperopHoro tuma. Macmrab: 0,5 MKkM.
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Pucynok 17. YnbTpacTpyKTypHBIE OCOOCHHOCTH PEIENTOPHBIX KIETOK y pPBIO B
MEXHEpPECTOBBIM MEepuoa. A — BEpUIMHA PEHENTOPHON KIETKH € KOMIIJIEKCHBIM
KIYTUKOM (TIOKa3aH CTPENKOi); 6 — JUCTaNbHBIA y4acTOK ACHAPUTA PELENTOPHOMN
KJIETKH MUKPOBWIISIPHOTO THIA, B — TEJIO OOOHSTENBbHON KIETKH. SIApBITKO
JIOKaJM30BaHO B HIDKHEM TOJIOCE siApa; T — NEPUKAPUOH PELENTOPHON KIIETKH.
YcnoBHble 0003HaUeHUS: ar — anmapat ['oJbpKu; OK — ONOpHAsi KJIETKA; S — SAPBIIIKO.

Macmra0o: 1 MKMm.
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17§

[IpusnepHas 30Ha pEUENTOPHBIX KIETOK Y pPbIO B MEXKHEPECTOBBI

Pucynok 18

, T — rpaHyJbl
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VYcnoBHbIle 0003HAUECHUS:

. Macurra6: 1 MM
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CCKPCTOPHAA OIMOPHAs KJIICTKA,
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B uuromnasMe JIOKaIM3yHOTCS TakKKe EIWHUYHBIE MUTOXOHAPHH,
JIM30COMBI, MYJIbTUBE3UKYJISIDHBIC TeEJblla, a TaKXe HEMHOIOYHUCJIECHHBIE
po3eTku pubocoMm. Anmapat ['onbIku OOBIYHO UMEET HHU3KYIO CEKPETOPHYIO
aKTUBHOCTh. BOIM3M TpaHCIUCKOB HOBOOOpa30BaHHBIE BAKyOJIH, Kak MPaBuUIIo,
npoostcs Ha 6onee menkue (0,1-0,2 MKM) MHOTOYHCJIEHHBIE BE3UKYJIbI (pHUC.
18 a, 0). XapakTepHOW OCOOCHHOCTBHIO OOOHSTEIBHBIX KJIETOK pPBHIO B
JIOHEPECTOBBIN MEepHUOJ ABIAETCS HATUUUE B UX IIUTOIJIa3ME TPaHyi, BEPOSATHO,
aunopycunHoBo mpupoast (puc. 18 B, r1). OOBIYHO OHU UMEIOT
HENMpaBWIbHYI0O (OPMY M TIOBBIIICHHYIO JJIEKTPOHHYIO TIJIOTHOCTh. Takue
CTPYKTYpPBI JOKAJIU3YIOTCS KaK B HaIbsSJEpHON 00JACTH, TaK U MOJ SIAPOM.
Bboinbiioe konu4ecTBO JUMOQPYCUHMHA SBISIETCS XapaKTE€PHOW OCOOEHHOCTHIO
KJIETOK OOOHSTEIBHOTO JIUTENIHUS U Yy MeJarudyeCKuX POraTKOBUIAHBIX PbIO.
Kpome Toro, B murTomigasMe peHENnTOPHBIX KJIETOK HEPEAKO HaOII0aaroTcs
TaK)K€ MUEIUHOMOJO00HbIE 00pa3oBaHUs, OOBIYHO pacroJiaralomuecs BOIU3U
MUTOXOHIpUH. CUUTaETCs, YTO HAJTUUNE MUEITUHOBBIX (PUTYp B OOOHATEIBHBIX
KJIETKaX OTpakaeT OJHY M3 HaydallbHBIX (a3 UX JEreHEePATUBHBIX U3MEHECHUU
[baxTun, ®umomuna, 1974]. B nepudeprdeckoM 0TPOCTKE KaK KI'YTHKOBBIX,
TaK U MHUKPOBHJUISIPHBIX KJIETOK MHOTJA BBISBISIOTCS MHUKPOTpyOOuku. OHHU
OOBIYHO HAYMHAIOTCS B BEPXHUX OTJEJNaX NEpUKaApUOHA, Jajiee CIEAYIOT
napajaiefnbHO APYr APYTY MEXAY MUTOXOHAPUSIMHU Ha BCEM TMPOTSKEHUU
JNEeHApUTa, 3aKaH4YuBasch BOJM3M Oa3zaidbHBIX Teyel OynaaBbl. Hamm
MCCJIEIOBAHUS MOKAa3bIBAIOT, YTO B JIOHEPECTOBBIM MEPUOJ YMCIO HEUPOHOB,
COZEpKAIUX MHUKPOTPYOOUKH, JOCTAaTOYHO HHU3KO. OHHU COCTaBIJSIOT B
cpennem 4—6 % ot o0mero umciaa pernenTopHbIX KiaeTok. Kak Oyaer mokazaHo
B CJEIYyIOIleM paszfelie, KOJUYECTBO KIJIETOK C MHUKPOTpyOOUYKaMH pPE3KO
BO3pacTaeT MpU Iepexoje pbhl0 K MEepHOAY BBI3pEBAaHUS M BHIMETA IOJIOBBIX
npoAaykToB. B 3Ty a3y oHU BBISBISAIOTCS Hambojee OTYETIMBO, YTO JaeT
BO3MOXKHOCTh TMOJPOOHO HU3YYUTh OCOOEHHOCTH MX pAacloJOXKEHHUs B
OOOHSATENBHBIX KJIETKax. B cBsA3u ¢ 3TuM, OoJiee AETaabHO MHUKPOTYOYIJIspHAs

CHUCTEeMa PElEeNTOPHBIX KJIETOK OyIeT paccMOTpeHa B riase 4.



92

3.2 OnopHble 1 0a3ajbHbIE KJIETKH

Kak ®w y Jpyrux TmO3BOHOYHBIX, B DOIUTEIUH KEITOKPBUIKU
OOHapy>KMBAIOTCSI  OMOpPHBIE  KJIETKUM JBYX THUIIOB: MeEpIATEIbHbIE U
CEeKpeTopHbIe. MeprarenbHble KIETKH HMEIOT MNPSIMOYTOJbHYIO (GopMy C
HIAPOKOM MIOCKON BEPIIMHOM, OT KOTOPOH OTXO0AAT 9—16 xryTukoB (puc. 19).
KryTHKOBBII ammapar HEKOTOPBIX MEPIATEIbHBIX KJIETOK OOBEIMHEH C
oOpa3oBaHueM mnano4yku. Ee guaMmeTp y OCHOBaHHUS OOBIYHO COOTBETCTBYET
JAAMETPy ANUKAIBHOTO y4acTKa KJIETKU. TakolW KOMIUIEKCHBIM KTYTHK K €T0
JUCTAaJbHOMY OTJIEIY CyXaeTcd TakKk, 4YTO B ILEJIOM OH mpuoOperaer
KOHYCOBH/IHYIO (opmy. B BepxHell wacTu Tena MepUATEIbHBIX KIETOK, B
OCHOBaHMM Oa3albHBIX TeJEel JKICYTUKOB, OOBIYHO KOHUEHTPUPYIOTCS
MUTOXOHJIpUM. LluTOmmazmMa mnepukapuoHa HMeeT ClIadyl 3JIEKTPOHHYIO
IJIOTHOCTh U HE HAChINIEHAa opra”emiaMu. Kpome ammapara ['onbaxu 31ech
JOKAJIU3YIOTCS KOPOTKHE (dparMeHThI KaHaJOB IPaHyJIsIPHOTO
HHJOIUIA3MATUYECKOTO  PETUKYJyMa W  HEMHOTOYHUCJICHHbIE CBOOOIHBIC
pruOOCOMBI.

CexpeTopHble MOAAEPKUBAIOIINE KIETKH PACMOIAraloTCs MEXAYy TellaMu
PEIENTOPHBIX U MEpPLATENIbHBIX KiIeTOK (puc. 18, B; 19) u nHorna popMupyror
B LUTOIUIa3My IIOCHEAHUX LUTONJIAa3MaTH4YecKue BbIpocThl (puc. 15). B
CpeHEe JYacTu KJIETOK (HaJ sSIpOM) B MPOCBETICHHOM MAaTPUKCE LIUTOIIIA3MbI
BBISIBJISIFOTCSL KaHaJbl TPaHYJSIPHOTO HJHIOILIA3MAaTUYECKOTO PETUKYIyMa C
PaBHOMEPHO pPACIIMPEHHBIM IUCTEPHAIBHBIM MNPOCTPAHCTBOM. B 3TON 30HE
HAXOAUTCS  XOpPOWIO  pa3BUThIA  anmapar [oapaxu, OT  KOTOPOro
OTIIHYPOBBIBAIOTCS  MY3bIPbKU  PA3JIUYHONW BEJIWYHUHBI M  DJIEKTPOHHOU
NJOTHOCTH. B [OHEpecTOBBI MEepUOJd CIU3UCTBIE KIETKH OOBIYHO HMEIOT
c1abyl0 CEKpPEeTOpPHYI0 aKTHBHOCTb. B  0a3anbHBIX KJIETKax, Kak 3TO
CBOMCTBEHHO [ia ManoAu(depeHIUPOBaHHBIX 3JIEMEHTOB, COJAEPKUTCS

00JIbIII0E KOJIMUECTBO CBOOOHBIX PO3ETOK pUOOCOM U MUTOXOHAPUMA.
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Pucynox 19. VYapTpacTpyKTypHBIE OCOOCHHOCTH MEpHATEIBHBIX W CEKPETOPHBIX
OTIOPHBIX KJIETOK Y JKEITOKPBUIKA B MEKHEPECTOBBIN MEeproA. Y CIOBHBIE 0003HAYCHUSI:
MK — MepuaTelbHas KJIETKa; pK — pelenTopHas KIeTKa; PKM — MHUKpPOBWJUIApHAs

peuenTopHad KJICTKa, COK — CCKPCTOpHAs OIMOpHas KJICTKaA. Macmra6: 1 MxMm.
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3.3 IIpocTpancTBeHHAs] OPraHU3aUMsl AKTMHOBBIX MUKPO(HWIaMEHTOB B

00oHsITeIbHOM 3nIMTE MM Y PbI0 cem. Cottoidei

3.3.1 MeXKJIeTOYHbIC KOHTAKTBI

B npouecce pocra IeHIPUTHI MOJIOABIX OOOHSTENBHBIX KIETOK JOCTUTAIOT
TIOBEPXHOCTH SIUTENHS U (OPMUPYIOT TUIOTHBIC M aAre3uBHBIC KOHTAKTHI (tight
adherens junctions CcOOTBETCTBEHHO) C TUCTAIbHBIMH YYaCTKAMH COCEIHHUX
OTOPHBIX WJIA YYBCTBUTEJIBHBIX KJIETOK M TaKUM OOpa3oM OKOHYATEIbHO
UHTCTPUPYETCS B YIOPSAIOUYCHHYIO CETh KJICTOYHBIX dJIEMEHTOB anuteus [Steinke
et al., 2008]. biarogapst 3TUM B3aUMOJEHCTBUSAM, MTOBEPXHOCTHAS MeMOpaHa Kak
XEMOPCIICTITOPHBIX, TaK W OIOPHBIX KJIETOK BCErma  pasjaeliecHa Ha JBe
CIIeUAIU3UPOBAHHBIE MOP(PO-(YHKIIMOHAIBHBIE 30HBI: IOBEPXHOCTHYIO (KOTOpas
OTKpPBIBAETCSI BO BHEIIHIOK Cpefly) U 6a3o-larepaibHyto, OOpalleHHYI0 B TOJIILY
smutenus. Takoe pasmeneHue oOecleuynBaeT pasrpaHUYCHHE OCTKOBOTO U
JUTUAHOTO COCTaBa AanmMKaIbHOTO M 0a30JaTepalibHOTO YYaCTKOB KIIETOYHOM
MeMOpaHbl. ITO mpeaonpenessieT (QyHKIMOHAIBHYIO CHenu(UKy JaHHBIX
o0JyiacTeil KIETOYHBIX JJIEMEHTOB HE TOJNBKO B oibdaktopHom [Miragal et al.,
1994], HO M B ApYrux THUIAX SMUTEIUAIBHBIX TKaHeW [Anderson, Van Itallie,
2009]. B kauectBe mpumepa, Ha puc. 20 Moka3aHa JIOKAIW3aIUs IUIOTHBIX M
aJIr€3MBHBIX KOHTAKTOB B BEPXHEM CJIO€ SIUTEIHUS Y KEITOKPHUIKH.

B nmocnennue gecsaTuneTHss HWHTEpEC K CTPYKTYPHOMY 0O€CIIEUEHUIO
MEXKJIETOYHBIX KOHTAKTOB B OOOHSTEIILHOM JIUTEIMH CYIIECTBEHHO BO3pPOC B
CBS3U C Pa3pabOTKOW METOJIOB YBEIWYEHUS WX MPOHHUIIAEMOCTU JJI yCHICHUS
WHTPAHA3aJbHOTO TPAHCIOpPTa JIEKApCTB B MO3T TPH JICYCHUU Pa3TUIHBIX
HEBPOJIOTHYeCKHX paccTpoiicte [Santoro et al., 2000; Krishan et al., 2014]. B
CBSI3U C 3THUM, OCHOBHBIE PE3YJIBTATHI 10 3TOMY BaXXHOMY BOTIPOCY TMOJYYCHBI, B
OCHOBHOM, Ha MJICKOMHUTAIONMX. B yacTHOCTH, M3 OENKOB, BXOMSAIIMX B COCTaB
IJIOTHBIX KOHTAKTOB, B OJb(AKTOPHOM OIHUTEINA HWMMYHOTHCTOXUMUYECKU

nepBbIMu ObuTH HaeHTHQUIEpoBaHbl ZO-1 npotenn [Miragall et al., 1994] u
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Pucynok 20. [Tnotnbie (oTMeuYeHBI (PUTYpPHBIMU CKOOKaMHU) M aAre3uBHbIC (ITOKA3aHbI
CTpENKaMH) KOHTaKThl MEXIY PEIENTOPHBIMH KJICTKAMH JKT'YTHKOBOTO THIA U
CEeKPETOPHBIMH KJIETKAMU B OOOHATEITHLHOM DJIUTEIUU Yy KEITOKPBUIKUA. Y CIOBHBIE
0003HaYCHUS: PK — PEENITOPHAS KJIETKA KT'YTUKOBOTO THIIA; OK — CEKPETOPHAsi OTIOpHAas

KieTka. Macmra0: 1 MKMm.

OKKITyJJUH — KOMIIOHEHT, KOTOpBIM OOBIYHO oOOecrednBaeT MOJMSPHU3ANUI0 Y
SMUTEINATIBHBIX KICTOK, TpaHCIOpTUpYIomuX riroko3y [Hussar et al., 2002]. B
MOCJICTHEM HCCIICIOBAaHUM 3TOT JKe OEJIOK OOHApy)KEH B IUIOTHBIX KOHTAKTaX
DHJIOTETNAIBHBIX KJIETOK B KPOBEHOCHBIX COCYJIaX, CHAOXKAIOIINX KPOBBIO KIETKU
CEHCOpHOTO ammapara. TakuM oOpa3oM, YCTaHOBJICHO, YTO OKKIYAHH
00ECTICUYNBACT TAKXKE CCJICKTUBHBIA TPAHCIIOPT TJIHOKO3bI K KJICTKAM JIHTEIIHS,
U30JIUpYyS €ro OT JAPYruX MOTCHIMAIBHBIX AaHTUTEHOB, KOTOpPBIE MOTYT
colmepxarbcsi B KpoBU. JlaHHBIe HAOMIOACHUS YKa3blBAIOT HAa TO, YTO
cnenu(UYeCKre KOHTAKThl B JIUCTAIBHBIX OTHCNAX OSIUTCIUS  OTICNSIOT
nepuepUIecKrii OTAENl CEHCOPHOH CHUCTEMBI OT MOTEHIMAIbHBIX UY>KEPOIHBIX

aHTHIECHOB, KaK M3 BHEIIHEH cpenbl, Tak U u3 kpoBu [Hussar et al., 2002]. Kpome
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TOTO, B HEJIABHO OIyOJMKOBAHHBIX PabOTax MOKAa3aHO, YTO PELENTOPHBIC KICTKH
AKCOPECCUPYIOT U JPYyTHE€ MOJEKYIbl KIETOYHOM ajre3un — HEKTUH-2 u N-
KaJreépuH, a OTMIOPHBIE KIETKU — HEKTHH-2, HEeKTHH-3, E-kaarepun u N-kaarepun
[Katsunuma et al., 2016]. I'etepoduibHble B3aUMOACHCTBUS MEK/Yy HEKTHHAMU U
KaJIrepUHAMH, JIOKAJIM30BAaHHBIMA B MEMOpaHaxX YyBCTBHTEIbHBIX HEHPOHOB H
OTIOPHBIX KIIETOK, OOCCIEUMBAIOT WX B3aUMOJICHCTBHE HAa YPOBHE aNMKaIbHBIX
YY9aCTKOB B 30HE IUIOTHBIX KOHTakKTOB. [IpwdeMm, y MJIEKOMUTAIOMUX BO BpeMs
AMOPHOHAIILHOTO TIEPHOJIa Pa3BUTHS OOJIBIIE TIOJOBHHBI PEIETITOPHBIX KIETOK
CHauvaja CBs3aHBI JPYT C APYroM, a IOCJIe POXKIACHHUS OHU TEPSIOT B3anMHBIE
IUIOTHBIC KOHTAKThI M IOCPEJACTBOM HEKTHHOB M KaJTrePUHOB ITOCTCIICHHO
OKpYy»KaroTcsi onmopHbeiMu kieTkamu [Katsunuma et al., 2016]. Takum oOpa3om, 3Tu
UCCJEIOBAHMUS  TOKa3bIBAlOT, UYTO cHenu(uyeckas HSKCIpeccus  OENKOB
MEXKIETOYHOH  aare3smd  MPEeAoNpeaeisieT  MO3audHO€  pacIpesiesieHHe
OOOHSITENTLHBIX KJICTOK CPEIH OTIOPHBIX SJICMEHTOB DIIUTEIHSI.

Kpome anare3smBHBIX OCIKOB B 30HE IJIOTHBIX KOHTAKTOB BO MHOTHX TKaHSIX
NPUCYTCTBYIOT ~ TaKXK€ HHTH  IIMUTOCKENEeTa, B  YacCTHOCTH  aKTUHOBBIC
mukpoduramentsl [Fanning et al., 1998; Takano et al., 2008]. Kak moka3biBaroT
HEJITaBHUC WCCIIEAOBAHMS, aKTUHOBBIE DJIEMEHTHI IIUTOCKEIETa, aCCOIIMUPOBAHHBIC
C TUIOTHBIMH KOHTaKTaMH, TIPUHUMAIOT HEMOCPEJACTBCHHOE Yy4acTHE B
MOJJICP)KAHUM WX  IICJIOCTHOCTH B  YCIOBHSIX JUHAMHYCCKHX IPOIIECCOB
MopdoreHe3a KICTOK W HMX MHUKPOJBI)KCHHUH B XO0JI€ KU3HEIACATCILHOCTH U
nocienyromero armonro3sa [ Takano et al., 2015].

B nurepatype OTCYTCTBYIOT AaHHBIC O BO3MOYKHOMW JIOKAJIU3allMd aKTHHA B
IUTOTHBIX KOHTaKTax MEXIY KJICTKaMH B OOOHSTECIHHOM SIUTEINU. Mexay Tem,
ATOT BOIIPOC MOXKET OBITh OYCHb Ba)KCH, TaK KaK B MOCIICTHEE BPEMS MOSBIISCTCS
MHOTO CBEJICHHA O €ro KIIOUeBOW POJIM B OOECIICUCHHUH IUIACTUYHOCTH JPYTHUX
CTCIIMATU3UPOBAHHBIX YYaCTKOB JCHAPUTOB — JICHIPHUTHYECKUX IIUITUKOB
HEHPOHOB IICHTpajbHON HepBHOW cucTembl [Shirao, Gonzalez-Billault, 2013;
Kneussel, Wagner, 2013]. Kpome TOro, Xopoimo HW3BECTHO, YTO aKTHH BMECTE C

APYTUMH KOMIIOHCHTAMHW HUTOCKCIICTA IMPHUHUMACT HCIIOCPCACTBCHHOC Y4YaCTHUC B
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nporieccax KJIeTouHOW audepeHIMpoBKH U pocTa HelipoHoB [Kessels et al.,

2010; Pacary et al., 213].

3.3.2 Oco0eHHOCTH CTPYKTYPHOM OPraHU3allui AKTHHOBBIX

MHUKPO(QHUIAMEHTOB IUVIOTHBIX KOHTAKTOB y pbI0 ceM. Cottoidei

JIisi metanmu3anuy TOHKOTO CTPOCHHUS TUIOTHBIX KOHTAaKTOB B CEHCOPHOM
ammapare pbl0 MbI MPOBEIM €ro IUTOXMMHYECKOE OKpalllMBaHWe Ha F-akTuH,
KOTOPBIH, KaKk TOBOPWJIOCH BBIIIE, HAPSIAY C APYTUMU OCJIKaMU KJIETOYHOU aJlre3un
SBIIICTCSI OJHUM W3  KJIIOYEBBIX KOMIIOHCHTOB, BXOJAIIMX B  COCTaB
CHEIUATN3UPOBAHHBIX KOHTAKTOB B PA3jIMYHBIX TKaHAX. OJTO MPEACTABISICTCS
OCOOEHHO BaKHBIM B CBSI3U C H3YYEHUEM CIIOKHBIX IPOIECCOB HEWpOreHesa,
KOTOpPBIE MBI HCCICIOBAIM B DJIHUTEIWA y THAPOOMOHTOB B KOHTPOJEC U B
9KCIICPUMEHTAIBHBIX YCIOBUAX (TJ1aBa b).

OxpammBanne OOOHATENBHBIX po3eTok QamnouguHoM—FITC mo3Bommo
BBISIBUTh B TOBEPXHOCTHOM CJIO€ DIUTENHS BBICOKOYTOPSIOUYCHHBIE SYCUCTHIE
CTPYKTYPbl M3 aJr€3UBHBIX IOSCKOB KIIETOK, CPOPMUPOBAHHBIX AKTUHOBBIMH
MukpopumamentaMu. C  TOMOIIBIO  KOH(POKATBHOW  MHUKPOCKOIIUU MBI
OXapaKTEepU30BaIIK CIENU(PUKY PACTIOJNOKEHUS IUTOCKEIeTa B 30HE TUIOTHBIX
KOHTAKTOB B JIUTEIIMU y TPEX DHICMUYHBIX BUAOB OalKaabCKUX (KEITOKPBLIKA,
JUTMHHOKpPBIIas U OOJIBIIEroJioBasi MUPOKOJIOOKH) PIO U y TypaMH, Kak y OJHOTO
U3 TIPEICTaBUTENICH akBapUyMHBIX pPbI0. OKa3aloCh, YTO B KXKIOM W3 M3YYEHHBIX
B OTOM IUIaHE THAPOOMOHTOB HWMEIOT MECTO Kak oOmue, TaKk W CBOH,
cnenupuyYecKkre CrocoObl TPOCTPAHCTBEHHOW YKJIAJAKH AaKTHHOBBIX BOJIOKOH.
OOmuit NpUHIMO YCTPOWCTBA AKTUHOBOM CETM B CEHCOPHOM arllapare
MPEIONIPEACIACTCS TEM, YTO TOBEPXHOCTh JIUTEIHS (HOPMHUPYIOT BEPIIHHBI
PEIENTOPHBIX U OMOPHBIX KIETOK, TUIOMIAAh TOBEPXHOCTH KOTOPHIX B AlMKAIIBHOM
ydacTKe SIUTENMs CyIIeCTBEHHO pasnuuaercs [Hansen, Zeiske, 1998; Zeiske et
al., 2003; Kasumyan, Pashchenko, 2015]. ITonepeunsiii mpodwib TepMHHAICH

PELIENTOPHBIX HEMPOHOB HAMHOTO MEHBIIIE TAKOBOTO Y ONOPHBIX KiIeTOK. [1o aToi
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NpUYMHE TTocse okpacku >nuTenust GamnmonanHoM—FITC akTHOBas ceTh COCTOUT
u3 Menkux (mamamerp 1,2-1,5 MKM) — sdeek, NPHHAIISKANINX BEpIIMHAM
peLeNTOPHBIX KJIETOK, U Oojiee KpymHbIX (muameTrp 3,54,5 MKM) 1o paszMepy
sA4eeK, OOpa30BaHHBIX AKTUHOBBIMH (UIAMEHTAMH, BXOJSIIUMH B COCTaB
MOSICKOBBIX ~ O0OJKOB  BEPIIIMH  OIMOPHBIX  KJIETOK. AKTHHOBBIC TpOoduiu
PELENTOPHBIX KJIETOK HMMEIOT Oosiee-MeHee OKpyriyi ¢GopMy U, Kak IMpPaBWIIo,
OKPYXEHBI BEPIIMHAMH OOKJIQJOYHBIX KJIETOK, THUIT KOTOPHIX (MepIaTeIbHbIC WITH
CEKpPETOpPHBIE) TPHU JIAaHHOM CIOCO0€ OKpAacKM HE MOKET OBbITh OIpeJesicH.
Hcnonb3yst 3TOT MeToa oO0pabOTKM Marepuaia, MOXKHO OOBEKTUBHO OIEHUTH
XapaKkTep PpACIOJOKECHHUS  PEIENTOPHBIX M OMOPHBIX KIETOK, a TakKkKe HX
KOJIMYECTBEHHBIE COOTHOIICHMSI B Pa3HBIX YYaCTKaX SMUTENHS. XapaKTepHO, YTO
MIPOBEICHHOE paHEe WMMMYHOIIUTOXHMHYECKOE W HUMMYHO(IYyOPECIICHTHOE
OKpaIlMBaHHUE TPEIapaToB Ha APYTHE CTICHPUICCKHE OCIKHU, aCCOIIMAUPOBAHHEBIE C
IUIOTHBIMU M QIT€3UBHBIMH KOHTAKTaMH, TaK)K€ MO3BOJIMIIO OTYETIMBO BBISBUTH
Oonee MeNKue KOHTYPHl JCHIAPUTOB Ha (OHE OKPYKAIMMX HUX [MHPOKUX
oOknanouHbIX Kietok [Steinke et al.,, 2008]. Takum o0pa3oM, OKpamIuBaHHE
mpenaparoB Ha F-akTHH TO3BOJIWIO  pelibeHO OOHAXKUTH cHerUupUYECKUe
0COOEHHOCTH MEKKJIETOYHBIX B3aUMOJICUCTBHUI KJIETOK HA YPOBHE MX alTMKATBHBIX
YYaCTKOB, OTKPBIBAIOIIUXCS HAa TMOBEPXHOCTh 3muTenus. HykHO OTMETHTH, 4TO
MPUMEHEHUE B JTUX IEJIAX CKAHUPYIOIIEH 3JIEKTPOHHOW MHUKPOCKONMHU HE JaeT
TaKOW BO3MOXXHOCTH. MHOTOYHUCIICHHBIC PECHUYKH, JKTYTHKH, MUKDPOBUJUISPHBIC
OTPOCTKH, OTXOJSIINE OT KIETOK, a TaKXKE CEKPETOPHBIC BBIICICHUS OOBIYHO
3aKpBIBAIOT TIOBEPXHOCTH OJMHTEIMS, YTO HE II03BOJSCT TPAAUIIMHOHHBIMHU
METOJaMH OTCJIC)KHBATh KOHTYPHI KJICTOK.

VY cTaHOBJIEHO, YTO Y IITUHHOKPBUION MTUPOKOIOOKH MOBEPXHOCTH IMUTEIIUS
chopMUpoOBaHa B BUJIE OYCHBb YMOPSIOYECHHON MEJKOSIYEUCTON CeTH, CIIJIETEeHHOU
U3 TYYKOB AKTHHOBBIX MHKpodmiameHToB (puc. 21, a, 6). Co CTOpOHBI
IIUTOTIa3MbI OHA MOKPBHIBAET BCIO MPUMEMOPAHHYIO MMOBEPXHOCTh OOOHSATEIHHBIX

CKJIAJI0K, BKJIIOUAsl KaK pelenTopHbie, Tak U uHauddepentuoie 30161 [Ipu
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Pucynox 21. VYnopsgoueHHass MEIKOSUEUCTasi CeTh aKTUHOBBIX MHKPO(HIAMEHTOB B
MOBEPXHOCTHOM CJI0€ OOOHSATEIBHOTO SHUTENHS Y IMHHOKPBUION HIMPOKOIOOKH.
Oxkpacka Ha F-aktun (damnouaun-FITC, 3enensiit) u sanpa (DAPI, cunwmii);
KoH(poKaabHas Mukpockonusi. A — 2D cpe3; 6 — puc "a" B MpPOCBEUMBAIOIIEM pPEKUME;
CTpeJKaMH yKa3aHbl MPO(UIN ITEHAPUTOB MOJIOJIBIX PELENTOPHBIX KIETOK; (PUTrypHBIMU
CTpEJIKaMH OTMEYEHbl MHOTOYHCIEHHBIE PECHUUKH PELENTOPHBIX U OMOPHBIX KJIETOK; B
— OTJIeNbHBIA (PparMeHT MUTETUS C MIMPOKUM CJIOEM aKTHHOBBIX MUKPO(PHIAMEHTOB B
30H€ IUJIOTHBIX KOHTAaKTOB KJIeTOoK (3D-pexkoHCTpykums); cTpeiakaMu IOKa3aHbl
MHUKPOBBIpOCTH  F-aktmHa; 1 (3D-pekonctpykims), BctaBka (2D) —  yuactku

MOBCPXHOCTHU JIUTCINA; CTPCIKAMHU OTMCUYCHBI «IICPCMBIYKH») MCEKAY OIOPHBIMHU

KJIeTkaMu. Macmra0: B, T — 5 MKM.
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JETATbHOM PACCMOTPEHMHM TaKUX SYEEK XOPOILIO BUAHO, YTO OHU OOpa3oBaHbI
rpaHuYalIuMu APYT C JIPYyroM IJIOTHBIMU KOHTAaKTaMH, KOTOpPbIE, KaK OTMEYaJIOCh
BBIIIE, PACIIONAraloTCsl B alMKaJbHBIX YYaCTKAaX BCEX THUIOB KIETOK. Takue
KOHTAKTbl B BHUJE JIEHT OIOSACBHIBAIOT CaMbli BEPXHUW OTAEN JEHIPUTOB
PELIENTOPHBIX KIETOK U TECHO B3aWMOJCUCTBYIOT C AHAJIOTUYHBIMH CTPYKTYpaMH
COCEJIHUX OMOPHBIX KJIeTOK. Kak M y BceX M3ydeHHbIX HaMU B 3TOM IUIaHE PbIO,
IIIUPUHA CJIOS AKTUHOBBIX MHKPO(IIIAMEHTOB B 00JIACTH TUIOTHBIX KOHTAKTOB Ha
BCEM HX TMpOTshKeHHH B cpeaHem coctaBisieT 0,25 mxM. [lpu  Gonbiiom
YBEJIMYEHUH BUJHO, YTO AKTHHOBBIE MHUKPO(MUIAMEHTHI, aCCOIMUPOBAHHBIC C
MJIOTHBIMU KOHTaKTaMu, O(QOPMIICHbI B BHJE KOJICI, OT KOTOPHIX B TOJIILY
AIUTENHS OTXOASAT MHOTOUYUCIICHHBIE TOHKHE (710 0,5 MKM) TSDKU C 3a0CTPEHHBIMU
KOHIIaMU JJUHON 10 4 MKM. PaccTosiHue MeEXIy MHMKPOBBIPOCTAMHU OOBIYHO
Haxoautes B mpeaenax ot 1 go 1,6 mxm (puce. 21, B). Kpome TOro, BUIHO, 4TO
COCEIHHE ONOpHBIE KJIETKM COCJAMHEHBl MEXaAy Cco00M creruaibHbIMU
AKTUHOBBIMHU «II€PEMBIYKAMU», YTO BEPOSTHO JTOMOJHUTEIHHO CIOCOOCTBYET
OoJjiee MPOYHOMY HMX B3aMMHOMY clerieHuo (puc. 21, r). Takum oGpazom,
B3aUMOJICUCTBYS APYT C IPYrOM, aKTUHOBBIE MYYKH COCETHUX KIETOK 00pa3yroT
HEIpPEPbIBHBIA OPraHUYeCKUid MaTpUKC, (OPMUPYIOIIUNA B MOBEPXHOCTHOU 30HE
SIIUTENUS XapaAKTEPHBIN, CII0KHO OPTaHU30BAaHHBIM OPHAMEHT.

Okpacka Ha AaKTHH TIIOKa3bIBAE€T, YTO Yy JIMHHOKPBUIKM PELENTOPHBIE
KJICTKH, KaK TMPaBUJIO, TEPEMENKAIOTCSI C OMOPHBIMU DJJIEMEHTaAaMU SIUTEINHS,
o0Opa3ysi MO3an4Hy0 KOH(MUTypanuio. Y Ipyrux UCCICAOBAHHBIX MPEACTABUTENICH
Oaiikanbekux Cottoidei (5kenToKpbUIKa W OOJIBIIETOJIOBAs MIMPOKOIOOKA) IMOCIIe
TaKOW OKPACKH TMOBEPXHOCThH AMUTEIHS TakKe 00pa3yeT XapaKTEepPHBINM PHCYHOK
(puc. 22). Ceityac moka HeJb3d CKa3aTh — HACKOJBKO XapakTep B3aWMHOTO
PaCIONOKEHUST BEPIIMH HEPBHBIX U MOJJIECPKUBAIOIINX KIETOK Y 3THUX BHUJIOB PhIO
aBiseTcst BupocnenuuuabiM. [[1s 9TOTO y MaHHBIX BHJIOB PHIO HYXHBI
crenuaibHble, 0OoJiee TIIATEIbHbIE HCCIENOBAHUS KIETOK BO BCEX CKJIAJKaX,

BXO/SIOIMX B COCTAB UX PO3CTOK, a TAKIKE OCOOEHHOCTH UX HeﬁporeHe3a.
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Pucynok 22. OcoOeHHOCTH B3aUMHOTO PACIOJIOKEHHSI BEpPUIUH PELENTOPHBIX U
OTOPHBIX KIETOK B OOOHITENILHOM OJHUTENIMH Yy OKeNTOoKpbuiku (a, 6 — 3D-
PCKOHCTPYKIIMK; BCTaBKa — YBCIUYCHHBI (parMeHT BBIJCICHHOTO Y4YacTka) U Y
OonpbmieronoBoii (B — 3D-pexonctpykuus; T — 2D; BcTaBka — yBeaHUEHHBIH (parMeHT
BBIZICJICHHOTO Y4acTKa) mupokonooku. Okpacka Ha akTuH (pamtonaun-FITC, 3enensiii)
u snapa (DAPI, cunwmif); xoH(OKampHass MHUKPOCKONUS; (UTYPHBIMH CTpEIKaMu
OTMEUEHbI TPO(MUIN BEPUINH PELIENITOPHBIX KIETOK B COCEJICTBE C OMOPHBIMU KJIETKAMHU.

Macmrao: 10 Mxm.
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[To MHEHHIO MHOTMX aBTOPOB, YYBCTBUTEJIBHOCTh OOOHSTEIBLHON CHUCTEMBI
BO MHOTOM TMPEAOMPEACISIETCS  IUIOTHOCTBIO — PEIENTOPHBIX  KJIETOK |
OCOOCHHOCTSIMH WX B3aUMOJICUCTBUS C OINOPHBIMH JJIEMEHTAMH DIUTEIHUS
[Yamamoto, Ueda, 1979; IMamenko, Kacymsin, 2015 u ap.].  HMcmonb3yembiit
HAaM{A METOJ OKpAaIlIMBaHUS BEPIIUH KJIETOK B 30HE WX IUIOTHBIX KOHTAKTOB C
nomoIeio dammonanHa-FITC Moxer narh HOBBIE CBEJAEHUS O CHEHUPUKE HX
MIPOCTPAHCTBEHHOTO pachpeneneHus. Ecnu momydaemble Ha KOH(DOKAITBHOM
MUKPOCKOIIE M300pakeHUs! MOABEPTHYTh KOMIIBIOTEPHOUM 00paboTKe, TO MOXKHO
moJyyaTh 0oJiee YIpOIIEHHbIE CTHJIM30BAHHBIC KAPTUHBI MTOBEPXHOCTH, KOTOPHIE
JAI0T BO3MOXXHOCTh TOYHO HACHTH(HUIIMPOBATh BEPIIUHBI PEIENTOPHBIX U
OTIOPHBIX KJIETOK U TaKUM 0Opa3oM OILIEHHUBATh UX KOJWYECTBEHHOE COOTHOIICHUE
(puc. 23, a, 6) u crnocoObl UX B3aUMHOTO pacrnojioxenus (puc. 23, B). Tak,
MpEeABApUTEILHBIC TIOJCYETHI IMOKA3bIBAIOT, YTO y OOHWTAIoOmEeld B IeJarnaiv
JUTMHHOKPBUIOW ITUPOKOJIOOKH OTHOIICHHE KOJIMYECTBA PEIEHTOPHBIX KJIETOK K
OmopHbIM coctaBisier 1,65. B cpaBHeHMM ¢ 3TuM, Yy OOJBIIETOJIOBON
IMPOKOJIOOKH, )KUBYIIIEH B OOraTOM OpraHUYeCKUMU CyOCTpaTamMu JINTOPAIIU, ITOT
MoKa3aTellb CyIIeCTBeHHO MeHbIle B paBeH 0,6. Mcxonst 3 3TUX JTaHHBIX, MOYKHO
MPEANOJIOKUTh, UTO B OTJIUYKE OT OOJIBIIETOIOBOM MIMPOKOIOOKH, 00Jiee BBICOKAs
IJIOTHOCTh PELENTOPHBIX KICTOK Y JUIMHHOKPBUIKA OTpPaKaeT HACTPOMKY ee
OOOHSHUS Ha MEHEE KOHIICHTPUPOBAHHBIN BEPTUKAIBHBIN MPOQPHIH OPraHNICCKUX
BEIIECTB, XapaKTEPHBIX JJIsi BOJHOW TOMIIM OTKphITOro baiikana [Tapacosa, 1975;
Borunnies u nap., 1975]. Takum 06pa3om, 3TOT METO MO3BOJIET MOTYy4aTh TOYHBIE
CBEJICHUS O COOTHOIICHWU YYBCTBUTEIBHBIX M OOKIJIAJOYHBIX KJIETOK, YTO MOKET
OBITh BAXXHBIM TIAPAMETPOM, XapPAKTEPU3YIOMIUM OCOOCHHOCTH OpTaHU3AINH
nepuepruIecKoro oT/aesIa OOOHITEIIBHOTO aHAIM3aTOpa KHBOTHBIX B CBS3M C HMX
MOBEJICHUEM | JKojorued. [lpm ompenencHUM TaKOro IOKa3aTeNsl BEPOSTHO
HY)KHO YYHMTBIBATh TAaKKe U Apyrue (akTopsl, HAIPUMED, CICHUPUKY B3aUMHOTO
PACIIONIOKEHUSI HE TOJIBKO PEIENTOPHBIX, HO U OMOPHBIX KJIETOK. B yacTHOCTH,
OKa3aJIOCh, YTO Y IJIUHHOKPBUIKA B OTAEIBHBIX 30HAX AMUTEINS OMOPHBIE KICTKU

00pa3yIoT peryisipHbIC PSAAbl, OPUCHTUPOBAHHBIE BO B3aHMHO
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Pucynox 23. OcoOeHHOCTH B3aUMHOTO PACIIOJIOKEHUS BEPIIMH PELENTOPHBIX U
OTOPHBIX KJIETOK B OOOHSATENBHOM OSHHUTEIUH Y JUIMHHOKPBUIOHW IIUPOKOJIOOKH,
BU3YAJIM3UPOBAHHBIX TOCHE OKpacku  Ha F-aktun (damnmoumun-FITC, 3enensiii);
KOH(OKanpbHas MHKPOCKOMHUA. A — TOBEPXHOCTb SMUTEIHUS WMEeT BHUJ '"penieTku’,
00pa3oBaHHON BEPIIMHAMU PEIEITOPHBIX U OMOPHBIX KJIeTOK (3D-pexoHcTpykmus); 6 —
puc "a" mocie KOMIBIOTEPHOU 00pabOTKH, MO3BOJISIIOIIEH OMPENeTUTh KOJTUYECTBEHHOE
COOTHOILIEHHWE KIJIETOK (CMHUM BBIJCJIEHBl MNpouin TepMHHAIEW JEHAPUTOB
PEIENTOPHBIX KJIETOK, KPAaCHbIM — BEPIIWHBI OMOPHBIX KJIETOK); B — (hparMeHt
OOOHSITENIHPHON CKJIQJIKM; YEPHBIM M CHHHUM I[BETOM BBIJICIICHBI PSAbl ANMMKAIbHBIX
YYaCTKOB OIOPHBIX KJIETOK, JAEMOHCTPHPYIOIINE YHOPSAOYEHHOCTh MX PACTOIOKCHHS
(3D-pexoncTpykuus). IIpocThie CTpeaKH YyKa3bIBaIOT Ha BEPIIMHBI PEHEHTOPHBIX, a

burypHbie — ONOPHBIX KJIeTOK. Macmitad: 10 MKM.
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NEepHeHANKYJIAPHbIX HamnpasieHusx (puc. 23, B). Ilpuuem, kak u y Apyrux
MIPEACTaBUTENICH POTAaTKOBUIHBIX, PEIICHTOPHBIC KIECTKA OOBIYHO TIEPEMEKAIOTCS C
OTOPHBIMH 3JIEMEHTaMU ANUTENHs. B oTiauyme ot 3Toro, y >KeMuy)HOTO Typamu,
KpOMe OOIIUPHBIX 30H C TAKUM K€ MO3aWYHBIM CIIOCOOOM YKJIaJKU Pa3HbIX TUIIOB
KJIETOK, OTAEJbHBIC YYaCTKH JIHTENNS 3aHATHI TPyNIamMu U3 4-5 perenTopHBIX
KJIETOK, KOTOpbIE Yepe3 IUIOTHbIE KOHTAKThl BIUIOTHYIO M JIMHEHMHO CMBIKAIOTCA
apyr ¢ apyrom (puc. 24). Ha ¢otorpadusax BUIHO, YTO TaKHe IETIOYKU BEPIIMH
YYBCTBUTEJIBHBIX KJIETOK BBICTPAMBAIOTCS MapaJUIeIbHBIMU PSAaMHU Ha JOBOJBHO
3HAUUTEIBHBIX 10 TUIOMIAQAM MPOCTPAHCTBAX. [PYIIOBOE PpaCIONIOKEHUE
OOOHSTENBHBIX KJIETOK paHee ObUIO OOHAPYKEHO TaKXKE y JAPYTUX BHUIOB PbIO
[ {opomienko, 1984; Jleuninna,1988], a Takxke y xBocTaThix ampuodmii [Graziadei,
Graziadei, 1976] u muexonuratomux [De Lorenzo, 1970]. [Ipeanomnaraercs, 4to
KaKJasg Tpynna CO3pEBAIOIINX OOOHSTENbHBIX KIETOK MOXKET (POpMHUPOBATH
GyHKIHOHATBHYIO €IMHUILY, OTBETCTBEHHYIO 3a paclo3HAaBaHUE OIPE/ICIICHHOTO
3amaxa.

Bce st nmaHHBIE TOBOPAT O TOM, YTO UCIOJIb30BaHUE KOH(POKAIHLHOM
MUKPOCKOITMY OKpAIICHHBIX Ha F-aKTHH IpemnapaToB JaeT BO3MOXXHOCTH BBISBIISTh
cnenuduyeckre OCOOCHHOCTHM TOHKOTO YCTPOMCTBA CEHCOPHOIO  OTJena
OJIb()AaKTOPHON CHUCTEMBI, YTO paHee OBUIO CJIOXKHO YBUIETh MPU TMOMOIIIH
OOBIYHBIX MeTOAOB Mopdoioruu. Takum 00pa3zoM, 3TOT MOAXOA MOXET OBITh
UCIIOJIb30BaH B IUJJaHE  M3Y4YEHUS  MIPUCIOCOOUTENIbHBIX  OCOOEHHOCTEM
OOOHSITEIHFHOTO ammapara y pbl0 U JPYrUX KUBOTHBIX B CBSI3U C WX OWMOJIOTHEN U
noBeneHneM. Kpome Toro, okpacka Ha F-akTWH Mo3BOJIMJIAa HaM TMOJYYUTh HOBBIC
CBEJICHUSI O PAaHHUX dTarnax pa3BUTUSA U TU(PPEPEHIMPOBKHN PEIEITOPHBIX KIETOK

y pbIO (T1aBa 5).
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Pucynok 24. Cneuuduueckue OCOOEHHOCTH B3aHMMHOIO PACIOJIOXKEHHUSI BEPIIUH
PEUENTOPHBIX M OMOPHBIX KIETOK B OOOHATENBHOM BnuTeNuu y rypamu (a, B — 2D
pexoHcTpykuuu; 0, T — 3D pekonctpykiun. Oxpacka Ha F-aktun (pammonaun-FITC,
3enenbiil) U sapa (DAPI, cunuii); koHpOKaTbHAT MUKPOCKOTHSA. A, O — 30HBI IUTEIIHS C
pELEeNTOPHBIMU KJIETKaMH, OOpa3yIOIUMH ILENOYKH (TPOCTbIe CTPENKH); (PUTypHBIMU
CTpeJIKaMH MOKa3aHbl TPOQHIN IUIOTHBIX KOHTAKTOB C OMIOPHBIMU KJIETKaMU; B, T — 30HBI
AIUTENNs, B KOTOPHIX BEPIIMHBI PELENTOPHBIX KIETOK (Oesible CTPEIKHU) OYEHb TECHO
B3aUMOJICHCTBYIOT C BEPIIMHAMH OIMOPHBIX KJIETOK (purypueie crpenku). Macmrab: 10

MKM.
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I''TABA 4. IUTOXUMHUYECKHUE OCOBEHHOCTHU
OBOHATEJIBHOT O 3IIUTEJIUA Y KEJTOKPBIJIKA B
HEPECTOBBI IEPHUO/],

4.1 PenenTopHble KJIETKH

VY pei6 B mepuon BbIOOpa rHe3Ma U (GOPMUPOBAHUS TMOJIOBOTO TOBEICHHUS
(pa3a axTMBHOrO HepecTa) B OOOHATEIBHBIX KIIETKAX OOHAPYKUBAIOTCSI XOPOILO
BBIDAKCHHBIE  YIBTPACTPYKTYpHBIE  M3MEHEHUsA. B KTyTHKOBBIX M
MUKPOBUJUISIPDHBIX ~ KJIETKaX BBISABISIIOTCA MPU3HAKM HMHTEHCUBHBIX SE€PHO-
LUTOIJIa3MaTUYECKUX B3auMoJieicTBUi. B snepHoli MemOpane HaOmromaercs
MTOBBIIEHHAS IJIOTHOCTH NIOp (pHC. 25, a, 0). [Io cpaBHEHHIO ¢ MpeamIeCTBYOIUM
MEePUOJOM UX KOJIMUECTBO HA €IMHMILY TUIomaau yBeiaudeHo B 1,4—1,7 pa3 (¢ 9 go
12—15 mop Ha 1 MKM; p < 0.01). B npoMexxyTkax MeXay MmopaMH CO CTOPOHBI
LIUTOIUIa3Mbl C MEMOpPAaHOM fAJipa BBISBISIOTCS MHOTOYHCIIEHHBIE PHOOCOMBI,
pacnoJlararoluecss  peryjiipHbIMU  IpylnaMu. Pe3ynbTaToM — akTHBU3aLWA
OEKOBOTO CHHTE3a SBISIETCS TMOSBJICHHE YYacTKOB SAEpHOM MeMOpaHbl C
YBEJIMYEHHBIM IPOCBETOM NEPUHYKIIEAPHOTO MPOCTPAHCTBA. B HemocpencTBeHHOM
OJIM30CTH OT MOp U B MPHIEKAIIUX 30HAaX JOKAIMU3YIOTCS TaKK€ MUTOXOHJIPHH C
XOpOIIO BbIPpAXEHHBIMH KpUCTaMU. (OOBIYHO OHM BIUIOTHYIO TNPUMBIKAIOT K
alepHOi MeMOpaHe B BEpPXHEM IIOJIIOCE si/ipa, BOJIM3M C 30HOM PaCMOIOKEHUS
aapoika. Takoe crenupuyeckoe pacrojoKEHUE MHUTOXOHIPUN, BEPOATHO, HE
ABJIETCS] CIy4YallHBIM M OTpakaeT JIOKaJbHOCTh IHEPro3aBHUCHMBIX IPOLIECCOB,
INPOUCXOISIINX MEXAY SAPOM M LUTOIUIaA3MOM. XapakTepHO, YTO IO JAHHBIM
KOH(OKaJIbHOW MUKPOCKONUH, MPU MEPEXOAe K HEPEeCTy B CEHCOPHOM arapare
pbIO BBISBIISIETCS] TOBBIIEHHBIH 00bEM (PYHKIIMOHAIBHO aKTHUBHBIX MUTOXOHPHIA
(puc. 25, B). DTO BEpOATHO OOYCIIOBJICHO aKTHUBAIMEH KaK PEICNTOPHBIX, TaK U
OMOPHBIX  MEpPIATENBbHBIX  KJIETOK  (CpaBHHUTENIbHAs  OICHKa  00BEMOB
(YHKIIMOHATIBPHO aKTUBHBIX MUTOXOHAPHUIN B SMUTENINU B JJOHEPECTOBBIN NEpUOa U

BO BpeMs PENpPOAYKIIUY IIpuBeIeHa B pazaeie 4.2). HyHO OTMETHTh, 4TO IpH
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Pucynox 25. A — cneuuduyeckas JOKanM3alys MHUTOXOHAPHUH, BIUIOTHYIO
NPUJIETAIONINX K BEPXHEMY MOJIOCY AApa B PEIENTOPHBIX KIETKAX Yy JKENTOKPBUIKA B
pPENPOAYKTUBHBIN Mepuoj: 6 — yBeTudeHHBIN (pparMeHT ¢oTo "a"; cTpenkaMu moKa3aHbI
SJIEPHbIE TIOpPHI; B — OCOOEHHOCTH pacmpeieneHust (QIyopecleHTHOrO CHrHaiza oOT
(GYHKIIMOHAIBHO aKTHUBHBIX MHUTOXOHJPHM B SMHUTEIUU Y HEPECTOBBIX PBIO MO JaHHBIM
KOH(poKanpHOW Mukpockonuu. Oxpacka Ha MmutoxoHapuu (MitoTracker® Orange,
KpacHbiil) U saepHbiii Matepuan (DAPI, cunnii); 3D-pekonctpykuus. Macmta6: a, 6 —

500 aM; B — 20 MKM.
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UHTEPIIPETALINK U300paXKeHHH, moaydeHHbIX pu okpacke MitoTracker® Orange,
HEOOXOJMMO YYHUTHIBATh, UTO YBEIUUYCHHBIE pa3Mepbl (IyOpECIEHTHOTO CHUTHAJa
OT MHUTOXOHJIPUH OTpa)kaloT HE pa3Mepbl MUTOXOHIPUA, a 00JIaCTb CyMMapHOM
MPOAYKIUU (DITyOPECHEHTHOTO CUTHAJIA OT CBSI3aHHOTO C HUMHU KpacuTesl.

Kpome TOoro, B 3Ty (pazy BO MHOTHX PEIEHTOPHBIX KJIETKAX SAPBIIIKO
CMENICHO K BEpPXHEMY TIOJIIOCY sApa U NPUOOPETAET XOPOIIO BBIPAKEHHYIO
CTPYKTYpPUPOBaHHOCTb. [Ipu mpocMoTpe GOBIIIOro KOJMYEeCTBa MaTeprasa Bechma
4acTO B Cpe3 MONaJaroT KIETKH, Y KOTOPBIX SAPBIIIKO MPUOIUKEHO K SACPHOU
MeMOpaHe TakK, YTO 4acTh €ro IPaHyJSIPHOIO0 KOMIIOHEHTAa BBIXOJUT Yepe3 MOpPhI B
nuToruiasMy (puc. 26). B orminume OT HENoNOBO3pENbIX pblO, HAa HavaJIbHBIX
JTamax HepecTa B IMUTOIUIA3ME JKIYTUKOBBIX M MHUKPOBWUISPHBIX KIIETOK
COJIEPKUTCSI PE3KO YBEIMYEHHOE YHUCIO, KaKk CBOOOAHBIX, TaK U CBSI3AHHBIX C
KaHajlaMu peTukyiayma pubocoMm. Kak mnpaBuio, oOHU coOpaHbl B BHUIE
MOJIUPUOOCOMATIBHBIX ~ KOMIUIEKCOB, KOTOpbIE  3aHHMAIOT 3HAYUTETHHOE
MPOCTPAHCTBO LMUTOIIA3Mbl B HAABSIEPHON 00JACTH W, YACTUYHO, MO SIAPOM
(puc. 27). VYBenuueHwe KOJMYECTBA PUOOCOM SIBIISIETCS OAHUM W3 OTUYETIUBO
BBIPDAKEHHBIX CTPYKTYPHBIX HM3MEHEHUW, HAOIOMAIONIMXCS B OOOHSATEIHHBIX
KJIETKaxX B 3TOT nepuo. Ha rucrorpaMmme BUIHO, UTO YHCIIO PUOOCOM B 3TO BpeMs
B 1,4 pa3za Bbllle, yeM B MeEXHEpPEeCTOBbIM ce30H (puc. 28). Kpome Toro, B
YYBCTBUTEIBHBIX KJIETKAX BBISBIISIOTCS XOPOIIO BBIPAKCHHBIC MUKPOTPYOUKH: B
BEPXHHUX YYaCTKax Tejla KJIETKM OHM O0pa3yloT NapajlieibHble My4YKH, KOTOPbIE
MIPOJIOJDKAIOTCS] HA BCEM MPOTSHKEHUH MEepUEePUIECKOTO OTPOCTKA, 3aKAHUNBASICh
B MaTpUKCE OOOHATEIBHOM OysaBbl (puc. 29).

CpaBHuBasi MOP(OJOTUYECKHI MaTepHuall, B3SAThI Yy JKEITOKPHUIOK Ha
Pa3HBIX dTaNax WX KU3HEHHOTO IIMKJIa, MOXKHO 3aMETUTh, YTO TYOYJIMH MPUHUMAET
TaKyl0 BBICOKOIOJIMMEPU30BAaHHYIO (POPMY TOJBKO B MEpHUOJ (PYHKIMOHAIBHOU
MOOWIIM3AITMN YyYBCTBUTEIBHON KJIETKH, KOT/1a TIOBE/ICHNE PHIO CBUIECTEILCTBYET O
JTOMUHUPOBAHUM  pazApaxutTeneil (epoMoHanbHON mpupoasl. EcrecTBeHHO,
BO3HHMKAET BOIPOC: KAKOBO HA3HAYEHHE TAaKOM pEOpraHu3alli KOMIIOHEHTOB

uurockenera? M3 noBeaeHYECKUX SKCIEPUMEHTOB [[IMutpuena, OcTpoyMoB,



Pucynoxk 26. I[lepukaprnoH 0O00HSATEIBHBIX KJIETOK B HEPECTOBBIN nepuo . [loBeIieHHOE
KOJUYECTBO pubocoM. XOpOIIO CTPYKTYPHUPOBAHHOE SIJIPBHIIMIKO pacIonaraercs y
BEPXHETO MOJIOCa sAapa M TPHOIKEHO K SACPHBIM TopaM (OTMEUEHBI CTpPEIKaMu).
OUrypHbIMH CTpPEJIKaMH TIOKa3aHbl YBEJIWYEHHBIC MPOCBETHI MEPHUILIA3MAaTUUECKOTO
MIPOCTPAHCTBA SAAEPHON 000710UKH. Y CIIOBHBIE 0003HAUCHHUS: ar — amnmnapaT [ 'oabaxu, M —

MUTOXOHJIPUH, s — SApbIIIK0. MacmTal: 1 MKM.
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I
Pucynok 27. bBoiblioe KOJUYECTBO CBOOOIHBIX W CBA3aHHBIX C KaHAJAMU
SHJIOIUIA3MAaTHYECKOTO PETHKYIyMa pHOOCOM B OOOHSATENLHBIX HEWPOHAaX y pPbIO B
HEPECTOBBIN MEPHOJ. B OT/IENBHBIX y4acTKaX KaHAIbl PETHKYJIyMa (pparMEeHTHPOBAHbI 1
pacHInpCHBI (HOKa3aHO CTpeJ'IKaMI/I). IToBbIIEHHAS CCKpPCTOpHasd AKTUBHOCTD
CEKPETOPHBIX OMOPHBIX KJIETOK. YCIOBHbIE O0O3HAYEHHS: COK CEKPETOpHAs ONOpHAs

kieTka. Macmra0d: 1 MKMm.

1992] BuaHO, YTO PBHIOBI K Hayady pPa3MHOKEHHUS TEPSIOT OJIb(HaKTOPHOES
BOCTIPUATHE  THINEBBIX  pa3ApaxuTeNed,  JIEeMOHCTPUPYS  TpU  ITOM
BBICOKOM((HEPEHIIMPOBAHHYIO UYBCTBUTEIBHOCTh K TIOJOBBIM  (PEPOMOHAM.
BepositHO, MMEHHO BO BpeMs 3TOU MepexoaHOM (pa3bl OOOHSATENbHBIN aHAIU3ATOP
NepeHacTpanBacTCs Ha BOCHpPUATHE (EPOMOHOB — KAa4eCTBEHHO HOBBIX,
OMOJIOTMUECKH 3HAYMMBIX areHTOB, 3alyCKAalONIMX HepecToBoe moBeneHue. Kak

OTMEYAJIOCh BhIIIE, HEKOTOPbIE MOP(OIOTHYECKHE MTOKA3ATENN META00INYECKON
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Pucynox 28. CpaBHuUTENnbHas OIEHKA ONTHYECKON IUIOTHOCTH CBOOOJHBIX pHOOCOM B
PELENTOPHBIX KIETKaX y ppl0 B JOHEPECTOBYIO (hazy U BO BpeMs pa3MHoOxeHus. [Ipumep
CpaBHUBAaEeMbIX OOjacTeil BbIIENIEH KpacHbIM. A — HEINOJOBJIOBO3pENbIN nepuon; 6 —
HEpecT; B — rpaduk, OTpa)karollMii BO3pacTaHHE ONTHUYECKOW IUIOTHOCTH pUOOCOM B
LUTOIJIa3ME KJIETOK BO BpEMs pENpoAyKUuU (2) B CpaBHEHHU C MPEAIIECTBYIOLIUM

nepuogom (1); p <0.01. Macmra6: 1 Mxwm.
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Pucynok 29. VmopsjgoueHHass cUCTeMa MHKPOTPyOouek (MOKa3aHbl CTpEIKaMu) B
NEHAPUTAX YyBCTBUTEIIbHBIX HEHPOHOB B  PENPOJIYKTUBHBIN mepuoa. A —
nepuQepudecKuil OTPOCTOK; O — alMKaIbHBIN y4aCcTOK KJIETKH. Y CIOBHbIE 0003HAYCHUSI:

PK — perienTopHast KJIETKa; COK — CEeKpeTopHas oropHas kietka. Macmrao: 0,5 M.

AKTHBHM3ALMK HAOIIOAAIOTCS B NPUAACPHON 30HE PEUCNTOPHBIX  KIETOK.
Bo3MoxHO, 4YTO Takas TepecTpoiKa JO/DKHA pa3BUBAThCA M Ha YPOBHE
MOBEPXHOCTHOM MeMOpaHbl PEIEHTHBHOIO OTAeNa KIETKH, TJe, KaK H3BECTHO,
OCYILIECTBIISIIOTCS TIEPBUYHBIC MPOLIECCHI BocipusThs 3anaxoB [Menco et al., 1997;
Pifferi et al., 2010]. B gactHOCTH, 3TH U3MEHEHHUS MOTYT CKa3aThCs Ha MJIOTHOCTH
MEMOpaHHBIX  PEIENTOPOB, HMX  CHCHM(PUYHOCTH W OOCCICUCHHOCTH
COOTBETCTYIONUMH (PEPMEHTHBIMH CHCTEMAMH CUTHAJIBHBIX IMyTEH, y4acTBYIOIIHX
B TpaHC(OPMALMK BHEKJICTOYHBIX CUTHANIOB. TakuM 0O0pa3oM, HAIlM JaHHBIC
MIOKa3bIBAIOT, YTO BBISBJISIEMAas B HEPECTOBYIO a3y cHCTEMa IIUTOIIa3MaTHYECKUX
MHKPOTYOYJ MOXET OBITh CPEICTBOM SKCTPEHHOW TPAaHCIOPTUPOBKHM JaHHBIX

MOJICKYJIIPHBIX KOMIIJICKCOB OT MCECTa HX CHHTC3a B OKOJ'IO?II[GpHOﬁ 30HC B



113

HaIlpaBJICHUM ANUKAJIBHOIO Y4YacTKa KJIETKH, [I€ OHUM MOTYT HENOCPEICTBEHHO
BOBJICYCHBI B TEPBUYHBIC MPOIECCHI TPAHCHOPMAIMH XEMOKOMMYHHUKATHBHBIX
curHanoB. CinegoBaTeNabHO, YIOPSAAOUYEHHAs OpPraHU3alusl IUTOCKENIETa SBISIETCS
Ba)KHBIM 3BEHOM JIJIs ITepEBOia OOOHSATENBHBIX KJIETOK K COCTOSIHUIO TTOBBIIIEHHOM
cnenupuIecKol YyBCTBUTEIBHOCTH K IMOJOBBIM (epomMoHaM. Takas cuctema
KOMMYHUKAIIMM MEXAY TEJIOM KIETKM W  pPELENTOPHOW 30HOM ACHApPHUTA Y
HEPECTAMMXCA Phi0 (PYHKITMOHHPYET, MO-BHAUMOMY, OTpaHMYCeHHOE Bpems. Kax
BBISICHUJIOCh, MUKPOTPYOOUKH BHOBb Pa3OMparoTCs, KOTJla MOTHUBAIIHS K IMOUCKY U
BBIOOPY TIOJIOBOTO TMAapTHEpa Y IKEJITOKPBUIOK pe3Ko ociabeBaeT, M OHHU
MPUCTYNAIOT K OXPAHE UKPHI.

YuuthiBas, 4Tto s OOOHSTENBHBIX HEHPOHOB TaK Xe, Kak W i B-
mamdonuroB [Burnet, 1957] xapakTepHa MOHOT€HHAas W MOHOQJLICIIbHAS
DKCIPECCUSl  PELENTOPHBIX  OEIKOB, BO3HUKAET BOMNPOC — MOTYT JIiU
BBIIIICONTMCAHHBIE YIBTPACTPYKTYpPHBIE NEPECTPONKHU CONIPOBOKIATHCS
BO3pAacTaHUEM UX CHEeUU(PUYHOCTH, UYTO XapaKTepHO MJs1 B-kjieTok mnmamsTu
[Seifert, Kippers, 2016], obecrneynBarOmUX 3alUTHBIA HMMYHHUTET IPOTHB
MOBTOPSIOMINXCST MH(MEKIUOHHBIX areHTOB? ODTOT BOMPOC KacaeTcs OJHOU U3
CaMBbIX CJIOKHBIX TMpPOOJIeM, CBS3aHHBIX C BBISBIICHUEM MOJEKYJSIPHBIX H
IIUTOJIOTHYECKMX OCHOB HEWPOHAIIBHOW MIIACTUYHOCTH OOOHATENBHBIX KieToK. K
HACTOSAIIEMY BPEMEHHU HET JOCTOBEPHBIX JAHHBIX O BO3MOXHOCTH MEPEKIIOUCHUS
CUHTE3a 0JIOPaHT-CBA3BIBAIOIINX OCIKOB Ha uX OoJiee crieruduanbie OPMBI.

BaxxHOU CTpYKTYypHON OCOOEHHOCTBIO PELENTOPHBIX KJIETOK B HAYAJIbHYIO
(dha3y poaUTENbCKOTO MOBEACHUS (OXpaHa OIJI0J0TBOPEHHON MKPHI, 0OecrieueHre
€e OKM3HECIOCOOHOCTH) SIBIISICTCA HAJIMYME Yy HUX HEOOBIYHO IIHPOKOTO
nepudepudeckoro otpoctka. Ero gmamerp B 1,5-3 pasza mnpeBbIIaeT
CBOMCTBEHHYIO €My BEJIMYHMHY B JOHEPECTOBBbIN mepuoj. OOBIYHO yBEIWYCHUE
auaMeTpa JeHApuTa HaOII0aaoch 0 BCEH €ro JJIMHE, MCKIIoYas, KaKk MPaBuiio,
30HY IUJIOTHBIX KOHTAKTOB, PAaCIOJOKEHHYIO MPOKCUMAJIBLHO OT OOOHATENbHOM

OynaBbl. B HEKOTOPBIX CIIy4astX BBISBISUINCh TAKKE KIETKH, Y KOTOPBIX MPOCBET
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LICMKNA YBEJIIMYEH TaK, YTO €€ JUaMEeTP CPABHUBAJICA C IOIEPEYHBIM CEUYECHUEM
HIDKEJEKAIIUX OT/IEI0B NepupepruIeckoro OTpoCcTKa.

KpomMe MHTOXOHIpPUI W DJIEMEHTOB IVIAJKOIO JHAOIIA3MAaTHYECKOIO
pPETUKYyJyMa Ha BCEM MPOTSHKEHUM JECHIPUTA BBIABISETCS OOJBIIOE KOJIMYECTBO
IIy3BIPBKOB CO CBETJIBIM conepxkuMbIM (puc. 30, 31). X BenuunHa BapbUpyeET OT
0,1 no 0,5 mxM. Takue my3sIppbKH B OOJIBLIOM KOJMYECTBE OOHAPYKUBAIOTCS B
TeJEe PElENnTOPHBIX KJIETOK — BOJM3M XOPOIIO BHIPAXEHHOTO ammapara [ oibmIku.
3nech  OHM  JIOKQIM3YIOTCA ~ Kak  paspsbKeHHbIMM, Tak U Oosee
KOHIIEHTPUPOBAHHBIMHU TpynnaMH. XapakTepHO, YTO MHUKPOTPYOOUKHM B ITHUX
KJIIETKaX TaKXe MOIACPKUBAIOT CBOK YETKYK CTPYKTYPpUPOBAaHHOCTb. B
HEKOTOPBIX KJIETKaX OHU BUAHBI B BHJAE 0OOJee WIM MEHEE BEPTUKAJIBHO
OpPUEHTHUPOBAHHBIX KOPOTKUX (PPArMEHTOB, PACIIOJI0KEHHBIX HA BCEM MPOTSHKEHUH
nepupepruuecKkoro OTPOCTKa, JIOKAIU3YSICh MEXAY MUTOXOHIPUSIMHU U CBETIIBIMU
ny3slppkaMud. B apyrux cioydasx yaaBaioch HaOM0JaTh MHMKPOTPYOOUKH,
OpraHMW30BaHHbIE B BHJE IMy4ykoB. Ha cpesax, mpomeammx BIOIb BEPTUKAIBHOU
OCH KJIETKH, IyYKH W3 MapalieIbHO HAIpPaBJIEHHBIX MUKpPOTPYOOuUeK HE Bceria
OPUEHTHPOBAHbl CTPOTO BepTUKaIbHO. MHornma, mo xoay mnepudpepuyecKkoro
OTPOCTKAa OHM CrPYNIUPOBAaHbl B BHJE CIHUPAIW, NPOHU3BIBAIOIIEH MAaTPUKC
JICHJIpUTA OT €r0 OCHOBAHUSA 10 TEPMUHAIMU. B Takux ciydasx B pa3HbIX y4acTKax
JNEHApUTa B Cpe3 MOMaJal0T MHUKPOTPYOOUKHM, KaK B TOMNEPEYHOM, Tak U B
IIPOJIOJIBHOM CEYEHUHU.

VY peuentopHbIX KIETOK ¢ AKTUBU3UPOBAHHBIM CUHTE30M BaKyOJIEH TUAMETP
nepupepruueckoro OTPOCTKa YMEHbILIAETCS JIMIb B JUCTAIBHOM y4acTKe — B 30HE
IUIOTHBIX KOHTAaKTOB, C IIOMOIIBIO KOTOPBIX JEHIPUT B3aUMOIECHCTBYET C
ONOpPHBIMU KJieTKamMu. W3 »iekTpoHOrpaMM BHAHO, 4YTO TAaKO€ H3MEHEHHUE
npoduiis JEHIpUTA CKA3bIBAETCS HA B3aMMHOW OPUEHTALMU PACIIONIONKEHHBIX
3nech  MUKpoTpyOouek. Ilpum moaxome K  y3KOMYy y4acTKy JI€HIpUTA

MUKPOTPYOOUKH MPUHUMAIOT 37I€Ch O0JIee YIOPSIA0UEHHYIO OpraHU3alInIo,



Pucynox 30. HampaBieHHBIH TpaHCTIOPT BE3UKYN K alMKaJbHOMY YYacTKy JACHIpPUTA
IpU NEpPEexo]e CaMIoB pbI0 B (ha3y pOAUTENBCKOIO MOBENEHUs. A — TpHU JEHAPHUTA C
OO0JIBIIUM KOJTMYECTBOM BE3UKYJI B OKPY>KEHUHU OTIOPHBIX KIETOK CEKPETOPHOTO THUIIA; O —
BBICOKAsl INIOTHOCTh MUKPOTPYOOUEK BOJIU3U C BE3UKYyJaMU. Y CIOBHbIE 0003HAUEHUS: 1T
— JIEHJPUT; COK — CEKPETOpHas ONOpHas KJIETKAa; B — BE3UKYJIA; CTPEJIKAMH ITOKa3aHbI

MUKpOTpyOOouku. Macmitad: 1 MKM.



Pucynok 31. JIeHapuThl 00OHATEIBHBIX KJICTOK B (pa3y aKTUBHON HeHpocekperuu. A —
MPOJONBHBIN cpe3; 6 — CHIBHO PACIIUPEHHBIA MPOoGUiIh MepudepruuIeckoro OTPOCTKA
pPEeUenTOPHOM KJIETKH € OOJBIIMM KOJUYECTBOM CEKPETOPHBIX MYy3bIPHKOB (MOMEpEeYHBIN
cpe3). YcioBHble 0003HAUEHUsS: OK — OMOpHAas KJIETKa; M — MHUTOXOHJPHUH; OOJBIIOE
KOJIMYECTBO MHUKPOTPYOOUYEK B TPOJOJIBHOM (TIPOCTBIE CTPEIKHA) W IONEPEUYHOM

(purypnsie cTpenku) ceuennu. Macmrab: 1 MKM.
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BBICTPAMBASCH MapajuiesibHO Apyr Apyry (puc. 32, a). Oka3anoch, YTO IIOTHOCTh
W B3aWMHAs OPUCHTAIMSI MHUKPOTPYOOUEK BIHWAIOT Ha BEIMYUHY BaKyoJIeH,
KOTOpbIE TPAHCIOPTUPYIOTCA BIOJb MMEPUPEPUUECKOTO OTPOCTKA K BEPIIMHE
kJIeTKH. OCOOEHHO SIPKO ATO BIMSIHUE MPOSBISETCSA B 00JIACTU MJIOTHBIX KOHTAKTOB
(mox oboHsiTenbHOM OynaBoil). CBeTible My3bIPbKHU, JOCTABJICHHBIE CIO/Ia U3 Tela
KJIETKH, UMEIOT pa3HbIi 1uaMeTp. B cyxkuBaromemcsi ydyacTke JEHAPUTA KPYIHbIE
Bakyonu (0,3-0,5 mxm) dparmeHTupyrorcs Ha 6onee menkue Be3ukyss (0,1-0,2
MKM) M YX€ B TaKOoM MpeoOpa3oBaHHOM BHUJE MOCTYNAIOT B OOOHATEIHHYIO
OynaBy. Jlamee, BHyTpM Hee OHU BHOBb OOBEIUHSIOTCA C 0Opa3oBaHHEM Ooliee
KpYITHBIX Bakyojeu (puc. 32, 0).

Ha cepuiiHbIX yIbTpPaTOHKUX Cpe3axX JOCTOBEPHO MOKAa3aHO, YTO KJIETKH, B
KOTOPBIX WACT WHTCHCHUBHBIA CHHTE3 TY3BIPHKOB W WX TPAHCIOPT BJIOJb
nepupepruuecKkoro OTpocTKa, MMEIT OynaBy 0Oe€3 >KT'YyTUKOB (MM MHUKpPOBHUILI).
CkaHupyroiass MUKpOCKOIIHS TOATBEPKAAET 3TO nojoxxeHue (puc. 33). U3BectHo,
YTO BCSI TUIONIA/Ib MMOBEPXHOCTHON MEMOpAHBI )KTYyTHKOB U MUKPOBHUJUT y4aCTBYET
B oOecleucHUH IIEPBHYHBIX IpolieccoB xemopeuemnuuu [Piffer et al., 2010].
BeposiTHO KIIETKH, Y KOTOPBIX OTCYTCTBYIOT 3TH CTPYKTYPBI, TEPSIOT CITIOCOOHOCTH
K BOCHOPUATHIO 3amaxoB. BaXHOCTH 3TOro Mopdo-(pyHKIHOHAIBHOTO OTAeNa
TpebyeT OoJiee MOAPOOHOTO PACCMOTPEHHUs BOMpPOcCa O TOM, KakUM OOpazom
KJIETKH MOTYT JIUIIAThCS MOBEPXHOCTHOT'O XEMOUYYBCTBUTEILHOTO ammaparta. Kak
y)K€ OTMeuajoch, CBETJIble TMYy3BbIPbKH, OOpa3oBaHHBIE B TelE KIETKH,
OOHapy>KHUBAIOTCS HE TOJIBKO HA BCEM MPOTSKEHUHU MEePUPEPUISCKOTO OTPOCTKA,
HO U B CaMOM BEpIIMHE KIETKU. MOXKHO MPEANOTI0KUTH, YTO B MPOLECCE TAKOTO
NepeHoca BaKyoJiel BaKHYIO POJIb UTPAOT MUKPOTPYOOUKH, KOTOPhIE HAUUHAKOTCS
B TeJIe KJICTKW M 3aKaHYMBAIOTCSA B TePMHAIM AcHApUTa. Ha cpe3ax BUIHO, UTO 11O
Mepe TIOCTYIUICHHUSI B MAaTpPUKC OyJaBbl OHH BIUIOTHYIO COJIDKAIOTCS C
MOBEPXHOCTHOW MEMOpaHOW, BCTPAMBAIOTCS B HEE W BBIJCISIOT COICPKUMOE B

00OHATENbHYIO CU3b (puc. 34, a). Takum oOpa3om, BepIIMHA KIETKH HE SBISECTCS
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Pucynox 32. CekpeTopHble TY3BIPbKM B amUKaIBHBIX OTAENaxX JICHIpHTa. A —
TUCTAJbHBIA  y4acTOK Tmepu(epruueckoro OTpocTKa C  BBICOKOH  IIOTHOCTBIO
MHUKpOTpYyOOUek. PurypHoii ckobkoir oO0o3HaueHa O0JACTh IJIOTHBIX KOHTAKTOB; O —
oOoHsTENbHAS OynaBa ¢ HEOOJMBIINM KOJIMYECTBOM KPYIHBIX CEKPETOPHBIX MY3BIPHKOB.
Buaael nuTonnazMaTHueckue MUKpOTPYOOUKH (ITPOCTHIE CTPENKU) U MOTIEPEUHBIE CPE3bI
MUKPOTYOYJISIPHBIX ~amnmapatoB pecHUuYeKk ((uUrypHble CTPENKH), TOTPYKEHHBIX B
MaTPUKC IHUTOIUIA3MbI; YCIOBHBIE OOO3HAYEHUS: 1 — NCHIPHUT; COK — CEKpPEeTOpHas
OMOpHAas KJIETKa; B — CEKPETOPHBbIE BE3UKYJbl; OT — OazanmbHOe Tenble. MacmTab: 0,5

MKM.
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Pucynox 33. BepumuHbl penenTtopHbIX KIETOK NpPU HX MEPecTpOHKe Ha PEeXUM
JCHJIPUTHOM Heipocekpennu. A, 6 — yBelIMueHHBIH 00beM OOOHATENBbHON OynaBbl O3
YYBCTBUTENBHBIX PECHUYCK/MUKPOBUILI (CKAaHUPYIOIIAs AIEKTPOHHAS MUKPOCKOITHS ); B —
BHYTPH BEPUIMHBI COJEPKUTCS OONBIIOE KOJMYECTBO CEKPETOPHBIX  BE3UKYIL,
MHUKPOTPYOOUYEK U MUTOXOHJIpHIA. Y CIIOBHBIC 0003HAUEHUS: ]l — JCHJIPHUT; B — BE3UKYJIbI;
COK — CEKpETOpHas ONOpHas KJIETKa; M — MHTOXOHJPUHU; NPOCTHIE CTPEIKU —
[IUTOIUIA3MAaTUUECKUE MHUKPOTPYOOUKH; (UTYypHBIE CTpPEIKH — MHUKPOTPYOOUKH

pECHUYEK, TOTPYKEHHBIX BHYTPh KIeTKU. Macmital: 1 MKkM.
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Pucynok 34. CtpykrypHas TpaHchopMaIys BEPIIUHBI PEIETITOPHON KIETKH B TPOIIecce
JNCHJIPUTHOM HEWPOCEKpelu. A — BCTpPaWBaHUE CEKPETOPHBIX BE3HWKYJT (IIPOCTHIC
CTpEJIKH) B TIOBEPXHOCTHYIO MeMOpaHy OynaBbl; O — (hparMeHT BEPIIMHBI KIETKU TOCIHE
u3MeHeHus ee GopMbl (BBIZIECICHB KOHTYPBI BCEro MpOoduis cpe3a KIETKH). Y CIIOBHBIE
0003HaueHUS: 1 — JCHAPHUT; COK — CEKPETOPHAsi OMOpPHAs KJIETKa; MT — MUKPOTPYOOUKH
NEH/APUTA; B — BE3UKYJbl; M — MUTOXOHAPUM; (UTYpHBIE CTPEIIKH — MUKPOTPYOOUKHU

pecHuuek. Macmra6: 0,5 MKM.
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MECTOM JICTIOHUPOBAHUS MYy3bIpbKOB. KIleTKH, B KOTOpPBIX aKTHUBUpYETCS cOOpKa
CEKPETOPHBIX BE3WKYJI, OOOHITEIbHAS OyJiaBa BHa4Yajie COXpaHSIET OOBIYHYIO JIJIS
HUX (popmy. 3arem, 0 Mepe BCTpauBaHMsI MEMOpPaAHHOTO MaTepuaia My3bIpbKOB B
MOBEPXHOCTHYI0 MeMOpaHy, ee oO0beM mocTeneHHo yBenuuuBaeTcs. OnHa
nehopMHUpPYETCs, BRITATUBASICH HA JIMHY, HMHOT/IA B 2-4 pa3a MPEeBBIIAIONIYI0 €
NEPBOHAYAJIbHYIO BEJIMYMHY. Y TaKuX KIETOK OOOHsATeIbHas OynaBa He
VACPKUBACTCS B NPEKHEM TMOJ0KEHUU. OHA W3MEHSAET CBOIO BEPTUKAILHYIO
HaIpaBJICHHOCTb, H3rHOAETCs, WHOTJA MTPUHUMAs TOJO0XKEHUE, MapaieIbHOe
noBepxHocTu snurtenus (puc. 34, 6; 35). B sroit pacryieit 30He MPUCYTCTBYET
3HAYUTEIPHOE KOJUYECTBO IY3BIPHKOB, KOTOPBIE HEMPEPHIBHO JOCTABIISIOTCS
crojia u3 tena kietku. [1o mopdonornyeckum nmpu3Hakam BUJOM3MEHEHHAs OyliaBa
BO MHOTOM HANOMHHAET MEPEJHUM y4yacTOK PacTyIIEero akCoHa — KOHYC pocCTa.
XapakTepHO, YTO Y TaKUX KJIETOK Oa3zalibHbIC TEJIbIla KT'YTUKOB COXPAHSIOTCS Ha
MPEKHEM MECTE, OKa3bIBasICh IPUKPBHITHIMU B BEPXHUX OT/I€NaX OyIaBbl OOJIBIIUM
CKOIUIEHMEM  Ty3blpbkoB  (puc. 35). Hamm  npoBeneHsl  J€TalbHbIC
MOP(OJIOTUYECKUE HMCCICTOBAHUS AMMMKAIBHBIX OTIEJIOB PEIENTOPHBIX KIETOK B
Mpolecce WX TakoW CTpyKTypHOU auddepeHupoBkd. Ha pa3HOMIOCKOCTHBIX
Cpe3ax BBISIBICHBl MPOMEXYTOUYHbIE (a3bl, BO3HHUKAIOIIME B CTPYKTypax
O00OHSTEIHHOM OYJIaBhI MPHU €€ TIepexoie Ha pexuM cekperuu. [Ipu stom oauH U3
BXKHBIX BOIIPOCOB COCTOSJT B U3YUYEHUM CTPYKTYPHBIX M3MEHEHHU >KT'YTUKOBOTO
anmnapara. I3BecTHO, 4TO 0OOHSTEIbHBIE KI'YTUKHU MMOJIBEPTatOTCs 1eCTPYKTUBHBIM
U3MEHEHUsSM B TIpolecce ecrecTBenHoi rubenu kietku [Graziadei,Graziadei,
1976], nocne sHaoreHHoro Bo3zekcTBus ropmonoB [Pankhurst, Lithgoe, 1983],
WIM B PE3YNbTAaTe BIHMSHUS JPYTUX HEOIArONpUSATHBIX (U3HKO-XUMHUYECKHUX
dakropoB [[Jopomenko, MoTaBkuH, 1986].

Ha Hnamem wmartepuane BHIHO, 4YTO XIYTHUKH MOTYT HE cOpachiBaThCs
HapyXy, KaKk 3TO MPOUCXOJUT TMpPU BO3JCUCTBUU TOBEPXHOCTHO-AKTUBHBIX
BemecTB (maBa 6). B mpormecce  IeHAPUTHONW  HEUPOCEKPEIMHU  OHU

0OHapY>KUBAIOTCS B MATPUKCE OOOHSITEIIBHON OyJIaBbl, mpuyeM, 0a3aIbHOE TEIbIIE
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Pucynox 35. CrpykTypHas TpaHCchopMaIis BEPIIMHBI PELHENTOPHOW KIETKU IS
o0ecrieueHUs] HEHPOCEKPEelMH Ha TOBEPXHOCTb OOOHATENBHOIO JMUTENus. 3a CyHer
BCTpanBaHUs MEMOpPAHHOIO MaTepuana CEKPETOPHBIX Iy3bIPbKOB BEpILMHA KJIETKU
dbopmupyeT KOHYC pocTa (a), KOTOpBIN IMOCTETNEHHO YAJUHSCTCS M H3MEHSET CBOIO
BEePTUKAJIbHYIO HampaBiIeHHOCTh (0). YcloBHbIE 0003HAU€HHUS: B — CEKPETOPHBIC
BE3UKYJIbI, OT — 0a3albHOE TENbIIC; CTPEIKAMU OTMEUEHA Je3arperamnus MUKpOTpyOooueK

PECHHMYEK, OTPY>KEHHBIX BHYTPh TEPMHUHAIH AeHaApuTa. MacmTab: 0,5 MKm.

U MUKPOTPYOOUKHM IKI'YTHKOB MOTYT KaKOe-TO BpeMs COXpaHSATh CBOIO
CTPYKTYPHYIO OpTraHM3allMI0, COXPaHSs CBONCTBEHHYI0 MM CXEMYy B3aUMHOIO
pacnonoxenus ((9 x 2) + 2) (puc. 36, a). XapakTepHO, YTO BHYTPH TEPMUHAIH
JICHIpPUTAa MHUKPOTYOYNISApHBIA amnmapaT >KI'YyTHKOB HE OKpYKEH Hapy>KHOU

MeMOpaHoii, BCera 3aMbIKaIOIIEH UX B LEIOCTHYIO CTPYKTYPY BHE KIIETKH.
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Pucynok 36. Mopdonoruueckue M3MEHEHUsI BEPIIMH PELENTOPHBIX KIETOK B pa3HbIC
da3pl UX CTPYKTypHOU Au(PPEepeHINPOBKH. A — aKCOHEMa PECHUYKU JIOKATU3YETCS
BHYTpH OynaBbl; 6 — jgesarperamsi MUKpOTPYyOOUYeK PECHHMYKH Ha MO3JHHMX OSTamax
TpaHchopMauu OyJIaBbl; B — TUCTAbHBIC YYAaCTKH JBYX OOOHSATENBHBIX KIETOK B XOJIE
JCHJIPUTHON HEUPOCEKpEeIHH. Y CIOBHbIE 0003HAUYCHUS: 1T — ICHAPHUT; B — CEKPETOPHBIE
BE3UKYIIBI; POCTHIE CTPEIIKUA — MPOJOIBHBIA CPe3 MUKPOTPYOOUEK pECHUUEK; (PUTypHBIC

CTPEJIKU — MOTEePEYHbIi cpe3 pecHUYKU. Macmtab: 0,5 MkMm.
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N3yuyeHne BUIOM3MEHEHHBIX BEPIIMH PEUEHNTOPHBIX KIETOK ITOKa3bIBAcT,
YTO PECHUYKH, ITIOIPYKEHHBIE BHYTPb JACHAPUTA, IOCTEIIEHHO AE€3arpeErupyrorTcs. Y
TaKUX KIETOK 4YacTo Hapsanxy ¢ oObluHBIMH ((9 X 2) +2), BBIABISAIOTCS TaKXe
AKCOHEMBbI, B KOTOpPBIX IPUHLMUII HMX CTPOroro B3aWMHOIO PACIOJIOKECHHUS
CYLLECTBEHHO HapyuieH (puc. 36, 0, B). [Ipu 3TOM CTpYyKTypHBIE CBSI3H MEXIY
JOYIJIETAMHU COCEHUX MUKPOTPYOOUEK MOBPEKIAIOTCS, UTO BEAET K UX B3AUMHOMY
CMEILIECHHAIO M Pa3pyLICHUIO MCXOJHOM HAaTHUBHOM apXWTEKTOHUKHU. B pesynbrare
TAaKOW JE30pUEHTALMM OHU BUIHBI B BHJIE HEYNOPSAJOYEHHO PACIIOJIOKEHHBIX
OJMHOYHBIX M CABOEHHBIX MHKpPOTpyOOoueK. CyIEeCTBEHHO TO, YTO U B 3TOM
cllydyae MHUKpPOTPYOOUYKH, COCTAaBISIOIIME paHee JEBATh Iepudepuyeckux
NYIUIETOB aKCOHEMBbI, IO-TIPEKHEMY pacronaralorcss mapamu. Ha cpesax,
INPOLIEANINX MMAPAJUIEIbHO PACHIOJIOKEHUI0 MUKPOTPYOOUEK, XOPOIIO BUIHO, YTO
OHM HE NPEPBIBAIOTCS, COXPAHSS LEIOCTHOCTh HA BCEM CBOEM IPOTSHKEHHHU. JTO
TOBOPUT O BBICOKOM CTPYKTYPHOM CTaOMIBHOCTH >KT'yTUKOBBIX MUKPOTPYOOUEK.
dortorpadun, oOTpaxkarll¥e TMOITANHbIE HM3MEHEHHUS  BEpPLIMH  KJIETOK,
CBUJETEILCTBYIOT O TOM, YTO HEMPEPHIBHBIN MPUPOCT MOBEPXHOCTHON MEMOpaHBbI
TEPMHUHAJIU ICHIPUTA 33 CUET BCTPAUBAHUsI CEKPETOPHBIX BE3UKYJ MOXKET ObIThH
IPUYUHON «IOTPYKEHHS» aKCOHEM KI'YTUKOB BHYTpb OyiaBbl. BO3MOXKHO, 4TO
TOMY IPOLECCY MOXKET CHOCOOCTBOBATh U TO, YTO Oa3albHbIE TENbLA PECHUYEK
COXPAHSIOTCA Ha NMIPEKHUX MECTAX U HE IEPEMEIIAIOTCS B HAIIPABJIEHUH PACTYLIUX
Y4acTKOB BEPIIMHBI KJIETKH. BeposTHO B pe3ysbrare Takoro "odpacTtanus" ®KIryTUK
TEpsIET CBOVCTBEHHBIE EMY PaHEE JBUIaTENIbHBIE U XEMOPELEIITOPHBIE CBOMCTBA.
HecMoTpst Ha TO, 4TO 00BEM TEPMHUHAIM JEHAPUTA BBITVISIAUT YBEIMYECHHBIM, TEM
HE MEHee, CyMMapHas IJIOMaAb €€ MOBEPXHOCTH OKa3bIBACTCSA PE3KO CHUKEHHOM.
[Tpouecc YIBTPACTPYKTYPHBIX MEePECTPOCK 0OOHSTENBHOMN OyJaBbl,
HaOMIOAAIONIMXCS. Y THAPOOMOHTOB B XOJA€ HMX PENPOIYKTUBHOIO IMOBEICHUS,
nmoka3aH Ha cxeme (puc. 37, a). AHAIOTHYHOE BO3pacTaHHe 00beMa alMKaIbHOTO
ydacTKa 3a CYET BCTPAaWBaHUSA BE3UKYJ IPOUCXOAUT U Yy MHUKPOBUILIAPHBIX
pEleNnTOpHbIX KJIETOK. OTIMyuTeNnbHas OCOOEHHOCTh BEpIIMH 3TUX KJIETOK

COCTOUT B TOM, YTO OHH HE COJepkKaT MUKPOTPYyOOUEK, KaKk 3TO HaOIr01aeTcs y
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Pucynok 37. A — 0600mieHHas cxema MociIeI0BaTeIbHBIX 3TAlOB CTPYKTYPHOU
peopraHu3alil  BEpPUIMHbI PEUENTOPHON KJIETKM OIKT'YTHKOBOTO THMA TIIPH €€
MIEPEKIIIOYCHUY Ha PEXUM JEHIPUTHOU HEHUPOCEKPELMH Y IKEITOKPBUIKHA. Y CIOBHBIE
o6o3HaueHUs: 1 — XryTuKu; 2 — 0a3ajibHbIC TENbla; 3 — CEKPETOPHBIC MYy3bIPbKU; 4 —
MHUKPOTPYOOUKH JeHApPUTa; O — anuKadbHBIH YYacTOK PEUENTOPHON  KIETKU
MUKPOBWJUIIPHOTO THUIA C CEKPETOPHBIMU BE3HKYyJaMU y PbIO B MEpUOA OXpaHbl
OIJIOJIOTBOPEHHOM KIJIaJKW; B — JETCHEpAaTHUBHbIE W3MEHEHUS TEPMUHAIN JCHIPHUTA
pEeUEenTOpHOM KIIETKH Yy pbIO MpHU Mepexojie K POAUTEIbCKOMY MOBEACHHIO. Y CIIOBHBIC
0003HaUEHUS: PKM — PEHENTOPHAs KI€TKa MUKPOBWIIIPHOTO THIIA; PKXK — PELENTOPHAs

KJICTKA XXT'YTHUKOBOI'O THUIIA; COK — CCKPCTOPHAs OIMOPHAasA KJICTKA.
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KJIETOK >KryrukoBoro tumna. Ha pume. 37, 0 nokaszana oOoHsTenbHas OyiaBa
MUKPOBUJUISIPHON TaKOM KJIETKU C IMOCTYNAIOUIMMU B HEE BaKYOJSIMH CO CBETJIBIM
COJICP>KUMBIM.

Takum o0pa3oM, yke B KOHIIE HEpPECTOBOIO IE€puoja pPELEHTOPHBIE
KJIETKM HAYMHAIOT TEPSTh KT'YTUKU U MUKPOBHUJUIBI, B KOTOPBIX JIOKAJINU30BAHBI
pelenTopHble  KOMIIOHEHTBHl. O0beM  caMoil  OOOHATENbHOW  OyJaBbl
YBEJIIMYUBAETCA 32 CYET BCTPAUBAHHUS MEMOPAHHOIO MaTepuasa Mmy3bIpbKOB B €€
alMKaJIbHBIM Y4acTOK, BEPOATHO, 3aMellas IpPU 3TOM pacnojaraBIIMECs Tam
peLenTOpHble 30HBI. 3a CYET JTOTO CHENHATU3UpPOBAHHAs OOOHSTEIbHAS
KJIETKA, MO-BUAMMOMY, TEPSAET CIOCOOHOCTH K XeMmopeuenuuu. [Ipu nepexome
CaMIIOB JKEITOKPBUIOK B (pa3y pOIUTENIBCKOIO MOBEACHUS B PELIEITOPHBIX KIIETKaX
HAONIOAAIOTCA ~ HEWpOJIereHEepaTHUBHbIE  M3MEHEHHs,  CONMPOBOXKIAIOLIMECS
JECTPYKIIMEN OCHOBHBIX CTPYKTYPHBIX KOMIIOHEHTOB, KaK Tejla KJIETKH, TaK U €€
JNEHJpPUTA, BKJIOYas TEPMUHAIb C UYyBCTBUTEIBHBIMU PECHUYKAMU WU
MukpoBuiuiamu (puc. 37, B). K 3roMy BpeMeHU pbIObl MEpecTaroT MUTAThCA,
pearupoBaTth Ha MOJIOBbIE (PEPOMOHBI U MPUCTYIAIOT K OXPAHE UKPBHI.

AHanu3upysi CTPYKTYypy OOOHATEIbHBIX KJIETOK B (a3y CceKpeLuwu,
BO3HHMKAET BOMPOC: MOXHO JIM MX TENEph HAa3bIBaTh PELENTOPHBIMH, MOCKOJIBKY
OHM  HE  HMEIT  CBOMCTBEHHbBI  OOBIYHBIM  KJIETKAM  KOMIUIEKC
CHEUaIN3UPOBAaHHBIX CTPYKTYp, oOecneunBarolux xemopeuenuuoo? HanpoTus,
OHM JIMIICHBI KTYTUKOBOrO (WJIM MHUKPOBWUISPHOrO) ammapara, aKTHUBHO
CUHTE3UPYIOT  CEKPETOpPHBIE  MY3BIPbKH,  TPAHCHOPTUPYIOT WX  BJOJb
nepupepruueckoro OTPOCTKa K BEPXHEMY TMOJIIOCY KIETKH M IMyTeM 3K30I[MTO03a
BBIJICTISIIOT COJAEPKUMOE B OOOHATENbHYIO ciM3b. Kak BUAHO M3 OmHMCcaHMs, HX
MOpQoJIOTUYEeCKHEe  OCOOCHHOCTH  COOTBETCTBYIOT  NpPU3HAKaM  TUIHYHOMN
CEeKpETOpHON KJeTKU. W3 mpuBENEeHHBIX JaHHBIX MOXHO CKa3aTh, YTO
CTPYKTYPHBIE II€PECTPOWMKH, OTYETIMBO BBIPAKEHHBIE BHayajie B  TeEJE
OOOHSITENBPHON KIIETKH, B JAJIBHEWUIIEM pacHpOCTPaHSIOTCS U Ha €€ JUCTalIbHbIN
yuacTok. Ilpuuem, oOousTenbHas OyinaBa B XOJ€ 3TUX H3MEHEHUH JUIIAETCS

KTYTUKOB (MM MHUKPOBWII) M TpaHchopMUpyeTcs s OoOecredeHus: HOBOMU
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bynkuun — Heipocekpenuu. Takue mMophonoruyeckue M3MEHEHHs aluKaibHOTO
OT/ieJla YYBCTBUTEJBHBIX KJIETOK OYE€Hb HAMOMHUHAIOT MPOIECC HEOOPaTUMBIX
JIETEHEPATUBHBIX M3MEHEHUM, KOTOPBIMU BCET/Aa 3aKAHYMBAECTCS HUX JKU3HCHHBIN
UKII. BHenHee ¢xo/1cTBO 0COOEHHO XOPOILIO MposIBiIsieTcs B (pa3y, KOTjia B TOM U
B JIPYTOM CJIy4ae BEpIITUHA KJIETOK €Ile UMEET CBOMCTBEHHYIO UM (OpMY, HO YKe
JUIIEHA TOBEPXHOCTHOIO XEMOYYBCTBUTEIBHOTO ammapara. BeposiTHO, HyXHO
pa3iinyuaTh NPOLECCHl ATANTUBHBIX YIBTPACTPYKTYPHBIX MEPECTPOCK PEIENTOPHBIX
KJIETOK, KOTOpBIE HalpaBjeHbl Ha (QOPMUPOBAHUE TMOCJIEAOBATEIbHBIX (a3
CJIOKHOTO TOBEJICHUS »KUBOTHOTO C €CTECTBEHHBIMU IIpPOIIECCAMHM HX THOENH,
MOCTOSIHHO TPOUCXOSAIIMMH B d3nuTeNuu. [Ipu comocTaBieHUU HTUX JBYX
COCTOSIHUMA TOJBKO Ha YJIBTPACTPYKTYPHOM YpPOBHE MOXHO YOETUThCA B
OUYEBHUIHOM pa3HUIIC MEXY JIeTCHEPAIMEeil YyBCTBUTEIIBHBIX KJIETOK U aKTUBHBIMU
nporeccaMu Ux IUGPHEPEHIIMPOBKU, TP KOTOPOH KJIETKH BHayajae MPOSBIISIOT
MPU3HAKN YCUJICHHS PElEeNTOPHON (YHKIIMH, a 3aTeM (Ha OoJiee O3 HEN CTaIun)
MepPexXoISIT Ha PEXKUM JEHIPUTHON Helpocekpenuu. Takum oOpa3om, OTCYTCTBUE
MOBEPXHOCTHBIX YYBCTBUTEIBHBIX CTPYKTYpP y PEUENTOPHON KIETKU HE SIBIIAETCSA
MoKaszaTelieM €€ JIeTeHepalluu: BO BpeMsl HEpecTa JKTYTHKH OOHAPY>KUBAIOTCS
BHYTPHU OOOHSITENILHOM OyJaBbl, T/I€ KaXK/IbIH U3 HUX COXPAHSET CBOMCTBEHHYIO UM
MOPQOJIOTHIO. 3/1€Ch K€ PACTIONATAIOTCSl XOPOIIIO CTPYKTYpPUPOBAHHBIE Oa3albHbIC
TEJIbLIA, MHOTOYHUCIICHHBIE CBETJIbIE My3bIPHKH, MUKPOTPYOOUKH,
POJIOJDKAIOIINECS U3 IEPUPEPUIECKOT0 OTPOCTKA, @ TAKXKE XOPOIIIO BHIPAKEHHbIE
B TeJie KJIETKU MPU3HAKN WHTEHCUBHOTO OEJTKOBOTO CUHTE3a — BBICOKAS TIOTHOCTh
pubOCOM W MHOTOYMCIICHHBIE MHUTOXOHJpUU. Bce 3THU CTPyKTypHBIE TpPU3HAKU
XapaKTEePU3yIOT TEPMUHAIL JICHAPUTAa W KJIETKY B IIEJIOM B METaOOIWYECKU
aKTUBHOM COCTOSIHUM, HHUKAK HE TOX0XEM Ha KapTUHY JereHepaTUBHBIX
n3MeHeHn (0000IeHHass cxemMa MOPGOJIOTHYECKUX H3MEHEHUN OOOHSTEIhHBIX
KJICTOK B pasHble (a3bl PErnpoAyKTHBHOTO MOBEACHHMs PhIO gaHa Ha puc. 38).
XapaktepHo, 4TO B mnepuoj Hepecta Tojibko y 20 % kieTok mnepudepudeckuit

OTPOCTOK M 0OOHATENbHAs OyJiaBa 3aMOIHEHBI My3bIpbKaMH B TAKOW CTEMIEHU, YTO
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Pucynok 38. VYupTpacTpyKTypHBIE OCOOECHHOCTH PEUENTOPHBIX KIETOK B
JIOHEpECTOBBIA Tepuo] (a) U B pa3Hble (a3bl penpoAyKTHUBHOrO moBeneHus (0-T) y
KEJITOKPBUIKH; O — MepHoJ] BhI3pEBaHUS U BbIMETAa TOJOBBIX MPOAYKTOB; B, T — (haza
POAMUTENBCKOTO MOBEACHUS (OXpaHa OIJIOJOTBOPEHHON MKPHI). Y CIOBHBIE 0003HAUCHUS:
1 — xrytuku; 2 — GazanpHbIe TEbIA; 3 — MUKPOTPYOOUKH NEHIAPHUTA; 4 — CEKPETOPHBIE

y3bIPbKH.

WX MOXXHO HWIEHTU(UIIMPOBATH KaK CEKPETOpPHBIC. DTO TOBOPUT O TOM, YTO
aKTUBAIMSl CUHTE3a CBETJBIX IYy3bIPHKOB MPOUCXOAUT H30UPATEILHO W HE
OXBaThIBAE€T B OJIMHAKOBOW CTEMEHUW BCE OOOHsATENbHBIC KieTKW. Ha pue. 39, a
MOKa3aHbl TOMEPEYHBIC CPE3bl JBYX PAIOM PACIOJIOKCHHBIX MepUDEPUICCKUX
OTPOCTKOB PEIENTOPHBIX KIETOK, OKPYKCHHBIX TEJIaMHU OIMOPHBIX D3JIEMEHTOB.
DTOT cpe3 XOpoIIo JEMOHCTPUPYET KapTUHY WX PA3IUYHOTO CTPYKTYPHOTO
pa3BUTHS, XOTS OTH KJIETKH OTCTOAT JAPYr OT JIpyra Ha HE3HAYUTEIHHOM
paccrosauu. Ha nipoduie ogHOro U3 OTPOCTKOB HAOIIOAI0TCS OOBIYHBIE JJTs1 ATOU
30HBI YyBCTBUTEIHHON KJIETKH OPTAHEIIbI — MUTOXOHJIPUHU U DJIEMEHTHI TIIAKOTO
HHIOIIIA3MATHYECKOTO PETUKYIyMa, TOT/Ia KaK B aHAJIOTUIHOU 00JIaCTH COCETHETO

HCﬁpOHa AOIMOJIHUTCIIbHO BBIABJIAIOTCSA MHOTIOYMCIICHHBIC CCKPCTOPHBIC ITY3BIPbKH.



Pucynox 39. M3OupartenbHas NEHIpPUTHAS HEHUpPOCEKpelHs U JAereHepanus B
O00OHATEIIBHOM SIUTENNH Y KEATOKPBUIKH. A — Ba MpodUis JEHAPUTOB, B OJTHOM U3
KOTOPBIX HAOJII0aeTCsl TPAHCTIOPT CEKPETOPHBIX MYy3bIPHKOB (ITOKa3aHbl CTPEIKAMH);
0 — BepIIMHA JeTeHepUPYIOLIei 00OHATENbHOM KIETKH C IPOCBETICHHBIM MAaTPUKCOM.
VYcnoBHblE 0003HAUEHUS: 1 — JCHAPUT; COK — CEKPETOpHas ONOpHas KJIETKAa; MOK —
MepuateabHas OMOpHas KIEeTKa; OK — ONOpHas KIeTka; 0T — 0as3anbHOE TembIle.

MacmTa6: 0,5 MKM.
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Takolt BEIOOPOUYHBIN XapakTep aKTUBALIMM CHHTE3a BAKyOJed B Pa3HBIX KIETKax
MO’KHO BHUJIETh BO BCEX CKIIaJKaX OOOHITENbHOUM po3eTku. OOHapy eHHbIE (PaKThI
MOPQOJIOTUYECKOH  HEOJHOPOJHOCTH  HEWPOHOB  JIUTENHS,  BEPOSTHO,
MPENONPEACIAIOTCS UX Pa3HON crenu(UUHOCTBIO K OJ0paHTaM U MHTEPECHBI B
CBSI3M C OOCYXJaeMbiM (HEHOMEHOJIOTHYECKUM CXOJICTBOM MEXAHU3MOB HX
(GYHKIIHOHUPOBAHMS C KJICTKAMH HMMYHHOH crcTeMbl (pa3aen 5.1).

Kak 10iaro MOXeT MpoJIofKaThCs BO3HUKIINN B OOOHSTEIBHOM KIIETKE
cekpeTopHbIil npouecc? CrnocoOHa U OHAa BHOBb BO3BPAILATHCS K HUCXOJHOMY
COCTOSIHMIO, MpHOOpeTass MPEXHIO CTPYKTYPHYIO OpraHU3aluio, BKJIOYas ee
anuKanbHeIM oTaen? Ha Hammx mnpemapatax Cpeau BEpPIIMH PEUEHTOPHBIX
KJIETOK, 3allOJHEHHBIX BaKyOJsSMH, BCTpEYAIUCh Takue e 1o Qopme
TEPMUHAIM JEHAPUTOB, HO C MPOCBETIEHHBIM MATPUKCOM, B KOTOPOM
paznuyainuchk pparMeHThl AeCTPYKTUPOBAHHBIX Oa3albHbIX Tenel] (puc. 39, 0).
Hamu He ObUIM TONy4YEHBI OJHO3HAYHBIC TMOJTBEPXKICHHUS TOTO, KaKUM
pPELENTOPHBIM KJIETKaM MPHUHAJJIEKAT Takue OynaBbl — HCTOIIEHHBIM B
pe3yJabTaTe BO3HUKILIETO B HHUX CEKPETOPHOTO IMpOoIecca, WM TUIIUYHBIM
KJIETKaM, JETCHEpUPYIOIIMM B KOHIIE WX >XMU3HEHHOro Hukia. Hesdcen Takxke
BONIPOC O TOM, COXPAHSIOTCA JHU UEHTPAIbHbIE OTPOCTKH Yy KIETOK,
pPELENTOPHBIN  OTAEN KOTOPHIX B X0A€ MOP(POJOrHYecKUX IEepPecTpoeK
JUIIAETCA XEMOYYBCTBUTEIBHBIX 3JIeMeHTOB. Kak ynomuHanoces B pasaene 1.2,
B 0Jb()AKTOPHOM SMUTEIHU MOCTOSHHO MPOUCXOMASAT MPOIECCHhl €CTECTBEHHOU
JIeTeHepallMd  YyBCTBUTEIbHBIX KJIETOK, NpPU KOTOPOM JE€CTPYKTUBHBIM
M3MEHEHUSIM TOJBEPraroTCsl U UX aKCOHBbI. DTOT (PaKT, a TaKke TPYAHOCTU
YCTAHOBJIEHUS CTPYKTYPHOTO COOTBETCTBHS MEXKIY TEJIOM KJIETKH U Tpoduiiem
€€ LIEHTPAJbHOIr0 OTPOCTKA HE IMO3BOJISIIOT celdac OJHO3HAYHO OTBETUTH Ha
3TOT BOMPOC.

[IpoBeneHHbIE UCCIAEAOBAHUSI YKA3bIBAIOT HA TO, YTO YJIBTPACTPYKTYPHBIC
NEePECTPONKU B UYBCTBUTEIbHBIX KJIETKAX HAIpaBJEHbl KaK Ha aKTUBAIUIO 3THUX
KJIETOK [ creunduueckoid peueniuu (HEepoMOHOB BO BpeMs IOJOBOTO

B3aMMOJICHCTBUSI TAPTHEPOB, TaK U HA SKCTPEHHOE BBIKIIOUEHUE ITON (QyHKIUH,
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4TO HE0OX0aUMO B (pa3y mepexoaa camiOoB K (POPMUPOBAHUIO OIJIOAOTBOPEHHOM
KJIaJKM M OXpaHE pa3BUBAIOLIMXCS HUKPHUHOK. Takum o0pa3oM, ypOBEHb
CTPYKTYPHOT'O Pa3BUTHUSL KJIETOK OJIb()AaKTOPHOTO AMUTEIUS Y PbIO 3aBUCUT OT
Mepuojla MX >KU3HEHHOrO UHKJIa. B 4YacTHOCTHM, B HEpPECTOBBIM NEpUOJ B
PELENTOPHBIX  KJIETKax dopMupyroTcs CTPYKTYpHBIE MEePECTPONKH,
HaIlpABJICHHBIE HE TOJIBKO HA IMOBBIIICHUE TOTOBHOCTH 3TUX KJIETOK K peUENIUn
MOJIOBBIX ()EPOMOHOB, HO W Pa3BUBAIOTCS JajbHEHIINE aKTUBHBIE HN3MEHEHUS,
3aBeplIAIOIUEe 3TOT MEPUOJ U HEoOXoAuWMble JUIsi 0OECIEeYEHHUs CIEIyIoUIeH,
KaueCTBEHHO HOBOW (OpMBI pENpoIyKTUBHOrO mnoBeaeHus. CienoBaTelbHO, B
CMEHE (a3 CJIOKHOI'O HEPECTOBOrO MOBEJICHHS CYIIECTBEHHYIO POJIb MUIPAIOT HE
TOJBKO LEHTPAJIbHBIE MEXaHU3Mbl HEPBHOM CHCTEMBI, HO U IEPECTPOUKH

nepudepruyecKoro XeMouyBCTBUTEIBLHOTO almapara.

4.2 CTpyKTYpHBbI€ 0COOEHHOCTH MepPLATEeJIbHBIX H CEKPETOPHBIX

ONOPHBIX KJIETOK y PbI0 BO BpeMsl HepecTa

[Tpu mepexoze ppIO K CTaANKM BBI3PEBAHUS M BBHIMETA IMOJOBBIX MPOTYKTOB
YIABTPACTPYKTYPHBIC U3MEHEHUS OOHAPYKUBAIOTCSI HE TOJBKO B PEIIENTOPHBIX, HO
U B MOJIEPKUBAIONIMX KIETKAaX OJNUTeNHs. B YacTHOCTH, B CpPaBHEHUH C
JIOHEPECTOBBIM ~ MEPUOJIOM, B OCHOBAaHMM Oa3aJIbHBIX TeEJell KT'YTUKOB
MepIaTEIbHbIE KJIETKH COJIEPKAT MOBBIIIEHHOE KOJINYECTBO MUTOXOHApUN 40 (a—
B). Takas 3aKOHOMEPHOCTHh TOJTBEPKAACTCS TAKXKE METOJaMU KOH(POKaIHLHOM
MUKPOCKOTIMM ~ TMPU  OJIHOBPEMEHHOM  IMTOXMMHYECKOM  OKpaIlllUBaHUU
MUTOXOHJPUA U aKTHHOBBIX MHUKPO(PHIAMEHTOB B COCTaBE MOSICKOBBIX O0OJIKOB
BepiMH KieTok. Kak oTmewanocs B pazgene 3.3, MOBEPXHOCTHbIE MNpOdUiIn
OTIOPHBIX D3JIEMEHTOB 00Jiee IIMPOKHE, YEM Yy PELENTOPHBIX KJIETOK U JIErKO
BBISIBIISIIOTCS TP 00paboTke npemapara (ammounnunoM-FITC. Ha puc. 40, r u 41,
a BHUAHO, YTO AaNUKAJIbHBIE YYaCTKHM MEPLATENbHBIX KIETOK C XOPOIIO
BBEIDOKECHHBIM  ()JIIYOPECICHTHHIM  CHUTHAJIOM  OT  MHUTOXOHAPUW  OYEHBb

YIOPSIOYCHHO PACCPEIOTOYCHBI B OOOHATEIHPHON CKIIAKE. Y BEIMUEHUE YHCIIa
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Vi

Pucynok 40. YBenuueHue KOJIMYECTBA MHUTOXOHJPHUIA B amUKaJIbHBIX y4acTKax
MEpPIATEeNbHBIX OMOPHBIX KJIETOK B OOOHSTEIHLHOM amnmapare y >KEITOKPBUIKH B
HEPECTOBBIN MEPUOJ MO JAHHBIM dJIEKTPOHHOH (a—B) U KOH(POKAIBHOHN (I') MUKPOCKOTIMHI
(3D-pexoncTpykus); okpacka Ha F-aktun (damtonnun-FITC, 3enensriit), sapa (DAPI,
CUHUN) U (PYHKIHUOHATBHO akTUBHbIE MUTOXOHApUU (MitoTracker® Orange, KpacHbIH),
OTMEYEHBI CTpPeNIKaMu; Y CIIOBHBIE 0003HAYEHUS: MOK — MepIaTeIbHasi OMOpHAast KJIETKa;

COK — CEKpeTopHasi onopHas kieTka. Macmrab (a — B): 1 MKM.
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Pucynok 41. A — 0cCOOCHHOCTH IIUTOXUMHUYECKOTO  BBHISIBICHUS

(GYHKIMOHAIBHO aKTUBHBIX MUTOXOHJAPHUN B OTAEIbHON OOOHATENbHOHN CKIajgKe y
KEITOKPBUIKM B HepecToBBIM mepuoj (okpacka Ha F-aktun (dammommun-FITC,
3enenbit), sapa (DAPI, cunwmit) u mutoxouapuu (MitoTracker® Orange, kpacHbiii); (3D-
pPEKOHCTpyKIMs); 0 — B CpPaBHEHHH C TpeAlIecTByrOIuM mepuoaoM (1), Bo BpeMms
HepecTa  HaOJIOmaeTcs  CYNIECTBEHHOE  yBEJIMYEHHE  O0bEMa,  3aHHMaeMOro
MUTOXOHIpusiMH (2). ['paduk mocTpoeH Mo JaHHBIM KOJIMUYECTBEHHOTO aHaln3a Z-CTEKOB

(xoH(poKanbHas Mukpockomnus); *p, = 0,035.
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MUTOXOHJPHUIA YyKa3blBAET HAa TOTOBHOCTh MX >KT'YTMKOBOIO ammapara k OoJee
JUINTEIPHOMY ¥ WHTEHCHUBHOMY [BIDKECHHIO. OJTO MOXET HMETh BaXKHOE
MPUCTIOCOOUTENIPHOE 3HAYEHUE B CBSI3U C MPENOIOKEHUEM O TOM, YTO PECHUYKH
MepIaTEeNbHBIX KJIETOK TaK e, KaK U PElENTOPHBIX, MOTYT ObITh UyBCTBUTEIIbHbI
k ogopanTtam [Getchel et al., 1986]. Ilo-Buaumomy, Takum 00pa3oM MOXKET OBITh
MOBBIIIEHA BEPOSATHOCTh XEMOpelenuuu (HEepoMOHOB, JEHUCTBYIOIIUMX Ha
YyBCTBUTEJIbHBIC KJIETKH, KaK TMPaBWIO, B OYEHb HU3KHX KOHLEHTPALHUAX
[AmutpueBa, OctpoymoB, 1992; Stacey, Sorensen, 2006; Stacey, 2011;
Walaszczyk et al., 2013]. CraTuCTHYECKHMII aHAJIM3 BCETO IyJla MHTOXOHIPHIA
(BKJTFOYAsi METOXOHAPUHU PELENITOPHBIX U APYTUX THIOB KJIETOK), BBIBISIEMBIX B
AMUTENMU B  (a3dy penpoAyKLUHH, TPEBHIIIAET JaHHbIE IIOKa3aTeld B
MPEIIECTBYIOMIUN JOHEPECTOBRIN niepuoa B 2,3 paza (py < 0,05) (puc. 41, 6). 10
TOBOPHT O MOBBIIIEHHOM YPOBHE YHEPreTHUECKOTO OOMEHa CEHCOPHOTO armapara
y pbIO, HACTPOEHHBIX Ha BOCHPUSATHE )KU3HEHHO BAaXKHBIX OMOJIOTMYECKU aKTUBHBIX
COCTMHEHH, 00eCTIeUNBAIOIINX UX PA3MHOKEHHE.

Kpome TOro, B 3TOT NepuoJ B CIU3UCTHIX KJIETKaX HAOIIOJAt0TCs MPU3HAKU
CYLIECTBEHHOI'O YCHUJICHUSI CEKPETOPHOM aKTHBHOCTH. B mnurTomnasme KieTok
XOpOIIIO  BBISBISIOTCS PAaBHOMEPHO paCHIMpEHHBIC KaHaibl TPaHyJISIPHOTO
HH/IOIUIA3MATHYECKOTO PETUKYJIyMa ¢ MHOTOYMCIEHHBIMU PO3€TKaMu puOOCOM U
anmapat ['onbxu, BOTU3M KOTOPOTO JIOKATH3YIOTCSI MHOTOYHCIICHHBIE BaKyOJH
pasnmuuHoi BenmuuHbl (0,2—0,8 MKM.) ¥ 3JICKTPOHHOM IJIOTHOCTH (pHC. 42).

Onupasch Ha JaHHBIE ANEKTPOHHOW MHUKPOCKOIUU M HU3BECTHBIE (PAKTHI O
dyHknroHanpHOU cnenuduke ciusu (pasnen 1.1.2), MOXKHO MPEanookKUTh, YTO B
pPEeNpOAYKTUBHBIM  MEpPHOJ  MPOUCXOAUT HU3MEHEHHE  (PU3MKO-XUMUYECKUX
apaMeTpoB CIU3U, YTO MOXKET BJIMSITH Ha MPOLECCH OOOHATEIHHON PEIETIINH.
bruoxuMmuueckoe M3ydeHHE CIM3M MOXKET OBITh MHTEPECHO TAK)KE B CBSI3U BBIIIE
BBICKA3aHHBIM HaMH IMPENOJIOKEHHUEM O TOM, YTO B COCTOSIHUM JEHAPUTHOU
CEKpELMU PELENTOPHbIE KIETKH MOTYT MPOIYLHPOBATH OJOPAHT-CBS3BIBAIOLINE
Oenku B BojmopacTBopuMoit hopme. B pazgene 3 mpuBOAMIUCH TAHHBIE O TOM,

4TO B I[OHCp@CTOBBIﬁ nNepuoJa MCKAy MCPpUATCIbHBIMU U CCKPCTOPHBIMU



Pucynok 42. CTpykTypHBIE OCOOCHHOCTH CEKPETOPHBIX OMOPHBIX KJIETOK B
0JIb()aKTOPHOM PIUTENUH Y KEJITOKPBUIKM B HEPECTOBBIM Mepuoa. A — npusaepHas
00J7aCTh CEKPETOPHOW KIETKH (XOpOIIO BBIpaKeH ammapatr [ofabpaXkd U KaHaJbl
IIEPOXOBATOTO  JHJOIJIA3MAaTHYECKOr0  pEeTUKylyma); © —  HMHBaruHamus
CEKpPETOpPHBIX TIpaHyJl B MEpLATEIbHYIO KJIETKY IOKa3aHa CTPEJIKOH. YCIOBHbIE

obo3HaueHus: ar — annapart ['onpmku. MacmTal: 2 MKM.

KJIETKaMU HMEIOTCS OTAEJIbHBIE YYaCTKHM B3aMMONPOHUKHOBEHUU (puc. 15).
Takue xe B3aUMOJCHUCTBHUS MEXKJY ONMOPHBIMU KJIE€TKAMU OOHApYX UBAIOTCS U
B peNnpoayKTHUBHYIO ¢a3y. [IpuuemM, B 3TOT mepuoa U3 CEKpPETOPHBIX KIETOK B
cocTaBe TIYOOKMX  IIMTOIUIa3MAaTHYECKUX  BBIPOCTOB B  LHUTOIIA3My
MEpIATeIbHBIX KJICTOK MPOHHUKAIOT U CEKPETOPHBbIC My3bIpbku (puc. 42, 0).
B03M0XkHO, Takue BBIPOCTHI BMECTE C COAEPHKUMBIM MOT'YT OTUIHYPOBBIBATHCSA
U TakuM crnocoOOM MeplaTelibHble KIJIETKM MOTYT YyCBaumBaTh BEIIECTBA,
00pa3oBaHHbIE B CIM3UCTHIX KJIETKax. 3HAYEHHE HITUX MPOILECCOB HEU3BECTHO

N HYXXIAaCTCsA B ,Z[&JIBHCI\/'IH_ICM HN3Y4YCHHUU.
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I'JTABA 5. CTUMYJI-3ABUCUMASA TUO®PEPEHIIUPOBKA U
HEHPOI'EHE3 B OGOHSTEJIbHOM SIIUTEJIUU VY PhIb

5.1 ®eHoMeEH IeHAPUTHOM HelipoceKpelu y XeMOpelenTOPHbIX KJIETOK

BriepBble  BbISBICHHBIE HamMu y pbi0  ¢deHOMeH TpaHchopMaiuu
OOOHSATENBHBIX HEHPOHOB B KJICTKH CEKPETOPHOTO THIIA CTABUT BOIPOC O
MeXaHU3Max, 3alyCKarIuX Takoe MpeoOpa3oBaHue KICTOK U O BOBJICUCHUH B 3TH
IPOIIECChl IPYTUX THUIOB KIIETOK SMUTENUSA. BakHBIM TakXke SBISETCS BOIPOC 00
YHUBEPCATbHOCTH  JAHHOTO  ()M3MOJOTHYECKOTO  SBJACHMS B paMKax
(YHKIIMOHMPOBAHUSA CCHCOPHOTO ammapata Yy JKMBOTHBIX, HPHUHAIICHKAIIHX
pa3sHBIM CHCTEMATHYCCKUM TPYIIIIaM.

Haumnas ¢ cambix panHux pabdot [Schultze, 1856; Horens, 1886] u 1o
HACTOSIIIETO  BPEMCHHM  CUMTACTCSd  OOINENPU3HAHHBIM  TOJIOKEHHE O
MOPGhOJOTHUECKON CTAOMIBHOCTH XEMOPELENTOPHBIX KIETOK, COTIACHO KOTOPOMY
UX BEpIIMHA BCEr/a COACPKHMT PECHUYKH (MM MHKPOBWILIBI) M NpeIHa3HaucHa
TOJBKO Ui  OOCCHCUEHHUS XEMOPELEMIMH. JTO BaXHOE, HCTOPUUYCCKH
CIIOJKUBIIIEECS TPEACTaBIeHUE (OPMHUPOBATIOCH HA MPOTHKCHHH UIMTEIBHOTO
NPOMEKYTKa BPEMEHH NpPU HM3YYCHHUH IMPEICTABHTEICH CaMbIX Pa3HBIX KJIacCOB
KUBOTHBIX. Hy’)KHO OTMETHTB, YTO B psiac paboOT yKe ObUIM ONMHCAHBI OTACIbHBIC
SIIEMEHTHI CTPYKTYPHBIX H3MEHEHHIH 0OOHSATENBHBIX KJIETOK, KOTOPhIE BO3MOXKHO,
SBJSIIOTCS  CBHICTEIBCTBOM HMX PEOPraHM3allid Ha PEKAM  JACHIAPUTHOMN
Heipocekperyn. KimroueBble KOMIIOHEHTHI TaKHX IEPECTPOEK — Iy3BIPHKH CO
CBETJIBIM COJACPIKUMBIM B Pa3HBIX KOJUYECTBAX ObLIM BBISBICHBI B JACHAPUTAX W
BEPIIMHAX PEIENTOPHBIX KIETOK, y pbio, [Bannister, 1965], kposmkos [De
Lorenzo, 1957], narymek [Reese, 1965], mpecmeikaromuxcs [Hansen, 2007],
npumaToB [L00, 1977], yenoseka [Polyzonis et al., 1979] u y HeKOTOpBIX APYrHx
BUJIOB KHMBOTHBIX. B IeHIpUTaX 00OHATEIBHBIX KIIETOK KOCTUCTBIX PHIO My3bIPHKH

Takke Obuln oOHapykeHbl. B kauecTBe mpumepa Ha puc. 43 TpencTaBiICHbBI
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dbororpaduu  u obOoOmaroIas cxemMa CTPOEHUS alHMKaJbHOIO  ydacTKa
PELENTOPHBIX KJIETOK y TOJIbSIHA U TPEXUTJION KOJIIOIIKU, Y KOTOPBIX BE3UKYJIBI CO
CBETJIBIM COJCPKUMBIM TaKK€ HAXOJATCA B YKa3aHHBIX OTIEJIaX KIETOK
[Bannister, 1965]. Bo3Mo0kHO, 4YTO B HEKOTOPBIX M3 MPUBEIACHHBIX BBIIIC
MyOJUKAIUSAX TOSBIICHUE My3bIPHKOB B MAaTPUKCE OYyJIaBbl MOTJIO OBITH BBI3BAHO
MUKPOIMHOIIMUTO30M SKHJKOCTH M BHEKJIETOUHBIX BEIIECTB, KOTOpbIE KIETKa
MOKET 3aXBaThIBaTh U3 BHENTHEH cpeapl. CIIocOOHOCTh TePMUHANICH HEHPOHOB K
SHAOLMTO3Y SIBISETCA MX XAPaKTEPHBIM CBOMCTBOM. B yacTHOCTH, mocpeacTBOM
SHAOCOM, (GOPMHUPYIOIIUXCA B pPE3yJibTaTe HHTEPHAIMU3AUUN BHEKJIECTOYHBIX
JIMTaH/I0B, 3allyCKalOTCs MHOTHE BHYTPHUKIIETOUHbIE curHaibHbie myTu [Cosker,
Segal, 2014]. M3BecTHO, 4TO B MecTe 0Opa30BaHUS MUHOIUTO3HOTO MYy3bIpbKa
MPOUCXOJUT TMOTJOUIEHUE COOTBETCTBYIOIIETO YydacTKa IJIa3MaTHYECKOMN
MeMmOpansl. [IpencraBusercs, 4YTo MOSIBIEHUE OOJBIIOIO KOJIMYECTBA BE3UKYJ B
OOOHSITEIBHBIX KJIETKaX Y IKEITOKPBUIKM HE MOIJO0 OBITh CJEACTBHEM
WHTEHCUBHOTO TOTJIOIIEHHWS BHEKJETOYHBIX BEIIECTB W WX TMOCIEAYIOUIEro
TpaHCIOpPTa B HWXKEIEXKAlMe OTIAEIbl KJIETKH. AKTHUBHBIC TMPOIECCHI
MUHOLINTO3a OOBIYHO TMPUBOASAT K 3HAYUTEIHHOW PEAYKIIUH MOBEPXHOCTHOM
MeMOpaHbl, YTO HECOBMECTHMMO C HAOIIOJAIOUIMMCS Y pbIO CYyIIECTBEHHBIM
NPUPOCTOM TEPMHUHAIU JeHJApuTa. HanmpoTuB, I[UTOJOTHYECKHE JaHHbBIC
MOKa3bIBAIOT, YTO MHOTOYMCIIEHHBIE MY3bIPbKH 00pa3yl0TCs B MPUSAEPHON 30HE
BCJICICTBUE MHTEHCHUBHOW paloThl amnmaparta ['oJbIku M Aanee ¢ MOMOILIbIO
MUKPOTPYOOUYEK HAMPABISIOTCS K BEPIIMHE KJIETKH, IJI¢ OHU BCTPAUBAIOTCS B
MOBEPXHOCTHYIO MEMOpAaHy, BBIACISS CONEPKUMOE B OOOHSATEIbHYIO CIU3b.

K  coxanennto, B  paboTax, TOCBAIICHHBIX  YIbTPACTPYKTYpE
OOOHSITEIBHBIX KJIETOK, HE BCErJa YKa3bIBAaCTCA MEPUOJ KWU3HU >KHUBOTHOTO,
CTaJus MOJIOBOW 3PENOCTH, WM KaKKWe-I1u00 pyrue moka3aTesn, OTpakarouimue
ero (pyHKIMOHAJIbHOE COCTOSIHUE M 0COOeHHOCTH sKojoruu. Kpome Toro, B

JAHHOM JIUTepaType He ObLIO BISBICHO (PAKTOB CYIIECTBEHHOTO YBEIUYCHUS
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basal foor

microtubule

mitochondrion

Pucynoxk 43. [1y3pIpbku B PEIENTOPHBIX KJIETKaX OOOHSTEIBHOTO DIHUTEIHS Y
0OBIKHOBEHHOT'O TOJIbsiHA U TPeXHIIIoi komomiku [Bannister, 1965]. A — nonepeuHsbrit
Cpe3 IUCTAIBHOIO y4acTKa KJIETKH KI'YTUKOBOTO THMA; O — KJIETKa C MaJOYKOBUIHON
BEpIIMHOW; B — CXEMaTHYHOE H300pakeHne OOOHATENbHON OyliaBbl KIETKH C
PECHHYKAMH W My3bIpbKaMH. Y CJIOBHBIE 0003HAUeHUs: b — Oa3anbHbIe Tenbla; bf —

KOPEILIKY IUIUN; V — BE3UKYJIBI.

cekpetopHor ¢yHkuu Amnmapata ['oiabmku, KOTOpble OBl COMPOBOXKIATUCH
3HAYUTEITBHBIMU  MOP(OJIOTHYECKUMU TIEPECTPONKAMH  alMKAJIBHOTO ydacTKa
kieTku. 1o 3Toil mpuurHe 0OHapyKEHHBIE B KJIETKAX CIy4Yau TPAHCIOPTa BE3UKYII
BJIOJIb JCHAPUTA JI0 HACTOSIIIETO BPEMEHHM HE MpUBJIEKAIU K cebe OO0bIIoro

BHUMaHus. TeM He MeHee, MOXXHO ToOjaraTh, 4TO OOHAapyKEHHbIE HAMHU Yy
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KEITOKPBLJIOK TPOIECChl JICHAPUTHONH HEHPOCEKPEIMM MOTYT HMMETh Ba)KHOE
OMOJIOTHYECKOe 3HAYCHUE. B CBSI3M € 3THM, MEPBOCTEIICHHBIM SIBJIICTCS BOMIPOC O
XHUMHUYECKOM  COCTaBE CEKPETOPHBIX IY3bIPKOB, COACPKHMOE KOTOPBIX
BBIJICIISICTCS] HA TTOBEPXHOCTD AITUTEITHS.

N3BectHO, uTO muddepeHIupoBKa KIETOK CEHCOPHOTO ammapara peid u
JPYTUX KUBOTHBIX MOXET 3aBUCETh HE TOJBKO OT TOPMOHAIIBHBIX MEPECTPOCK B
opranm3me [Hara, Zielinski, 2006; Moffatt, 2003; Doty, 2009; Kawai et al., 2009],
HO M OT JCHWCTBUSA XUMHUYCCKUX (DAKTOPOB BHEIIHEH Cpelibl, KOTOPbIC MOTYT
KOHTPOJIMpPOBaTh 3Kcmpeccuto reHo [Harden et al., 2006]. Mcxons u3 storo,
MOJKHO TPEINOIOXKHTh, YTO OJOpPAHTHAs CTUMYJISIIHMS KJIETOK MOXET OBITh
BOXHBIM  (DAaKTOpPOM, BBI3BIBAIOLIMM HX TMEPEPOXKICHHE I OOCCIeYCHHS
JCHIPUTHON HEUPOCEKPELIHH.

B nactosimiee BpeMs B JUTEpaType HUMEETCS Majio padoT, MOCBSIICHHBIX
U3YyYCHHUIO TIPOIIECCOB, TMPOUCXOMSNIUX B OOOHATENBHBIX KJIETKAaX IOCIHE
IPOJIOJDKUTEIHLHOTO BO3AEHCTBUS MaxXydyuX BemecTB. I TaBHBIM 00pa3oM, JaHHBIC
UCCIICIOBAHMS KacaloTCsd OMOXMMHUYECKHX TEPECTPOCK, KOTOPHIC Pa3BHBAIOTCS B
KJICTKaX B TEUYCHHME IMEPBBIX HECKOJIBKMX MHHYT IIOCJIC Hadvaja 3amaxoBOM
OKCIO3MIUU. YCTaHOBJIEHO, YTO CBS3BIBAHHE MOJICKYJ OJOpaHTa MPHBOIUT K
MOBBIIIEHUIO BHYTPUKIIETOUYHON KOHIEHTpauuu HTAM® U OTKPBITHIO HYKJIEOTHI-
CBSI3aHHBIX KAHAJOB, Yepe3 KOTOPHIC B KIETKy mponnkaroT noust K, Na“ u Ca®*
[Kurahashi, Shibuya 1990]. Kpome Toro, B mpoliecce aKTHBAIMH KIJIETKH
dochomumaza C BMeCTe ¢ IUANUAITIUIEPOIOM U HMHO3UTONTPUGPOCHATOM TaKKe
YBEIMUYMBAIOT BHYTPHKIETOUHYIO KoHIeHTparmio Ca>* [Rebecchi, Pentyala, 2000;
Szebenyi et al., 2014]. Iloka3aHo, YTO OOOHATEIbHAS YYBCTBUTECILHOCTH
PELENTOPHBIX  KJICTOK  YMEHBINACTCS, HECMOTPSA HA  MPOIOJDKAOIICECs
npucyTcTBUE omopaHTta. ODHMM M3 MEXaHM3MOB TaKOH paHHEH ajanTaiun
sBasieTcs aerpaganus cAMP ¢ momomeio ¢ochomudcrepassl, YTO MPUBOIUT K
3aKpPBITHI0 HMOHHBIX KaHAJIOB, PErYJIHPYEMBIX IHUKINYCCKUMH HYKJICOTHIAMH
[Firestein et al., 1991]. Bropoii myTh HMHAaKTHBAllMK KJICTOK — BBIXOJ HOHOB

2+
kanmpius 4depe3 Na/Ca OOMEHHHKH, 9TO NPHBOAMT K 3akpbiThio Ca®’ -
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aktuBrupyemoro kanana juis nonoB CL™ [Reisert, Matthews, 1998]. O6uapyxeHo,
9TO TPETHil CIIOCO6 AANTALIHE MOXKET PEaIn30BbIBATECS Yepe3 Ca’'/KalIbMo Iy THH
OIOCPEIOBAaHHYIO JICCCHCUTHU3AIIMI0 HYKJICOTH/-3aBUCHMMBIX KaHayoB [Zufall,
Leinders-Zufall, 2000; Song et al., 2008]. HemaBHO mOJy4YCHHBIC JaHHBIC
MOKa3bIBAIOT, YTO OCJIA0JICHUEC TEPBUYHBIX IIPOIECCOB XEMOPECIEMIUH MOXKET
OCYIIECTBIIATHCS TAKXKE MOCPEICTBOM b-appecTHH- OMOCPEAOBAHHOTO SHAOIMTO3a
U HMHTEPHAIM3AlUK OOOHSATECIBHBIX PEIENTOPOB, CBsA3aHHBIX ¢ G-Oenkamu
[Antunes, 2014]. Kpome Toro, Ha TCHETHYECKH MOAM(PHUIINPOBAHHBIX
OOOHATENIbHBIX HeWpoHax ¢ HokayroM OMP Takke HaOIOJAIOCh CHUXKCHUE
TPAHCAYKIUU OJb()AKTOPHOIO CHTHAJA, YTO TOBOPHUT O €ro0 HEMOCPEACTBEHHOM
y4aCTHMH B PETyJIIMU TEPBUYHBIX MpoIlieccoB xemopeuenimu [Reisert et al.,
2007]. OtnmenbHBIC WCCICAOBAHUS, IPOBEACHHBIC HA IEPBUYHOU KYJIBType
OOOHATENIPHBIX KJIETOK, MOKAa3bIBAIOT, YTO JJIUTEIbHOE (10 13 MUH) BO3aeicTBHE
MaXy4ux  BEMIECTB  3amyckaeT B  HEX  Ca’'-3aBHCHMBIC  IIPOLIECCHI
IPOrPaMMHUPOBAHHON THOEIM KJIETOK, COMPOBOYKIAIONIHUECS COOTBETCTBYIOIIHMMHM
UTOXUMUYeCKMMHU TiepecTporikamu [Brauchi et al., 2006]. B anajgoruuHbIx
pabotax [Carr et al., 2001], BbIIOJHEHHBIX Ha ONb()AKTOPHOM SIUTEIUH KPBIC, B
OOOHSATENBHBIX KIETKaX BO3PACTaa0 KOJMUYECTBO Pa3IMUYHBIX I[HTOMPOTEKTOPHBIX
OCJIKOB TEIUIOBOTO IIOKa, OOECICYMBAIONINX IIEJIOCTHOCTh JIHUTEIHS TPH
CTPECCOPHBIX BO3JAECHUCTBUSIX.

Hy»XHO MOAYEepKHYTh, YTO MHOTHE M3 3THX MCCJIEI0BAHNI OBLIN ITPOBEIECHBI
Ha MJICKOIMHUTAIOIINX, MO3TOMY HEHU3BECTHO — B KAKOW Mepe OHHM MOTYT OBITh
IpEeACTaBICHBl y PhI0 B KOHTPOJE, a TaKKE B pe3ysbTaTe X 0Ooliee MTUTEIbHON
(MHOTOCYTOYHOM) WJIM TMEPHOAMYECKOW CTUMYJISAIUMU cMechio BemiecTB. Ciabo
U3y4CHHBIMH OCTAIOTCS TaK)KE MUTOXHMHYCCKHE MEPECTPOMKH, KOTOPHIE MOTYT
COIIPOBOKIATh aJalNTHBHBIC M3MEHCHHMS OOOHSATENBHBIX KIIETOK, MPOMCXOISIINE
IPY TAKUX TOBBIIIEHHBIX CEHCOPHBIX Harpy3Kax.

CpaBHHTENIBHBIA aHAIN3 IOJIyYCHHBIX HAMHU JIaHHBIX ITOKA3bIBAET, YTO B
npoliecce HepecTa AWHAMHMKA YIbTPACTPYKTYPHBIX H3MEHEHHH OOOHSTEIbHBIX

PELENTOPHBIX KIETOK CXOJHA C TaKOBOM y B-muM(ponmToB ”UMMYHHON CHCTEMBI B
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npolecce uX CTUMyJ3aBucuMor auddepenunpoBku [Kocuipin u ap., 1993;
KmimenkoB u np. 2011; Klimenkov et al.,, 2015]. Bompoc o cymecrBoBaHwuu
(heHOMEHOJIOTHYECKOTO CXOJICTBA MEXaHU3MOB GyHKIMOHUPOBAHUS
OOOHSITENBHBIX U UMMYHHBIX KJIETOK MOJHHUMAJICA Y€ JaBHO U COXPaHSAET CBOIO
aKTyaJIbHOCTB JIO HacTosiero Bpemenu [Thomas, 1974; Boyse et al., 1982; Chen,
Lancet,1984; Lancet et al., 1993; Farbman, 1992; Shykind, 2005; Mapkos,
Kymukos, 2006; Magklara, Lomvardas, 2013; Margolis, Getchell, 2013]. Dto
CBSI3aHO C TE€M, YTO U UMMYHHAas1, U OOOHSTENIbHAS CUCTEMa PEIalOT OJHY U Ty e
3a/layy, CBSI3aHHYIO C pPAaclO3HaBaHUEM YY>KEPOJIHBIX MOJIEKYJ, Ha3bIBAEMBIX
aaTureHaMu. O BO3MOYKHOCTH CYIIECTBOBAHUS OOIIMX C MMMYHHBIMH KJICTKAMHU
OPUHIMIOB (YHKIIMOHUPOBAHUSL PELENTOPHBIX KIETOK CBHUJETEIbCTBYET JBa
HanOoJIee BAKHBIX CBOMCTBA, XapaKTEPHBIX I HHUX. MOJUMOP(PHU3M CeMeicTBa
TCHOB, KOJMPYIOMNUX OOOHATEIBHBIE PEIENTOPEl W WX MOHOCICHH(PUIHOCTD
[Buck, Axel, 1991; Chess et al., 1994; Serizawa et al., 2004]. JlumdoruTs! TaKke
MoHocnenupuuasl (Burnet, 1976) u uMEIOT COMOCTaBUMBIA IO YHCICHHOCTH
Ha0Op T'eHOB, KOAMPYIOIIUX UX perenTopsl [ Tonegawa, 1983].

Kpome TOro, mis o0oMx THIOB KJIETOK XapakTepHa CIHOCOOHOCTH
CYIIECTBEHHO  W3MEHATH  YPOBEHBb  JKCIPECCHU  TCHOB,  KOJMPYIOIIUX
XEMOPEIIECTITOPhI, a TaKXKE CBOMCTBEHHBIM NJisi HUX (PEHOMEH albTePHATUBHOTO
CIUTaliCHHTA, KOTOPBI MOXET CONMPOBOXKIATh JKCIpecchuio reHoB [Young et al.,
2003]. Ectp emie oauH BaXkKHBIA aCIEKT CXOJCTBA 3THX JABYX CHCTEM, KOTOPBIH
kacaercst 6enxkoB MHC. Xopoio u3BecTHO, YTO B X0/I€ UMMYHHOM 3aIIUTHI ATH
OCJIKM HEMOCPEJCTBEHHO YYacTBYIOT B PACIO3HABAHWU YY>KEPOJHBIX MOJICKY,
npeacTaBiisisi (parMeHThl MPOIIECCUPOBAHHBIX MOJIEKYJT UMMYHOKOMITETEHTHBIM
KiaeTkaM. B nmreparypHoM o630pe (paszen 1.5) oTmedanock, 4urto B mporiecce
OJIOPTHITHH (pacro3HaBaHHH WHIUBUTy aJTbHBIX Maxy4ux BCIIIECTB)
BOJIOPACTBOPHUMBIC (POPMBI ITUX OEJIIKOB B KAa4ECTBE IMEPCOHAIBHBIX MapKEpOB
OUYEHb IIUPOKO MCIIONB3YIOTCS B MPOIECCE XMMUYECKON KOMMYHUKAIIUU Y Pa3HbIX
BUJIOB KUBOTHBIX [Singh et al., 1988; Wedekind, 1995; Knapp et al., 2006;

Yamazaki, Beauchamp, 2007]. K atomy M0>xHO T00aBHUTH €Il IBa BAXKHBIX (aKTa,
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MOJYYCHHBIX COBCEM HEJaBHO. AHAIW3 TeHOMa 4YeJIOBeKa IMOKa3aj, YTo
IPOMOTOPBI, KOHTPOIHPYIOIIHE SKCIPECCUIO TEHOB OOOHATECIBHBIX PEIENITOPOB U
oenkoB MHC, Takxke 00ya1al0T OY€Hb BBICOKMM TOYEUYHBIM MOJIUMOPHU3IMOM
[Ignatieva et al., 2014]. 1 nocaennee 00CTOATEILCTBO, KOTOPOE TaK¥KE TOBOPUT 00
SBOJIIOI[HOHHOM IMapajlIeIu3Me 000HATEIbHON 1 UMMYHHOH CUCTEM: B MEMOpaHax
AUMGOLIUTOB OOHAPYKEHBI 00OHSATEIbHBIC U BKycoBbIe perentopsl [Malki et al.,
2015]. Takum o0Opa3oMm, TIPOBOAS  AHAJIOTHIO MEXKAY  MEXaHU3MaMHU
TpaHchopMalMi OOOHSTEIBHBIX KJIETOK Ha PEXHUM CEKPEeIMH CO CTUMYJI-
3aBUCUMON U PEepeHITMPOBKON B-TUM(POIUTOB, MOXKHO JOMYCTUTh, YTO TAKHE
IEPECTPOMKH XEMOPELENTOPHBIX KICTOK B 00OHSITEIHLHOM ariapare y HepeCTOBBIX
KEITOKPBUIOK TAK)KE MOIJIM OBITh BBI3BAHBI MPOJODKUTEIBHBIM BO3CHCTBHEM

XUMHUYECKUX CUTHAJIOB, a B IAHHOM Cily4yae — ()epOMOHOB.

5.2 YAbTPacTPYKTYPHbIE NePeCTPONKHU peleNTOPHBIX KJIETOK
nocJjie Mpoa0JIKUTEJIbHOI0 BO3/1efiCTBUSI TeTePOreHHOI CMeChI0

AMHHOKHCJIOT U NIICNITHI0B

JIst u3ydeHust posi MPOOKATEIBHOM 3a11aX0BOM CTUMYJISIIUN B KAUeCTBE
IyCKOBOI'O MEXaHHW3Ma B Pa3BUTUM JICHAPUTHOH HEWPOCEKPEIUU HYKHBI
aJleKBaTHbIE METOJOJOTHYECKHAE IMOAXOABl. B 3TOM cMbICiE, THAPOOHOHTHI
ABISIOTCS ~ HamOojee  MOIXOMSIIAMH  DKCIIEPHMMEHTAIbHBIMH  SKMBOTHBIMH,
MIOCKOJIBKY B BOJHOM Cpejie MOYKHO JIETKO MOAEPKUBATh HYXKHbIC KOHIICHTPAIIUN
JIEHCTBYIOIINX BeliecTB. M3BECTHO, YTO y pasHBIX BHUIOB PHIO MPEACTABIEHO OT
HECKOJIBKUX JeCATKOB 10 150 (yHKIMOHAIBHO aKTUBHBIX T'eHOB [Saraiva,
Korsching, 2007; Alioto, Ngai, 2006], koaupyromux 00OHSTEIbHbIC PELEITOPHI,
KaXXIbIi U3 KOTOPBIX KCIPECCHUPYETCS B OTAECILHOM HEHPOHE M IPeIONpeaesser
ero monocnenuduunocts [Buck and Axel, 1991]. B cBs3u ¢ 3THM, B KauecTBe
IPEIbABISECMBIX CTUMYJOB MBI HCIIOJIB30BaJId HE OJHOTHITHBIC Pa3Apa)KMTeH, a
Oosee paszHOOOpasHble MO CTPYKType M MOJEKYSPHOW Macce HETOKCHYHBIC

BCIUICCTBA — TICTCPOIrCHHYHO CMCChb AMMHOKHCIOT MW HCITHIOB. Ilo wnammm
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IPEJCTaBICHUSAM, 3TO JIOJKHO CYIIECTBEHHO YBEJINYUTh YHUCIO AKTUBUPOBAHHBIX
HEHPOHOB M TaKMM O0OpPa30M IMO3BOJHT CO37aTh O0JIee MOAXOMANINE YCIOBHS IS
uX n30uparenpbHOM XemocTuMyssiuuu. Mcxoast U3 aroro, Leiab JaHHOTO pas3felna
paboThl cocTOsIa B U3YYEHUH aJalTUBHBIX LIUTOXUMUYECKUX MEPECTPOEK KIETOK
nepudepruIecKkoro oJb(PaKkTOPHOTO ammapata pel0 B CBS3M C JJIATEIHHBIM
BO3/ICIICTBEM HETOKCUYHON CMECTH BOAOPACTBOPUMBIX BEIIECTB — AMHUHOKHUCIIOT
u nentunoB (MaccoBas nons — 0,0002 %). BeiOop maHHBIX XMMUYECKHX arcHTOB
OOyCIIOBJIEH T€M, YTO AMMHOKHUCIIOTHI U JIPYrHe HU3KOMOJEKYJISpHbIE BEIECTBA
ABIAIOTCA d()(PEKTUBHBIMU PA3IPAKUTEIAMUA ISl OOOHATEIBHOW CHUCTEMBI PBIO
(Kacymsn, 2002). B ngaHHBIX 3KCHEPUMEHTAX MbI HCIOJIB30BaJIM OJHOIO W3
SHJIEMUYHBIX TIpejcTaBuTeNiell balikaga — kameHHyro mupokosoOky (P. knerii).
HccnenoBanu ymbTpacTpyKTYpHBIE W3MEHEHHUs KIIETOK SIUTENHS, COJEp KaHne
(YHKIIMOHATBFHO aKTHUBHBIX MUTOXOHJIPHM, aKTUBHBIX (DOPM KHCIOPOJa, a TaKxKe
U3MEHEHUs KOJIMYECTBEHHBIX MOKa3aTeNiel Heliporexesa.

YcraHoBieHo, uyTo anutenbHas (15 CyTOK) oopaHTHas CTUMYJSLUS PbIO
CMECbIO AMUHOKHUCIOT M TIENTHJIOB BbI3bIBAET B OOOHSTEIBHOM OSIUTEIUU
n3oupatenbHyto  AuGGEpEeHIIMPOBKY  PEIEenTOpPHBIX  HEWpoHOB.  Kpome
YYBCTBUTEIBHBIX KIETOK CO CBOMCTBEHHBIM [JISI KOHTPOJSI YPOBHEM pPa3BHUTHUSA
BHYTPUKJIETOYHBIX KOMIIOHEHTOB (pucC. 44, a) B SMUTEINH BBIABISIOTCS TaKXKe
HEMHOTOUYHUCJICHHbIE ~ METa0OJNMYEeCKH  AaKTUBHBIE HEWPOHBI, Y  KOTOPBIX
CYHIECTBEHHO  BO3pacTacT  WHTCHCHBHOCTh  SJIEPHO-IIUTOIIIA3MATHICCKIX
oTHoIeHu#. [Tpu 3TOM AIpHIIIKO IPHOOpPETaeT MOBBIIIEHHYI0 OCMUO(PUIBHOCTD U
nepeMeniaeTcsl K BepxHemy noitocy sapa (puc. 44, 6-r). B takux knerkax B 1,3
paza (p < 0.01) yBeaMuUMBaeTCS KOJMUYECTBO Kak MEMOPAaHOCBSI3aHHBIX, TaK H
CBOOOJHBIX pHOOCOM, YTO OTpakaeT nuarpamma (puc. 45). Kpome aktuparmu
OEOKCUHTE3UPYIOLIe CUCTEMbI HAOII0JaeTCsl YCUIIEHUE CEKPEeTOPHON (DyHKUIUHU
anmapata ['onbmku. Hy)kHO OTMETHTB, UTO TakK ke, Kak U BO BpeMs HepecTa, TaKkue
MOp(}OIOrHYecKre TMEePECTPOMKU OOOHSATENbHBIX KJIETOK TOCJHe JAJIUTENbHON

OJIOPAHTHOM CTMYJIALIMU HE PACIPOCTPAHSAIOTCS HA BCE PEUENITOPHBIE KIIETKU U



Pucynok 44. CTpyKkTypHBbIE 0OCOOEHHOCTH MEPUKAPUOHOB PEIENTOPHBIX KIETOK B
KOHTpOJ€ M Tocle JUIMTENbHOM  XEMOCTUMYJALMHM KaMEHHOM  IIMPOKOJIOOKH
TFeTEepOTeHHON CMEChI0 AMHUHOKHCIIOT U MENTHA0B. A — KOHTPOJIb; O — I' — DKCIIEPUMEHT:
NOBBIIIEHHAs! TUIOTHOCTH PHUOOCOM, SIAPBHIIIKO COJMKEHO C BEPXHUM IOIIOCOM SApa;
aKTHUBM3AIUS JIEPHO-LIUTOIIaA3MAaTHUYECKUX B3aUMOACHCTBHUIL. Y CIIOBHbIE 0003HAYEHUS:

sl — SIZIPBIIIKO; ar — arnmnapaT [ obIKK; OK — onopHas kiaeTka. Macmrad: a — T — 1 MKM.
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Pucynok 45. CpaBHUTEIIbHAS OIIEHKA KOJIMYECTBA ITUTOIIA3MATHYESCKIX PHOOCOM
B KOHTpoJIe (a) W TOCIe MPOJOJDKUTEILHOM XEMOCTUMYISIUA PBIO TETEPOreHHON
CMEChI0 aMHUHOKUCIOT U mnentugoB (0). B kadectBe mnpumepa B TEepUKapUOHE
PEIENTOPHBIX KJIETOK OTMEUEHBI 30HBI CpaBHEHUsA. CTAaTHCTUYCCKUI aHAIW3 TUIOTHOCTH

pubocom (B); p < 0.01. Macmra6: 1 Mxm.

HOCSAT BBIOOpPOYHBINA XapakTep. biarogaps sToMy B anmuKajibHOM CJIO€ AIHUTENTHUS
4acTo OOHapyKMBAKOTCSI PAIOM PACIOJIOKEHHbIE TEPMHHAIU JIEHAPUTOB Kak
CBOMCTBEHHBIX I KOHTPOJIS KIIETOK, TaK U KJIETOK, TPAHC(HOPMUPYIOLIUXCS Ha

PEKUM JCHIPUTHOM Helipocekperuu (puc. 46).
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Pucynok 46. YiubTpacTpyKTypHBIE TEPECTPOUKH OOOHSATEIBHBIX HEHPOHOB Yy
KaMEHHOM IIMPOKOJIOOKH TOCJIE MPOJOJDKUTETLHON XEMOCTUMYIISIIIUU TEeTePOTeHHOM
CMEChIO TENTHAOB W aMHHOKHMCIOT. A — BepimHa kietkd (1) B ¢asy AeHAPUTHOIM
HEeHpoCceKpenun U BepmmHa (2) HEU3MEHEHHOTO pEIEeNTOPHOro HekpoHa; 0 —
YBEJIMUEHHOE KOJIMYECTBO TOP (TIOKa3aHbl CTPEIKAMH); B — BBICOKAs TUIOTHOCTh pUOOCOM
B Tejie HEWpOHa; I — TOBBINICHHAs CEKPEeTOpHas AaKTUBHOCThH ammapaTta [ oibmaxu.
VYcnoBHbIe 0003HAYEHUS: OK — OTIOpHAs KJIETKA; ar — anmnapat [ oibIKu; B — BE3UKYJIBI.

Macmra6: a, 6 — 0,5 MKM; B, T — 1 MKM.

CormacHo Hawmed runote3e [KimmmenkoB u np., 2011], naHHble BepIIMHBI

MOTI'YT IMpHUHAIJIC)KATD KJICTKaM, MMpETCPIICBAIOIIUM CTUMYJI-3aBUCHUMYIO
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nuddepeHIUpoBKY B KJIETKH C JEHIPUTHON HeWpocekpenuei. Takum obpaszowm,
COIJIaCHO JIAHHBIM MPEJCTABIEHUSM, Y SKCIIEPUMEHTAIBHBIX PHIO U3 BCEro Habopa
OOOHSITENBHBIX KJIETOK MOP(OJIOTUYECKUE MEPECTPONKH MPETEPEBaAIN TOJIBKO Te
KJIETKH, PELENTOPbl KOTOPBIX H3HAYAJILHO HMENU BBICOKYIO a(p(GUHHOCTH K
JAurasgamM. OTO TOBOPUT 00 U30MPATEIbHOCTH JAHHBIX MOPQOIOTHUECKUX
MepPeCTPOEK.

O6cyxnas mpodiieMy PeHOMEHOIOTUYECKOTO CXOCTBA MPOIIECCOB CTUMYJI-
3aBUCUMON  mudPepeHIUpoBKH OOOHATEIBHBIX KJIETOK #  B-nmumd@ouurtos,
BO3HHMKAET BONPOC — MOTYT JIM CTHUMYJMPOBAHHBIE 3aIIAXOBBIMU MOJIEKYJIaMHU
OOOHATENIbHBIE HEUpPOHBI (Tak K€, Kak W B-KJIeTku) mnepexiaoyatb CHUHTE3
peLEenTOpHbIX OEIKOB C MEMOpPaHOCBS3aHHON (OPMBI Ha BOJOPACTBOPUMYIO C
COXpaHeHHueM uX crneuupuuHoctu? B TakoM ciydae, HOBOCHMHTE3MPOBAHHBIE
OeKM MOIJIM OBl CBA3BIBATH MOJEKYJBl  OJb(AKTOPHBIX pa3ApakuTeIeH
HEIOCPEICTBEHHO B  OOOHATENBHOW  CHM3M, oO0OecrneunBas TEM CaMbIM
COOTBETCTBYIOILYIO aIAlITUBHYIO OJIOKUPOBKY MU30BITOYHO JEHCTBYIOIINX BEIIECTB
— CEJIEKTMBHYIO aHOCMHIO. HecMOTpsi Ha NpUBIEKATEIBHOCTh 3TOH TUIIOTE3BI,
U3BECTHO, 4YTO OJOPAHT-CBSI3bIBAIOLIME OCJIKM OTHOCATCA K CEMEMCTBY
CEpIIEHTUHOBBIX PELENTOPOB (peuenTopsl, compsikeHHble ¢ G-0enkom) u 110
HACTOALIETO BPEMEHH HE OOHApyXEHbl UX BOJOPACTBOPUMBIE MOIU(PUKALIUU.
JlaHHasi TpakTOBKAa MOJIYYEHHBIX PE3YyJbTATOB JaeT MOYBY JIA JajJbHEHIIEro
pasButus  "oymroreHHoi"  rumote3sl  [Mombaerts, 2004] xoxmmpoBaHus
pELENTOPHBIX OEJIKOB, COIVIACHO KOTOPOW OOOHATEIbHBIE KIETKH Ha pa3HbIX
JTamax CBOEro aJaNTUBHOIO PAa3BUTHUA MOTYT SKCIPECCUPOBATh HE OJMH, a
HECKOJIbKO T'€HOB, KOJMPYIOIIMX PELENTOpbl K 3amaxoBbIM MoJieKyjaaM. Henb3s
VCKJIIOYATh TAKXKE U TOr0, YTO B IPOLECCE ACHAPUTHON HEMPOCEKPELMHA HEUPOHBI
MOTYT II€PECTPaUBATHCS HA CUHTE3 KaKUX-TO JAPYTUX OEIKOB, WK 00jiee KOPOTKHUX
HeWponenTuaoB ¢ HepeuentopHor (yHkmuei. [TockombKy XMMHYECKUN COCTaB
CEKPETOPHBIX IMy3bIPbKOB HEU3BECTEH, B HACTOSIIEE BPEMs CIOKHO OJIHO3HAYHO
onpenenuTh QPyHKIMOHATIbHOE Ha3HAYEHHE 3TOrO Ipoiiecca. TeM He MeHee, yKe

ceifuac MOKHO CKa3aTh, 4TO (peHOMEH TpaHchopManunu 0OOHSATENbHBIX HEHPOHOB
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B KJIETKM CEKPETOPHOIO THIIA CBHJETEIBCTBYET O 0o0jee CyIIEeCTBEHHON
CTPYKTYpPHO-(DYHKIIMOHAJIBHOM TMJIACTHYHOCTH PEIENTOPHBIX KIETOK, YeM 3TO

CUHUTAJIOCH PAHCC.

5.3 CpaBHUTe/IbHBbIE ACTIEKTHI IeHIPUTHOM HelipoceKpennu

PaccmatpuBast Bonpoc 0 (yHKIIMOHATHPHOM HAa3HAUYEHUW OMHCAHHBIX BBIIIE
IOPOLECCOB, MOXHO OTMETUTh, YTO MO MOPQOJOTUYECKUM MpU3HAKAM
OOOHSITENbHBIE KIETKH C JCHIPUTHOM HEUpOCEKpenuerd BO MHOIOM CXOXH C
Kiaccuueckumu  HelpocekperopubiMu  kietkamu  (HCK)  runmoranamyca,
«1po(eCCUOHANBHO»  CHEUUATU3UPOBAHHBIMU 11 CHHTE3a U BBIICICHUA
HEUPOTOPMOHOB PA3NMYHON XMUMHUYECKOW Hpupoasl. Hapsay ¢ kmaccmyeckumu
HelpoMenuaTopamMu, HeHWpomenTHabl (BbIAEISEMbIE KaK aKCOHAMH, TaK |
neaaputamu HCK) B Hacrtosinee Bpemsi MPU3HAIOTCS B KAayeCTBE €IIE OJIHOTO
KJIacCa CUTHAJIOB, KOTOPhIE YYacCTBYIOT B 00pa0oTke MH(OpMaInuu B MO3Te U B
obecneunnun ero uactuyHoctd [[lonenos, 1993; VYrpiomon, 1989; Ludwig,
Leng, 2006; Salio, 2006]. Jdms HCK xapakTepHbl MOBBIINICHHAsS CKJIAA49aTOCTb
SAEpHON O000JOYKH, KpPYIHBIE pPa3MEpPbl SJIPBILIEK, PACHOJIOKEHUE KOTOPBIX
MEHSIETCS B 3aBUCHMOCTH OT HWHTEHCUBHOCTH HEHMPOCEKPETOPHOrO IIpolecca
[Watchler et al., 1987; ITosenos, 1993]. B ¢a3y noslieHHON (QYHKIIMOHAIBHOM
aKTUBHOCTH OHHM TMPHOOPETAIOT BBICOKYIO CTENEHb Pa3BUTHUS TPAHYISIPHOTO
DHIOIUIA3MATHYECKOTO PETUKYJIyMa W XOPOILIO BBIPAKEHHBIN anmapaT [ onbmxu,
KOTOPBI B OOJIBIIOM KOJIMYECTBE MPOU3BOAUT HEUPOCEKPETOPHBIE TPAHYJBI C
TOMOT€HHOM  DJIEKTPOHOIUIOTHOM  CEPAUEBUHOM € TMPO3pPAayHbBIM Tajl0 H
norpaHuyHoii MemOpaHoil. B Hekoropbix Tumax HCK Ttakue rpanyssl
HEMOCPEACTBEHHO TpPaHCHOPTHPYIOTCS B AeHApuT. B wacthHoctn, y HCK
DIEHIMMHOIO THUIA HEMPOCEKPETOPHBIE T'PAHYJbl U3 MEPUKAPUOHA C MOMOIIBIO
MUKpPOTPYOOUEK TMEpPEeMElIAloTCs B BEHTPUKYJSIPHbIE JEHAPUTHL, TIAE OHHU
HAKaIUIMBAIOTCS, 00pa3ys OynaBOBHIHBIE paCHIUPEHHUS. OKCIEPUMEHTaIbHbIE

JAaHHBIC IIOKA3bIBAlOT, qTo AKTHUBally ACHAPUTHOTI'O OK30IMTO3a
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HeliporpancmutrepoB 'y HCK HocuT perynupyemblii XapakTep M COIpPSIKEHA C
(YHKIIMOHUPOBAHUEM TTOTCHIIMAI-3aBUCUMBIX KaJIbIHMEBBIX KaHamoB [Kennedy,
Ehlers, 2011]. U3BecTHO, 4yTO OOOHSATEIbHBIE HECHPOHBI HE UMEIOT 3(depeHTHOM
peryisiiid B CBSI3U C YE€M, MBI IOJlaraeM, 4TO B OTJIMYHME OT 3TOrO, IMpOIIecc
JCHAPUTHON HEWPOCEKPELMH Yy HUX HE HOCUT pEryJUpyeMOro Xapakrepa u
OCYHIECTBIISIETCS KOHCTUTYTUBHO — IO MEpPE JOCTABKY BE3UKYJI K BEPIIMHE KICTKHU.

Takum 00pa3oMm, HakamiauBaeTcsi Bce OOJbIIE CBEACHUM O TOM, UYTO B
LEHTPaJIbHOW HEPBHOW CUCTEME JEHAPUTHI BBICTYINAIOT B KAaueCTBE OJIHOTO W3
OCHOBHBIX HMCTOYHHKOB HewporenTuaoB [Son et al.,, 2013]. Ilpuuem, mocie
9K30IIMTO3a OHM MOTYT JCHCTBOBATh HE TOJBKO B O0JIACTH CHHAIICOB, HO W,
YUUTBIBas TPOJOJDKUTEIBHBIN TMeproa ux moiypacnaaa [Mens et al.,, 1983],
T PYHIUPYIOT B MEKKIETOYHOE MPOCTPAHCTBO M MOTYT JEMCTBOBAaTh Ha OoJiee
ynaineHHsle mumenu [Son, et al.,, 2013]. B cBs3u ¢ 3TUM, B OTJIMYHE OT
OBICTPOAECHUCTBYIOUINX HEHPOMEINATOPOB, B MOCJIEIHEE BpeMs HEHPONEHTH]IbI
paccMaTpuBalOTCA B KadyecTBE Hamboiee MOIXOJSIIET0 CPEICTBA XUMHUYECKOU
KOMMYHHKAIIMK MEXKIy monyasainusmu HeriponoB [Landgraf, Neumann, 2004;
Ludwig, Leng, 2006]. Bce 3Tu nmaHHBIC YKa3bIBalOT Ha TO, 4YTO (EHOMEH
JNEHJIPUTHOM HEHUPOCEKPELNH, XapakTepHbIM I HekoTopblix THNOB HCK
[EHTPAJILHOW HEPBHON CHCTEMBI, BEPOSTHO, HE SBIISIETCS JKCTPAOPIAMHAPHBIM
CBOMCTBOM M i1 OOOHSTEIbHBIX HEWpoHOB. Kak yxe TroBOpPUIIOCH BBILIE,
TpaHchopMmaryisi ~ XeMOPEIENTOPHBIX  KIETOK  Ha  PeXUM  JEHAPUTHOU
HEHPOCEKPEIIMH MOXET HOCHUTh aJalTUBHBIA XapakTep W TMpeIHa3HaueHa ISl

BBITIOJTHEHUS KAKOW-TO HOBOM crieliupruueckoi GyHKIINH.
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5.4 JlereHepaTuBHbIE U3MEHEHHS KJIETOK 0J1b(PaKTOPHOI0 SNNTETUs IPH

NPOAOJIKUTEIbHON OIOPAHTHOM CTUMYJISIUM PHIO

XapakTepHO, YTO TOCJIE€ UHTEHCUBHOTO OJJOPAHTHOTO BO3JIEUCTBHS CMECHIO
aMUHOKUCIOT W mnentuaoB y 10-15 % peuenTtopHbIX HEHWPOHOB KaHAJbI
HHAOIIA3MATHYECKOTO PETUKYJyMa (DparMEHTUPOBAHBI U B OTNIEIBHBIX YYacTKax
pacmmpensl. B nepudepuueckoM OTpOCTKE HApSAAY C LEIOCTHBIMU, OHU COAEPKAT
MUTOXOHJPHH C XOPOLIO BBIPAKEHHBIMH IPU3HAKAMU HUX YaCTUYHOIO WM
noJHOro HaOyxaHus. Takue opraHeibl HMMEIOT IPOCBETICHHBIH MaTPUKC C
PBIXJIBIM 3JEKTPOHOIUIOTHBIM OC3JKOM U JAECTPYKTUBHBIMH W3MEHEHUSIMU KPHUCT
(puc. 47). HapymeHue cTpyKTypbl MHUTOXOHIpHWII HaONIOIACTCS TakKe U B
OMOPHBIX JJIEMEHTAX JMUTEIHUS — B MEPUATENbHBIX M CEKPETOPHBIX KIIETKAaX.

N3BecTHO, 4TO ypOBEHb MEMOPAHHOI'O MOTEHIIMAIA MUTOXOHIPHUI OTpaXaeT
3p(EeKTUBHOCT,  pabOThl  HMX  AJIEKTPOH-TPAHCHOPTHOM  cuctemsl. llpu
HEOOpAaTUMBIX  JErCHEPAaTUBHBIX  M3MEHEHUSX  MUTOXOHAPUNA  MaJEHUE
MEMOpaHHOTO0 TMOTEHIMAJa MOXET IMpPEeAIeCTBOBaTh WX THOEIM M KacKaay
BHYTPHUKJICTOYHBIX pEaKINii, BEAyIUX K anonTo3y kietku [lijima, 2006]. B cBs3u
C 3TUM, JJI1 OOBEKTUBHON OLEHKH COCTOSIHUSI MUTOXOHJAPUN TOCIIE JJIUTEIHHOU
3alaxoBOM  CTUMYJISIUM MBIl HMCHOJB30BAIM  CHEUU(UYECKYI0  OKpacKy
OOOHSITENBHOTO AMUTENNS HAa (YHKIMOHAJBLHO AKTHUBHBIE MUTOXOHIPHH, MpPH
kotopoii CellROX deep red reagent celeKTUBHO CBSI3BIBAETCA TOJIBKO C
HATUBHBIMU MUTOXOHJPUSMH (COXPAHSIONIMMU MEMOpAHHBIN MOTCHIMA) U JaeT
COOTBETCTBYIOIMM (ayopecleHTHbIM curdan. C TOMOIIBI0 3TOro MeTojaa B
9KCIIEPUMEHTaX, MPOBeIeHHBIX Ha rypamu (T.leeri) mokasaHo, 4TO B CpaBHEHUU C
KOHTpoJieM (puc. 48), npu W30BITOYHOW OJJOPAHTHOW CTHUMYJISLIUU 3HAYUTEIbHAS
JI0JII MUTOXOHJIPUN CEHCOPHOTO arapaTta pbl0 TepsieT CBOIO (YHKIMOHAJIBHYIO
aKTUBHOCTh (puc. 49, a—B). DOTO NOATBEPKIACTCA TaKKE CpPaBHUTEIbHBIM
aHAIM30M O0BEMOB, 3aHUMAEMbIX MHUTOXOHIPHUSIMHU B KJIETKaX OIHUTEIUs Yy
KOHTPOJIBHBIX U 3KCIIEPUMEHTANBHBIX pbIO (puc. 49, r). ['paduk mokaspiBaet, 4yTo

B OIIBITE, B CPAaBHEHUH C KOHTPOJEM, 00beM, 3aHUMaeMbIi (DYyHKIIMOHAIBHO
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Pucynok 47. JlereHepaTuBHbIE H3MEHEHUS MUTOXOHJPHUH (ITOKa3aHbl CTPEJIKaMu) B
JICHIIPUTaX OOOHATENBHBIX KIETOK IMOCIE MPOJOHKUTEILHON OJOPAaHTHON CTUMYJISIIHH
TEeTEPOreHHON CMEChI0 aMUHOKHUCIIOT U MENTHIOB; MomepeyHsie (a, 0) U mMpoIoIbHbIE (B,
T') cpe3bl ACHIPUTOB. Y CIIOBHBIE 0003HAYEHHS: PK — PELENTOPHAs KJIETKa; OK — OTIOpHAs

KJIETKa; M — MUTOXOHIpuH. MacmiTa6: 0,5 Mkm.
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Pucynox 48. Ilutoxumuueckas MASHTH(PHUKAIMSI MUTOXOHAPUN U sIep KIETOK
onb(aKTOPHOTO DJIUTENHUA Yy TypaMu B KoHTposne. OKpacka Ha MHUTOXOHIPUHU
(MitoTracker® Orange, kpacHblii) u sinepHbiii Matepuan (DAPI, cunmit); kKoHpOKaTbHAS
MHUKPOCKOMHs. A — (parMeHT 0OOHATEIBHON CKIaAKU (TPOCBEUUBAIOIINNA PEXUM); O — T
— 3D-peKkoHCTpYKIMH y4YyaCTKOB BIUTENHS, COJAEPKAIIMX XOPOIIO BbIPAXKEHHBIH

(b1yopecLeHTHBIN CUTHAT OT MUTOXOHJIPUH; B — POTO «0» B KpaCHOM KaHaje.
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Variable: volume of mitochondria, per 1000000 um*3

20000
2 18000 e
g= 16000 .
g 14000
g 12000
= 10000
S a0 , 7
g 6000 : —l—
g 4000
-
k- 2oo: ——l ® Medium
2000 ?25%-75%
I 1 number of group 2 Min-Max

Pucynoxk 49. [lereHepaTvBHbIE HW3MEHEHUS MUTOXOHJAPHM B  KJIETKax
0JIb()aKTOPHOTO dBMUTENUS Yy TypaMd TMOCJe JAJIUTENbHOW HKCIO3ULIMUA PBIO B
FEeTEpOTeHHONM CMeCHM TeNTHIOB W aMUHOKHUCIOT; OKpacka Ha MHUTOXOHAPUHU
(MitoTracker® Orange, kpacubiii) u sepubiii marepuan (DAPI, cunnit), 3D-
PEKOHCTPYKLNU; KOHPOKAIbHASI MUKPOCKOMHUS. A — B — YYaCTKH AMUTENHUs, COAepKaIINe
HU3KUW, B CPAaBHEHUHU C KOHTPOJEM, (PIIyOPECLEHTHBI CUTHAI OT MUTOXOHApPUH; O —
¢doTo «a» B KpaCHOM KaHase, I — 00beMbl, 3aHUMAaeMble ()ITYyOPECIICHTHBIM CUTHAJIOM OT
(YHKIIMOHABHO AKTUBHBIX MUTOXOHIPUN B ONB(AKTOPHOM SHHUTEIUU Yy TypaMu B
KoHTpoJie (1) u mocie MpoAOTKUTEIHLHON XEMOCTUMYIISIIUM CMEChI0 AMUHOKHUCIOT U
nentuaoB (2). I'paduk mocTpoeH MO JaHHBIM KOJMYECTBEHHOTO aHain3a Z-CTEKOB

(koH(poKambHas MuUKpockomnus); *p, < 0,05 B cpaBHEHUU C TPYIIIONH KOHTPOJIS.
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aKTUBHBIMA MUTOXOHJIPUSAMH, CHIKaeTcs B 6,2 paza (p, < 0,05). Kak yxe
TOBOPWJIOCH BBIIIE, TAKOE CHIDKEHUE YHEPTETUYECKOTO COCTOSIHHS MHUTOXOHJIIPHIA
MOXKET TpEAIIeCTBOBAaTh WX THOEIH, COMPOBOXKIAIONICIHCS HEoOpaTUMBIMU
WU3MEHEHHUSMHU KIIETOK.

KakoBbI IpUYUHBI BRISBICHHBIX CTPYKTYPHO-()YHKIIMOHAIBLHBIX H3MCHEHUI
MUTOXOHIpHi? M3BECTHO, YTO TEPBUYHBIC MPOIECCH OOOHATEIHHON PEICIIIIHH,
peanuzyembie mocpenctBoM UAMP wu  wuHO3uTOATpHbOChaTa, TPUBOAAT K
MOBBIIICHUIO BHYTPUKIETOYHOW KOHIICHTPAIUU Ca®* [Nakamura, 2000; Ronnett et
al., 2002; Spehr et al. 2002]. DaexTpoU3HNOIOTHUECKUE HCCIICIOBAHNUA,
NPOBE/ICHHBIC Ha KIIETKaX Pa3HbIX TUIOB, MOKA3bIBAIOT, YTO MUTOXOHJPUU OYCHb
qyBCTBUTEIBHBI K M30BITKY HOHOB KaJbIHsI B IUTOILUIA3ME, OCOOEHHO B YCIOBHSIX
okucnurenbHoro crpecca [Duchen, 2000]. HoHbl KkambIuisi aKTUBH3HPYIOT
dochomumazy A2, JOKaIM30BAaHHYI0 BO BHYTPEHHEH MeMOpaHe MHUTOXOHIpPHIA,
4TO BelET K TUAPOIU3y (HOCHOIUMHIOB U MOBPEXKICHHUIO LIEJIOCTHOCTH MEeMOpaH.
B pesysibrare 3THX MPOILECCOB MOBBIMIACTCS MX MPOHHUIIAEMOCTh JIJISI KATHOHOB,
KOTOpble BMecTe C ¢ocaroM HaKAITUBAIOTCS B MAaTPHUKCE, YTO MPUBOIUT K
HAKOIJICHUIO BOJABI BHYTPH MHUTOXOHAPWH, HMX HAOYXaHHIO W HaAPYIICHUIO
IPOIIECCOB  OKMCcIUTeNbHOTO dochopmmposanus [Carraro, Bernardi, 2016].
Kpome Toro, mosyueHHBIE HEZABHO IAHHBIE CBHUIETEILCTBYIOT O BO3MOXKHOCTHU
CYILECTBOBAHMSI BO BHYTPEHHEH MEMOpaHe MUTOXOHIPUI OOJIBIION MPOBOISAIIEH
mopsl  (permeability transition pore), koTopas B mnpucyrcTBum Ca’t Moxer
OTKPBIBATHCS M TPUBOIUTH K WX HAOYXaHUIO U BHICBOOOXKIECHUIO B ITUTO30JIb
BOJIOPACTBOPHMBIX amonToTudeckux OenkoB: mutoxpoma C [Liu et al., 1996;
Kluck et al., 1997], nexkotopeix mpokacma3 [Susin et al., 1999], a taxxke AlF
(Apoptosis Inducing Factor)-¢dakropa, HEOCPEACTBEHHO BBI3BIBAIOIIETO AIOITO3
kiaetku [Susin et al., 1999; Daugas et al., 2000]. YcraHOBJICHO, YTO OTKPBITHE
TaKOTO MUTOXOHJPUAILHOTO KaHaja MOXKET OBITh OOYCIIOBIIEHO TaKXKe BIUSHHEM
A®K [Schriewer et al., 2013], 0CHOBHBIM HCTOYHHKOM KOTOPBIX B YCIOBHSX
OKHCIIUTEIBHOTO CTpecca SBJISIOTCS camu MuToXoHaApuu [Bredesen, 1995; Starkov,

2008]. Takum oOpa3oM, HAIIM JAHHBIE YKA3bIBAIOT Ha TO, YTO JCTEHEPATHBHBIC
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U3MEHEHUS] MUTOXOHApPUA B KIETKaX OJIb(PAKTOPHOrO ammapata pbl0 MOTJIH
BO3HUKHYTh B pe3yJibTaTe XPOHMYECKOTO CTpEcca, pa3BUBAIOIIETOCS B pe3yiIbTaTe
YCWJICHHBIX PEXUMOB HMX OJOpaHTHOU cTtumyisiiuu. [Ipuyem, B 3TH IpolecChl
BEPOSITHO BOBJICUCHBI HE TOIbKO HOHBI Ca’’, HO U, Kak roBopuioch Beime, ADK,
KOTOpBIC, SIBJISIFOTCSI KJIFOUEBBIM 3BEHOM IPH Pa3BUTUU MHOTHX MAaTOJIOTHUYECKUX
MPOIIECCOB B KJIETKE.

C noMmoupt0  KOH(QOKAaJBbHOM  MHUKPOCKOIIMM MBI  HCCIEAOBAIA
MHTEHCUBHOCTh oOpa3zoBaHuss A®MK B kieTkax SOUTENUs y KOHTPOJbHBIX U
onbITHBIX PbIO, Hcnonb3ys CellROX deep red reagent. DToT MHAMKATOP 00pa3yeT
¢diyopeciieHTHBIE  TPOAYKTHI  TOCJIE€ KOBaJCHTHOTO  B3aUMOACHCTBHUS  CO
cBOOOIHBIMU pajuKkanamu kinetku. Ha pue. 50 BUAHO, 4TO B KOHTpPOJIE, IPOIYKTHI,
peructpupyromue A®DK, npeacraBaeHsl B BHAE  MEIKOIMCIIEPCHOIO
(bayopecpyIoLero B KpaCHOM CIIEKTPE 0CaJKa, PABHOMEPHO PACIIPEIEICHHOIO B
ToNIe HnuTenus. B oTnmume OoT 3TOro, y HKCIEPUMEHTAJIbHBIX pPBIO Takue
IPOIYKThI, HAPAIY C MEJIKOJUCIIEPCHON COCTaBISIONICH, MMEIT BUI  OoJjee
KOHIIEHTPUPOBAHHBIX OTAEJBHBIX KJIACTEPOB. XapaKTEPHO, UTO AT KIIACTEphl, KaK
MpaBUJIO, HE 00pa3yroT OOJBIINX CKOIUICHWM, HaXOsCh IPYTr OT JApyra Ha OoJjee-
MeHee paBHOyAaieHHOM (20—50 mkm) pacctosinuu (puc. 51, a-r1). CpaBHUTEIBHAS
cTaTUCTHYecKass o0paboTka Z-cTtekoB wu3o0paxeHuit c¢ mnpoaykramu ADK
CBUCTEIHCTBYET O TOM, YTO 1O CPABHEHHUIO C KOHTPOJIEM, y IKCIIEPUMEHTAIbHBIX
THIPOOMOHTOB B OTHCNBHBIX yYacTKax HEUpPOIMUTENHsl OSTOT IOKa3aTeib
Bo3pacraet B 3,5 pasza (py < 0,05) (puc. 51, 1). DT0 TOBOPHUT O TOM, YTO KPOME
CTPYKTYPHO-(DYHKIIMOHAJIBHBIX TOBPEXKICHUN MUTOXOHIPHA U (HOPMUPOBAHUS
sHeprojeuIuTa B JECTPYKTUBHBIE BHYTPUKJIETOUHbIE IEPECTPONKH BOBJICUECHBI U
Ipyrue OMOXMMHUYECKHE TPOLECChl, akTUBU3Upylomme oOpazoBanne ADK.
HenaBHO omyOiMKOBaHHBIE HCCIEIOBAHUS MOKA3bIBAIOT, YTO KPOME MPSIMOTO
TOKCHYECKOTO BIMAHHS Ha MuToxXoHmpun, ADK Bmecte ¢ monamu Ca’* moryt
BBICTYTIATh TaKX€ B KAUECTBE CUTHAJIBHBIX MOJIEKYJ MPU 3aMyCKE CaMbIX Pa3HBIX
BHYTPUKJIETOYHBIX peakuuid. B dYacTHOCTH, mMoOKa3aHO, 4TO OOpasylouiecs B

YCIIOBUSIX OKUCIUTENBHOTO cTpecca ADK MOryT BBITOIHATH KOMIIEHCATOPHYO
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Pucynox 50. ITponykius ADK B 000HATETHHOM SIUTEINH Y TypaMH B KOHTPOJIE.
Oxkpacka Ha ADK (CellROX deep red reagent, kpacHbiil) u saapa (DAPI, cunwmii);
KOH(OKampHasi MUKpocKonus, 3D-pekoHCTpYyKIMY, TOKaHATIbHOE pa3jieieHue. A, B, 1 —
OTJIeJIbHbIE YYAaCTKH OOOHSATENBHOTO SMUTENUsl ¢ MenkuMmu kinactepamu ADK; 0, r —
AQHAJIOTMYHBIE YYaCTKH B KpacHOM KaHaje. IIpoayKTbl LMTOXMMHYECKMX pEaKUUi Ha

A®K mnoka3zaHbl CTPEIKAMMU.
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Pucynok 51. Yeenuuenue nponykuuu AOK B 000HATENIEHOM SMUTENNN Y TYpaMu
1ocjie MPOJOJIKUTENIBHON XEMOCTUMYJIALIMM TE€TEPOre€HHOW CMEChI0 aMUHOKHCIOT M
nentuaoB. Oxpacka Ha ADK (CellROX deep red reagent, kpacubiit) u sinpa (DAPI,
CUHMIT); KOH(OKaIbHAsE MUKpockomnusi, 3D-pexkoHCTpyKInu, TMOKaHAJIbHOE pa3/ieieHHE.
A, B — y4acTKH SIUTENHS C MHOTOYHMCIEHHBIMU KpynmHbIMH kinactepamu ADK; 6, r —
AQHAJIOTMYHbIE YYaCTKHM B KpacHOM KaHaje. IIpoayKThl HMTOXMMHYECKMX pPEAKUUi Ha
A®K mnoxka3aHbl CTpelIKaMu; ]I — CpaBHUTeNbHas olleHka npoaykuuu ADK B koHTpose
(1) u B axcniepuMente (2). ['paduk moCTpoeH Mo JaHHBIM KOJIMYECTBEHHOTO aHaIu3a Z-

cTekoB (KoH(poKambHass MUKpocKkonus); *Py<0,05 B cpaBHEHHUU C KOHTPOJIEM.
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GYHKUIHIO: OHM aKTUBUPYIOT cuHTe3 MUTOXoHApuanbHoi JIHK u Ttakum oOpazom
YBEIMYHBAIOT JBIXaTEIbHYIO aKTUBHOCTH KiteTku [ Moreno-Loshuertos et al., 2006;
Baughman, Mootha, 2006]. MbI monaraem, 4To B YCJIOBHSX IPOIOJIKHTEILHOM
OJOPAHTHOM CTHMYIMIHMA W yCTOMYMBOTO TOBBIIICHAS KOHIEHTpanuu Ca>’ oTot
KOMIICHCATOPHBIM MeXaHu3M (€CIM OH HUMEET MECTO) HE MOXET JI0JITr0
NOAJICP)KUBATh ~ HEOOXOJUMBIM  YpPOBEHb  MPOIECCOB  OKHUCIUTEIHLHOTO
dbochopuupoBaHusi, 9TO B KOHSYHOM HTOT€ MPUBOIUT K THOEIIN KICTKH.
Bonpmioii 00beM AKCIIEpUMEHTAIBHBIX pabOT yKa3blBaeT Ha TO, 4YTO
MUTOXOHIpHAIbHas AHCGhYHKIMS, BBI3BAHHAS HapylIeHHeM Merabommsma Ca’’ u
OKHCIIUTENIbHBIA CTPECC SIBISIIOTCS TJIABHBIMHU JIETEPMUHAHTAMU THOEIH Pa3HBIX
tunoB kjierok [GOrlach et al., 2015; Bhola, Letai, 2016], Bkmouast HEHPOHBI
[lijima, 2006; Niizuma et al., 2010]. O6 3ToM e CBUACTEILCTBYIOT HAIIIN JJAHHBIC:
KpOM€ JICTEHEPATUBHBIX W3MEHEHUM MHUTOXOHJIpPUA B CEHCOPHOM armmapare
HKCIIEPUMEHTAJILHBIX PHIO MBI BBISIBISUIA Tak)K€ MHOTOYHCIICHHBIE KapTHHBI
(dbparMeHTaluu SAep KJICTOYHBIX AJIEMEHTOB SIUTENINS — MTUKHO3a U KapHUOPEKCHCa,
KOTOPBIE  SBIAIOTCA  OJHMM W3  I[IOKAa3aTejed  3aBeplIaroleid  CTaauu
nporpaMMHUpOBaHHOW ThOenu kietku [Zamzami, Kroemer, 1999]. Snpa Ttakux
KJIETOK UMEIOT BUJI (PparMeHTUPOBAHHBIX OKPYTJLIX O0Opa3oBaHUIl pa3zMepoM OT
0,5 mo 3 MKM ¢ KOHICHCHPOBaHHBIM XpoMaTHHOM (puc. 52). bes
JIOTIOJITHUTEILHOTO ITUTOXUMUYECKOTO OKpAaIIMBAHUS HEBO3MOXKHO OIPEICIUTh
NPUHAICKHOCTh TAaKMX M3MEHEHHBIX SJAep K PEIENTOPHBIM WU OMOPHBIM
KIeTkam osnutenus. Tem He wMeHee, MOPQOJIOTHUECKUM TMOATBEPKICHUEM
M30UPATEIIbHON THOEIN PEeleNTOPHBIX KJIETOK MPU OKCHUIATUBHBIX MOBPEKICHUIX
BHYTPHUKJIETOYHBIX CTPYKTYP SBIISIFOTCS TaK)Ke OOHAPY>KEHHBIE B 0a3aJIbHBIX CIIOSX
smuTenusl (PaKThl BBHIOOPOUYHBIX JCTCHEPATUBHBIX W3MCHCHHH WX IEHTPaTbHBIX
OTPOCTKOB — aKCOHOB. Y TaKUX HEUPOHOB MPO(MIA aKCOHOB B Pa3HOM CTENEHU
pacIIMpPEHbl, JIUIIEHB HEUPOOUIAMEHTOB W HWMEIOT SPKO BBIPAKEHHYIO
MOHM)KEHHYI0 TUJIOTHOCTh AaKCOIUIa3Mbl. JTO XOpOIIO BBIAEHSET HUX Ha (GOHE

LEHTPAJIBbHBIX OTPOCTKOB COXPAHUBUIMXCS PEUENTOPHBIX KIETOK (puc. 53).
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Pucynok 52. Anontorndyeckue Tenbiia (a—B) | siipa ¢ KOHJACHCUPOBAHHBIM
XpOMaTUHOM (I, T) U B OJIb(DAKTOPHOM SIUTENIUU Y T'YypaMH TOCJE MPOIOJIKUTEIBHOTO
BO3JICUCTBUSI TETEPOT€HHON CMECH aMUHOKHMCIOT M MENTUI0B; oKkpacka Ha sigpa (DAPI,
CUHUM; KeNThIN); KoHOKabHasg MUKpockonus. A, 1 — 3D-pexkonctpykuuu; 6 — r — 2D-

Cpe3bl.

llaHHbIe (baKTBI ropopiatr O TOM, 4YTO JCTCHCPATUBHLIC HW3MCHCHHUA HC
OXBAaTbIBAIOT B OHHH&KOBOﬁ CTCIICHHN BCC HCﬁpOHBI. OnpeneHeHHaﬂ ImomyJsAanus
KJICTOK OKa3bIBaeTcsl Ooee YCTOﬁqHBOﬁ K IPCAJIOKCHHOMY CIICKTPY XUMHUUYCCKHUX

areHToB. MoXHO MNPCAIOJIOXUTD, YTO TaKasd I/I36I/IpaTeJ'IBHOCTB HeﬁpOHOB
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Pucynok 53. Ilomepeunple cpe3bl IEHTPAIbHBIX OTPOCTKOB OOOHSATEIHHBIX
KJIETOK B 0a3albHBIX OTJENaxX JMHUTENHUs y KaMEHHOW MIUPOKOJIOOKH (IKCIIEPUMEHT).
Bunnabr HaOyxmie akcoHBI (ITOKa3aHbl CTPEIKAMH) C MPOCBETIEHHBIM MAaTPUKCOM

nuroruta3Mel. Macira6: 0,5 MKM.
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NpefonpeaenseTcs WX HHAUBUAYAIbHOM XEMOYYBCTBUTEIBHOCTBIO: KJIETKH,
pelenTopsl KOTOPBIX HE WMEIOT CPOJCTBA K JICUCTBYIOIIMM BEIIECTBAM,
COXpaHSIOT CBOIO HCXOJHYIO CTpyKTypy. Kiletku, KoTopwele conaepxar
cnenuuUUHbIe pPEHenTophl K MaXy4uM BelIecTBaM, NPU UX JJIUTEILHOM
BO3/JICICTBUM  MpPETEpPIIEBAlOT  CTPECCOPHbIE  HEOOpaTUMble  U3MEHEHUS,
3aBepIaIuecs anonto3oM. Mcxoast U3 3Toro, MOKHO 3aKJIIOUUTh, YTO UMEHHO B
ATHX KJIETKaX HaOJI01aI0Ch CHUKEHHE KOJINMUeCTBa (DYHKIIMOHATIBHO aKTUBHBIX
MUTOXOHJPHUM, UX JECTPYKTUBHBIC U3MEHEHUS, JIET€HEpPaTHUBHBIC MEPECTPOUKHU
sqep U noBellieHHOE coaepkanue ADK, 4To B COBOKYITHOCTH U MPEAONPENETUIIO
UX TEPMUHAIBHYIO AU ()EpEHIUPOBKY.

JUi1 KOJIMYECTBEHHOM OLIEHKHU IPOLIECCOB aIloONTO3a, KOTOPhIE MOTJIM OBITH
AKTUBU3UPOBAHBl B OJH(PAKTOPHOM DSIUTEIUH HKCIEPUMEHTAIBHBIX pBHIO B
IpoIecce UIUTEIHHOW OJOPAHTHOW CTUMYJSAIMH, MBI HCIOIB30BAIA METOJ
TUNEL [Gavrieli et al., 1992]. On mo3BoJiseT HUTOXUMHYCCKH PETUCTPHUPOBATH
Mukpo-¢pparmenraumio B JIHK y kietok B mpouecce WX HporpaMMHpPOBAHHOMN
kierounor tubenu. Ha pume. 54 m 55 mpencraBiieHbl TOTajdbHBIE MpenapaThl
OTJICJBHBIX CKJIAJ0K OOOHSTEIBHOTO 3MUTENUS Y KOHTPOJIbHBIX PBIO, B KOTOPOM
BBISIBJISIFOTCS HEMHOTOUMCIICHHBIE, OKPAIICHHBIE 3€JIEHBIM IIBETOM siIpa KIIETOK C
dbparmentupoBannoit JIHK. B cpaBHeHuu ¢ 31uM, y 3KCIIEpUMEHTAIbHBIX PHIO
OTMEYAeTCsl 3HAYUTENbHBI POCT 4YHCIa KJIETOK B COCTOSHUHM amonTto3a. OHu
pacrpocTpaHeHbl BO BCEW TOJIIE 3MUTENMS M 4acTo 00pa3yroT 0oJiee MIOTHBIC
rpynnsl (puc. 56; 57, a—B). Ctatuctudeckas oOpaboTka 00bEMOB, 3aHUMAEMBIX
arloONTOTUYECKAMHU  IIpaMH, OOBEKTHBHO IIOKa3bIBa€T, 4YTO B CPaBHEHUH C
KOHTPOJIEM, B OOOHSITEIbHOM SIUTEINH OIBITHBIX PBIO JOJIS MOTHOMINX KJIETOK
yBenuueHa B 4,5 paza (py < 0,05) (puc. 57, r). B cBa3u ¢ Tem, 4TO 1O JIaHHBIM
DIIGKTPOHHOH MHKPOCKONIMH Y OKCIEPUMEHTAIBHBIX pHIO JereHepaTUBHBIC
WU3MEHEHUS HAOJII0IaTUCh KaK B PEIICNITOPHBIX, TAK U B OMTOPHBIX KJIETKaX, MOKHO
NPEANoJIOKUTh, YTO TMPEACTABICHHbIA TrpaduK MOXET OTpaxaThb YCUJICHHE

MIPOIIECCOB aroNTo3a B 000MX THUIAX KIIETOK.
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Pucynox 54. [{lutoxumudeckas naeHTU(UKALINS TPOLIECCOB MPOrPaMMHUPOBAHHON
KJIETOYHOM Trbenu (arnomnro3a) B OTACIBHBIX CKJIaJIKaX 00OHATEIBHOM PO3ETKU Y TypamMu
B koHTposne. Meton Click-iT® TUNEL, moruGmme siipa KiIeTok okpamieHbl Alexa
Fluor488 (3enensrit); »xuzHecnocoOHble — Hoechst33342 (cunwmii); koHpokanbHas
Mukpockonusi, 3D-pekoHCTpykuu. A — TO3UTHBHBIM KOHTPOJIb (CHHHMHA M 3€JIEHBIN
KaHaJibl); 0 — (h)parMeHT OOOHATEIHHON CKIAIKK (CHMHUM U 3€JICHBIM KaHaJlbl); B, 1T — sApa
KJIETOK B y4acTKe SIUTENMS (CMHMI U 3€JIeHbIN KaHal); I, € — aHAJIOTUYHbIE YYaCTKU B

3€JICHOM KaHaje. HeMHorouncieHHbie Aapa MOTHOIINX KJIIETOK OTMEUEHBI CTpCIKaMH.
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Pucynok 55. [luroxumudeckas uaeHTA(UKAIUS POIIECCOB POrPaMMHPOBAHHON
KJIETOYHOHN THOeNH (armonTo3a) B 000HATEIEHOM SIHUTEINN Y TYpaMH B KOHTpolie. MeTo
Click-iT® TUNEL, sapa moru6bmmux kietok okpamieHbl Alexa Fluor488 (3enenbiit);
xm3HecrocoOHble — Hoechst33342 (cunwmit); koHQoOKanmbHas Mukpockomus, 3D-
PCKOHCTPYKIIMU. A—B — OTICIbHBIC YYaCTKH OJMUTENUsA. HeMHOrodmciieHHbIe sjpa

MOrHOIIMX KJIETOK OTMEUYCHBI CTpCIIKaMU.
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Pucynox 56. Ycunenwe mporeccoB NpoOrpaMMHPOBAHHON KJIETOYHOM TruOeIH

(amomTo3a) B OOOHATENHPHOM OOUTEIUMH Y TypaMH TOCIe MPOAOIKUTEIHLHON
XEMOCTHUMYJISIIIUYA TE€TEPOTCHHOW CMEChI0 aMHHOKUCIOT M nentuaoB. Meroxa Click-iT®
TUNEL, sagpa mnorubmux kieTok okpamieHbl Alexa Fluord88  (3enenslii);
xu3HecriocoOusie — Hoechst33342 (cunuit); koH(OKambHas MHUKpockomus. A, 0 —
¢dparMeHT OOOHSTENBHOW CKJIAIKH, MPOCBEYMBAIOIINN PEXKHM; B — MHOTOUYUCICHHBIC
sapa TMOTMOMMX KIETOK (TIOKa3aHbl CTPEIKaMH), PACTOJOKEHHBIE Cpeau sep

YKU3HECTIOCOOHBIX KJIeTOK (3 D-pekoHCcTpyKIwms).
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Pucynok 57. ®@parMeHTbl OOOHATEIBHOTO 3IUTENNS Y TypaMH C MOBBIIICHHBIM
gucioMm sigep ¢ ¢parmentanuerd JIHK B skcnepumente. Metox Click-iT® TUNEL;
norubmmue sapa kierok okpamieHbsl Alexa Fluord88 (3enenslil); >ku3HecnocoOHbIE —
Hoechst33342 (cunmii); 3D-pekoHCTpyKIMH, KOH(POKaIbHAs MHKPOCKOMHS. A —
dbparMeHT snuTeNnus; 0 — 3TOT K€ Y4aCTOK B 3€JICHOM KaHalle; B — MHOTOYHCIIEHHBIE si/ipa
NOrHOIINX KIETOK (IMOKa3aHbl CTPENIKaMU) CPEH siAep >KU3HECIOCOOHBIX KIIETOK; T —
rpaduk, OTpaXxaroluid YCUJIeHHEe MPOIECCOB anonTo3a (1 —KOHTpoJIb; 2 — YKCIIEPUMEHT);
rpa¢uK TOCTPOEH IO JaHHBIM KOJMYECTBEHHOTO aHaim3a Z-CTeKOB (KOH(OKaIbHas

Mukpockonus); *py<0,05 B cpaBHEHUU C KOHTPOJIEM.
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Takum 00pa3oM, MPOJIOHTHPOBAHHOE BO3ACHCTBHE TE€TEPOreHHONW CMECH
AMUHOKHCJIOT ¥ TIENTHAOB BBI3BIBACT B MEPUPEPHUIESCKOM OTIEIEC 00OHATEIHLHOTO
aHaIM3aTopa YJbTPACTPYKTYPHbIC TIEPECTPOMKUA KaK PEUENTOPHBIX, TaK U
INIMAJIBHBIX KJIETOK, YaCTh M3 KOTOPBIX Jlajiee MOABEpraeTcs ruoeiau. ITH JTaHHbIC
COIIACYIOTCSI C MCCJIEAOBAHUSAMH, MPOBEACHHBIMM Ha NEPBUYHON KYJIbTYype
O0OOHATENIBHBIX KJIETOK KPBIC, B KOTOPBIX IMOKAa3aHO, YTO JJUTeabpHOe (10 13 MuH)
BO3JCHCTBUE MAaXy4YWX BEIIECTB 3aIyCKAET B HUX Ca?*-3aBucnMsIe MPOLIECCHI
MIPOrpaMMHUPOBAHHON THOEIHU KIETOK, compsbkeHHble ¢ dparmentanueit JTHK,
aKTHBallMeW Kacmasbl-3 W JKcrosuiued dochatuamicepuHa Ha BHEITHEH

meMmOpane kiaetok [Brauchi et al., 2006].

5.5 HeiliporeHne3 B 000HSITEJIbHOM 3MHUTEIHN Y PbI0 B KOHTPOJIE H MOCJIE
MPOJ0JKUTEIHHOM OJJOPAHTHON CTUMYJISIIMU IeTEPOreHHON CMeChIo

AMHUHOKHCJIOT U NIICNITHI0B.

B B3 ¢ BLISBIEHHBIMH (DaKTaMd 3HAYHMTENBHBIX JEr€HEPATHBHBIX
U3MEHEHHH KIETOK JIOTMYHBIM OBUIO IPEAIONIOKUTh, YTO B OJIb(PAKTOPHOM
SIUTEINN SKCIIEPUMEHTAIBHBIX PHI0 MOTIYT OBITH AKTUBU3UPOBAHBI TAKKE U
KOMIIEHCATOPHEIE IIPOILIECCHl HeliporeHesa. Kak OTMEYanoch B JIMTEPATYPHOM
0030pe, 00pa30BaHHE HOBBIX KJIETOK BCErJa HMEET MECTO B OOOHSTEIHLHOM
anmaparte >KUBOTHBIX M IOJIEPKUBAECTCA 33 CUET MUTOTHYECKOM aKTUBHOCTH M
TG PEPEHIIMPOBKH PACIIONOKEHHBIX 31€Ch PETHOHAIBHBIX CTBOJOBLIX KJIETOK —
IpeIIIeCTBEHHUKOB Beex aneMenToB snutenus [Huard, Schwob, 1995; Cau et al.,
2002; Schwob, Jang, 2006]. C momompi0 pa3IndHBIX METOAOB CBETOBOH U
KOH(OKAILHONH MHUKPOCKOIIMM Ha PasHbIX BHMIAX PO MbI IIPOAaHAIM3UPOBAIIH
HEKOTOPHIE LUTOJIOTUYECKUE IIOKA3ATENH, KOTOPBIE IO3BOISIOT OOBEKTHBHO
OICHUTh MHTOTHYECKYI0 aKTUBHOCTh M JajbHeimyro audGhepeHInpoBKy
0a3anbHBIX KJIETOK Y KOHTPOJIBHBIX PBHIO M IIOCIIE€ HMX DKCIO3MIHH B YCIOBHSIX

JUTUTEIBHO JACUCTBYIOMMX 3anaxoB [Kiumenkos u np., 2011].
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5.6 AKTHBANUA SIAPBIIIEK B 0a3aJbHbIX (CTBOJIOBBIX) KJI€TKAX IMHUTETUA

J17is1 BBISIBIICHUSI HHTEHCUBHOCTH TIPOIIECCOB HEMpOTreHe3a Y KOHTPOJIbHBIX U
OMBITHBIX PBIO B KA4eCTBE OJHOTO W3 IMTOJIOTMYECKUX MApKEPOB MBI
UCTIONB30BaIM  MOP(OJOTHUECKHE MapaMeTphl SAPHIIIEK CTBOJOBBIX KIIETOK,
JIOKAJIM30BaHHBIX B 0a3ajbHBIX OTAeNax SnuTenus. VIMEHHO B 3THUX KJIETKax
pean3yloTCs MPOLECChl KIETOYHOTO JIeJCHUs U JaJbHEHIIero pa3BUTHUSA
HOBOOOpA30BaHHBIX KJIETOK. M3BECTHO, 4YTO SAPBILIKH MPEACTABISAIOT COOOM
CTPYKTYPHOE€ BBIPAKEHUE aKTUBHOCTU PUOOCOMHBIX I'€HOB B MHTEP(a3HbIX sApax
IYKApUOTHUYECKUX KIIETOK M yBEIMYCHHE UX 00BEMA ABIAETCS YETKUM KPUTEPUEM
BO3pacTaHus UX Metabosm3Mma rpu pocte u nuddepeniuporke [Hadjiolov, 1985].
B cBsi3u ¢ 3TUM, C MOMOINBIO METOAAa M30MPATENbHOM OKPACKU SAPBIMICK MBI
CPaBHUJIU CTETICHb UX MOP(OIOTUIECKOTO PA3BUTHS B siipax 0a3albHBIX KIETOK y
JIBYX BUJOB PbIO (OOBIKHOBEHHBIN TOJBSH U KEMUY)KHBIA TypamMH) B KOHTPOJIE U
nocjie ux aaurenbHor (15 cyT.) oOopaHTHON CTUMYJISILIMM T€TEPOr€HHON CMEChIO
AMUHOKHCIIOT U IENTHU]IOB.

OOoHsATENbHBIE  PO3ETKHU, IMOJATOTOBJIIEHHBIE IMYTEM  «CTPAXUBAHUS—
OTIEYAThIBAaHUS» MPEACTABISAIOT cOO0OM mMpenaparbl B TOM MM HHOW CTENEHH
JUCCOLMUPOBAHHBIX SJI€p, OKPAIICHHBIX a30THOKUCIBIM CEpedpoM IO METOAY
Xosemra u bnetika [Howell, Black, 1980]. Pazmepsr u dopma simep B3pOCIbIX
PELENTOPHBIX U OMOPHBIX KJIETOK CYIIECTBEHHO OTJIMYAIOTCS OT TaKOBBIX y Ooiee
MeNKUX ManoauddepeHIIPOBaHHBIX CTBOJOBBIX KJIETOK. Y B3POCIBIX HEHPOHOB U
OOKJIQIOYHBIX KIETOK sifipa OoJiee KpYyMHBIC, BBITIHYTHI B BEPTHUKATHHOM (IO
OTHOIIEHUIO K 0a3anbHON MeMOpaHe) HampaBlIeHU! U, KaK MpaBuio, coaepxar 1-2
SPBITIKA, JTOKAJTM30BAaHHBIX THOO B IEHTpe, TMO0 1Mo KpasM sapa. [Ipu manHOM
METOJIe TIOJTOTOBKM TPENapaToB y PElENTOPHBIX KIETOK MHOT/Aa HaOII0IaloTCs
YaCTUYHO COXPAHUBILHUECS BBITAHYTHIE MEepUpEpUUECKUe OTPOCTKU U aKCOHBI, YTO
JieNaeT WX JIETKO Y3HABa€MBIMH CPEIU IPYTHUX KIIETOUYHBIX SJIEMEHTOB SIUTEIHS.
B cpaBHeHMM ¢ 3TUM, SAEpHBIM MaTepuaj CTBOJOBBIX KIJIETOK BCErja HMMEET

OKpYTIYyI0 (JOpPMY U y UCCIIETOBAHHBIX AKBAPUYMHBIX PbIO OOBIYHO COAEPKUT 2-3
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ONTUYECKH IJIOTHBIX 00JIee MEJIKUX SAPBIIIKA, PACIIOJIOKEHHBIX OJIMKE K LIEHTPY,
WM TI0 Tiepudepuu sapa.

[IpoBeAEHHBIN TUTOJOTUYECKUA aHAIU3 MOKAa3bIBAET, YTO KaK B KOHTPOIE,
TaKk M B JKCIEpUMEHTE sipa Manoau@depeHIIupOBaHHbIX 0a3ajJbHBIX KIIETOK
JEMOHCTPUPYIOT Pa3HYIO0 CTENEHb Pa3BUTHS sphImiek. [lociie  XpOHUYECKOTO
BO3JICUCTBUSI TETEPOT€HHOM CMEChI0 AMHUHOKUCIOT M TENTHAOB B 0a3albHOM
SMUTEMH Yy TOJIbSSHA W TypaMH IMPOUCXOJHWT YBEIWYCHUE YHCIIA KIETOK C
MOBBINIEHHON aKTUBHOCTHIO, O YEM CBUJIETEIHCTBYIOT MOJIYUYEHHBIC JaHHbIE. Tak,
y ToJibsiHa B KOHTpoJie (puc. 58) cpennee 3HaYeHUE saphikoBoro uuaekca (Inl) B
cinyuaiinoi BeiOOpke n3100 knerok cocrasmiset 3,9 +0,5 %, a B SKCIEpUMEHTE OHO
noctoBepHo (p< 0,001) Bo3pacraer o 5,5+ 0,9 % (puc. 59). Y rypamu B KOHTpoOJIE
(puc. 60, a) 3TOT MOKa3aTeNb B ciy4daiHOUM BhIOOpKE M3100 KiteTok paBeH 5,5+0,9
%, a B akcniepumenTe (puc. 60, 6-r) or mocroBepHo (p< 0,001) yBenmnuuBaercs 110
7,8+1,4 %. XapakTepHO, UTO KaK Yy KOHTPOJIbHBIX, TAK U y AKCIEPUMEHTAIbHBIX
oco0eil B 0a3aJIbHBIX OT/IEaX SIMUTETUS CPEAU SAep, MPUHAIICIKAIINX CTBOJOBBIM
KJIETKaM, WHOTJIa BCTPEUYAIOTCS HEMHOTOYHUCIICHHBbIC, Oojiee KpyMHBIE Sapa C
¢urypamu muto3oB. Kpome toro, oOpamaer Ha ce0s BHUMaHue (akT, 4TO B
OMBITHBIX TPyHIax pbI0 sapa ¢ YBEIUYCHHBIMH ITOKA3aTEISIMHU  SAPBIIIKOBOTO
WHJIEKCA 4acTo (DOPMHUPYIOT OTACIbHBIC, XOPOIIO BHIPAKEHHBIC MOIYJISIIIUN U3 S/
KJIETOK (puc. 59, a; 60, 0).

Hcxonss U3 TOMYyYEHHBIX pPE3yJbTaTOB MOXHO I10Jarath, YTO BO3POCIIHE
3HAUCHUS SAPHIIIKOBOTO WHACKCA B KJIETKaX O0a3albHBIX CJIOEB DIUATEIHUS
OTpaXkaroT CYIIECTBEHHOE YCUIICHHUE MPOUCXOAIINX B HUX IIPOIIECCOB OCITKOBOTO
CHUHTE3a, YTO HEOOXOAMMO JIi OOECIeYeHUsT HMX pOCTa U TOCISAYIOIIeH
mudpepeHIIMPOBKH B 3peiible PEICITOPHBIE M OMOPHBIC KIETKH. BeposTHO, Takas
aKTHUBAIIMS TMPOIICCCOB HEHWpOTeHe3a HOCUT aJalTUBHBIA XapaKTep W HalpaBicHa
Ha BOCCTAHOBJICHHME TIOCJIE aroNTOo3a HWCXOJHOTO KOJMYECTBA  KIIETOK,
HEOOXOAUMBIX JJIS MOJJEP>KaHUsSI COOTBETCTBYIOLIEIO YPOBHS OOOHSATEIHHOM

pELICTIIIHH.
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Pucynok 58. Huszkue mnokazaTenu SAPHIIIKOBOTO HHJEKCA B SApaxX KIETOK
OOOHATENBHOTO JMHUTENNS OOBIKHOBEHHOTO TOJNbSHA B KOHTposie. A — OJHM3KO
PACIONIOKEHHBIE Siipa OMOPHBIX M PELENTOPHBIX KIETOK B IIEJIOCTHOM Yy4YacTKe
anuTeNns; 0, B — OTJACIBHBIC s/Ipa PEIENTOPHBIX KICTOK C YaCTUYHO COXPAaHUBITUMUCS
OTPOCTKaMH; T — Siipa CTBOJIOBBIX KJIETOK C HU3KUM SIIAPBIIIKOBBIM HHICKCOM; T —
CTBOJIOBBIC KJICTKH B TIOKOE U B TIpoliecce JieieHus (ToKa3aHo CTpeikoit); Macmrad — 10

MKM.
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Pucynox 59. ['pynmel simep CTBOJOBBIX KIETOK C pa3HBIMH 3HAYCHHUSIMH
SIPBIIIKOBOTO HMHJEKCA B OOOHATENTHLHOM DSIUTEINMH Y OOBIKHOBEHHOTO TOJIbSHA B
JKCIIepUMEHTE. A — siipa C MOBBIIICHHBIMU MMOKa3aTeNIMU SIIPBIIIKOBOIO MHJIEKCA; O —
sipa C HU3KMMH TOKa3aTelsiMU SAJPBIIIKOBOTO HMHIAEKCA; B, T — fApa C pa3InYHbIM

YPOBHEM aKTUBHOCTH siApbItiiek. Macmtad: 10 MwM.
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Pucynox 60. Slnpa cCTBOJMOBBIX KJIETOK B OOOHSTEIBHOM SMUTEIUH Y TypaMu B
KOHTposie (a) U B 3KcnepumeHte (0-T). A — rpynmna siaep ¢ HU3KMMHM 3HaYeHUSIMU
SJPBIIIKOBOTO UHJEKCA; O — Apa ¢ BBICOKMMH MOKa3aTeIsIMH SAPBIIIKOBOrO UHJEKCA; B,
I — sA7pa C PA3JIMYHBIM YpPOBHEM AaKTHUBHOCTH sjpblimiek. CTpesnkoid MNoKa3zaHO SApo

nensmeics kiretkn. Macmra6o: 10 MKkm.
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5.7 Ouenka npoJngepaTHBHON AKTUBHOCTH KJIE€TOK B 000HSITEJILHOM

IMUTEJINH Y KOHTPOJIBHBIX PbI® ¢ momMombio BrdU

JlanHabpie 00 aKTHBAIMKM TPOIIECCOB HEHpOTeHe3a B SKCIEPUMEHTAIBHBIX
Ipynmax pbl0 TMOATBEPXKIAIOTCS TakkKe TecTaMd Ha MPOJIUQEepaTHBHYIO
aKTUBHOCTbH, OTPECIIEMYI0 HaMH C IOMOIIBI0 Opomiae3okcuypuanaa (BrdU) —
CUHTETUYECKOTO HYKJICO3H1a, KOTOPHI MOXET 3aMEHSATh TUMHUIWH B IMPOIIECCE
perumukaruu JIHK [Gratzner, 1982]. HyxHo cka3aTh, 9YTO OOBIYHO JIOKAJTU3AIHIO
BrdU-no3uTHBHBIX KJIETOK B CEHCOPHOM allapare HCCICAYIOT Ha ITOJTYTOHKHX
3aMOpOKEHHBIX, 0O JemapapHU3UPOBAHHBIX cpe3ax [Giannetti et al., 2004; Kai
et al., 2005; Tucker et al., 2010; Paschaki et al., 2013; Brann et al., 2015;
Bayramli et al., 2017]. Ilo-HameMy MHEHHIO, 3TO HE J]aeT BO3MOXKHOCTH YBHUJCTD
TOTAJIbHYIO KapTUHY MPOCTPAHCTBEHHOTO pacIpe/ielieHuss HOBOOOPa30BaHHBIX
KJIETOK B TOJIIE SIUTEHSA, YTO OCOOCHHO Ba)KHO Ha 0OoJjiee MO3THUX CPOKax HMX
Murpamuu u qudepeHpoBku. B cBs3U ¢ 3TUM, HEHpOoreHe3 U MyTH JalbHenIen
TPAaHCTIOPTUPOBKHU KJIETOK MBI U3y4YaH C MIOMOIIbI0 KOH(POKATEHON MUKPOCKOIIUN
TOJIBKO Ha IEJOCTHBIX OOOHSITEIIBHBIX PO3ETKaX. JTHU UCCIICIOBAHUS MPOBEIACHBI
Ha TPEICTAaBUTENAX IBYX BHIOB pbIO: kameHHoW mmmpokonooke (P. knerii,) u
xemuykHoMm rTypamu (T. leeri). Ilpuuem, y IIMPOKOJOOKH MHTOTHYECKYIO
AKTUBHOCTbH OLICHMBAJIA uepe3 12 yacoB, a y Typamu — Ha JABYX Cpokax: uepe3 12
4acoB M uepe3 36 4acoB BHyTpuOpronmmHHOW uHbeknmu BrdU. Jlns storo B
oOpasiiax BCs TOJIAa OOOHATENBHBIX CKJIaJ0K B mporpamme Imaris 7.2.3 Obuia
MojicJicHa Ha OTJEIbHBIE KOMITAPTMEHTHI (00BbeMOM 1x10° pm3), B KaXXIIOM M3
KOTOPBIX Ha pasHbIX cpokax uHKyOammu BrdU moacuuThiBagoch KOJUYECTBO
KJICTOK, BKIJIFOUMBIIHUX METKY. TakuM 00pa3oM, HCIOJIb30BaHHE STOTO TOIX0Ja
MO3BOJIMIIO HE TOJIBKO OMPEICTUTh MHTEHCUBHOCTh NIPOIrepaTUBHON aKTHBHOCTH
KJIETOK y KOHTPOJBHBIX M ONBITHBIX pPbIO, HO W BBIABUTH JUHAMHKY UX
TonorpadYecKoro paclpeiesieHUus B SMUTEINH BO BpPeMEHH. MBI HE CTaBUIIU

nepes coOOl IeNb OLIEHUTh COOTHOIIEHHE TMCTOTUIOB KIIETOK (PEHEenTOPHBIX U
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OTIOPHBIX) WJIM Kakux JHO0 APYrux MapkepoB uX Au(PepeHInpOBKH, KOTOpPHIE
BO3HHMKAIOT B KJIETKAaX IO XOJIy WX Pa3BUTHSA, IMOjaras, 4To 3TH 3aJa4dl HYKHO
pemaTth B CIeUUaIbHBIX HCCIenoBaHUAX. Ha Hammx mpemaparax sapa KIETOK,
BkmounBmux BrdU, BcmenctBue cBs3biBanus aHtuten (MedeHsix  FITC),
OKpAIIICHBI 3€JICHBIM IIBETOM, a S/Ipa KJIETOK, HE BKJIFOYHMBIIHNX JTaHHYIO METKY,
¢dyopecupyloT B KpacHOM 00JacTH CIEKTpa TIOCJI€ CBS3BIBAHUA  7-
AMUHOAKTHHOMHUITHA.

Kamennas wupoxonooka (P. knerii). Y ocobeli u3 KOHTPOJBHOU TPYIIITbI
OallKaJIbCKUX IIHPOKOJIOOOK dYepe3 12 YacoB ToCiHe HWHBEKIUU BrdU
npoju(epaTUBHO AaKTHBHBIE KJIETKA OOBIYHO pPaclojiararoTcs OTAENIbHO, JUOO B
BUJIE HEMHOTOYHUCIEHHBIX (70 9 KIETOK), Wiau OoJjiee KPYIHBIX KJIACTEPOB,
cocrosimux u3 10-20 kirerok (puc. 61).

Kak menkue, Tak ¥ KpymHBbIE TPYMIBI KJIETOK OoJjiee-MEHEEe PaBHOMEPHO
paccpeioTOUYeHbl B TOJINE DSIUTETUS. XapakTepHO, YTO MEJIKUE KIIACTephl
3aHMMAalOT OCHOBHYIO (95 %) momo oT Bcero oobema Tkanu. Ha oo KpymHbIX
rpymi saep ¢ Metkoit BrdU npuxoauTest TOJIbKO He3HAYUTEIbHAS YaCTh IUTEIIHS
— 5 %. DTO roBOpUT O TOM, B OTCYTCTBHUU OOOHSATEIHHBIX CTUMYJIOB HEHpOreHe3
peann3yeTcsl TOJIBKO 3a cueT HeOOJBIION MOMYyIAUN Tponru(epaTUBHO aKTUBHBIX
KJIETOK, 3aHUMAIOIIUX MO O0BEMY OCHOBHYIO 4acTh smurenus. OOiiee 4ucio
KJICTOK, BKJTIOUMBIINX METKY B KOHTpOIe, coctaBiser 5.06 + 1.67 na xaxmsie 10°
mkm® (puc. 62, 1).

Kemuy:knbrii rypamu (T. leeri). YV sxeMuyKHOTO TypamMu Ha JaHHOM CPOKE
(12 4.) wnkybamuu BrdU B menom HaOmogaeTcs aHajorumyHas KapTHHA
pacnpeneneHuss MEYCHBIX KJIETOK: OCHOBHOM 00beM (95 %) snurtenus comepkut
TONBKO HeOombmue (< 9) Kiactepbl IeIsUIMXCS KIETOK. bonee KpyrnHbie
ckorierus (10—-20) kIeTok cocpenoToUeHbl TOJILKO B HeOobmioM (5 %) oObeme
TkaHu (puc. 63, 64). OOmas TUIOTHOCTH pacCHpeAcICHUS MOJOJBIX KJICTOK B
SIUTEINHU OJIU3Ka ¢ TAKOBOM Y KaMEHHOU IIMPOKOJIOOKH (puc. 62, 2).

Yepes 36 uacoB nocie nnbekimu BrdU kaprtina pacnpeneneHuss ME4eHbIX

KJICTOK B SIIUTCIIMU CYIICCTBCHHO U3MCHSCTCS. B 6a3anbHBIX CHOSIX U B CpGI[HGfI
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Pucynok 61. OtaenbHbie CKIaAKA OOOHSATEIBHOTO SMUTENN Y KAMEHHOU MIHUPOKOIOOKH

B KoHTposie (12 u. wmukyOammu BrdU). W3OuparenbHas okpacka sjaep KICTOK,

BriounBIMX BrdU (oTMedeHbI cTpeikamMu) ¢ MOMOIIBbIO aHTHTeN, MedeHbix FITC k

BrdU (3enensrit). Henmensimuecss siipa KISTOK OKpPAIICHBI 7-aMHHOAKTHHOMMIIMHOM

(kpacHbIi); KOH(OKampHAs MHKpOcKomus; 3D-pekoHCTpykiuu. A, B — B KpPacHOM U

3CJICHOM KaHajaax, 6, I — B 3CJICHOM KaHAJIC, TMOKAa3aHbl KJIACTCPhl C ITOBBIIICHHBIM

YUCJIIOM HpOJ'II/I(i)epaTI/IBHO AKTHUBHBIX KJICTOK.



175

Boxplot Group
Variable: total green cell number/ 100000 mkm?
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Pucynoxk 62. Cpennee uucio KiIeTOK, BimouumBmux BrdU y kameHHO#

5 3
mupoKoooku (1) u y sxkeMuykHOTO Typamu (2) B KoHTposie Ha 10° MKM 000HSTEIBHOTO
snutenust; P< 0,001; rpaduk mMocTpoeH Mo JaHHBIM KOJMYECTBEHHOTO aHain3a Z-CTeKOB

(xoH(]OKaITBbHAST MUKPOCKOTTHS).
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Pucynok 63. OtaenbHas ckiiajgka 000HSATEIBHOTO SMUTENHS Y TypaMu B KoHTpose (12
4, uakyOanuu BrdU). UsOupatensHas oxpacka sgep kinerok, Bkmouumux BrdU c
nomoteio antuten, medensix FITC k BrdU (senmensiit). Henmensiumecs sapa KieTok
OKpalleHbl 7-aMUHOAKTHHOMHUIIMHOM (KpacHbIi); KoH(OKambHas MuKpockomnwus; 3D-
PEKOHCTPYKLIMU. A — B KPacHOM M 3€JIEHOM KaHajlax; O — B 3€JICHOM KaHaje; BHUJIHBI

HCMHOT'OYHNCJICHHBIC AapPa HOBOO6p330BaHHI>IX KJICTOK.
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Pucynok 64. OtaenbHble CKIaJAKH OOOHSTEIBHOIO AMUTENNs Y TypaMu B KoHTpouse (12
v, uHkyOanuu BrdU). M30uparenbHas okpacka sjep KIETOK, BkmtouwBmmx BrdU, c
nomoinipto anturen, medeHbix FITC k BrdU (3enmensrit). Henensimmecst siapa KJIETOK
OKpalleHbl 7-aMUHOAKTHHOMHUIIMHOM (KpacHbIi); KOoH(OKambHas Mukpockonus; 3D-
PEKOHCTPYKIIMH. A, B — B KPAaCHOM U 3€JICHOM KaHajax; O, T — B 3eJICHOM KaHaJie; BO BCEH
TOJILIE DSMUTETUS BUIHBI HEMHOTOYHCIEHHBIE sipa MOJOJBIX KIJIETOK, BKIIIOUMBIIUE

METKY (TI0Ka3aHbl CTPEJIKAMM).

YaCTU ANUTENUS ACJSIIMEcs KIETKH NMPaKTUYeCKU OTCYTCTBYIOT. Ha 3TOoM cpoke
uHKyOaru ¢ BrdU oHM BBISIBIISIIOTCS TOJBKO B MOBEPXHOCTHOM CJIO€ SIHUTEIIHS,
rae oOpasyroT odveHb KpynHble BrdU-mosutuBHBIE CcKOmIeHHS KIeToK. OHH

HacuuThiBaloT 10 100-150 unmm OGosbliee KOMMYECTBO KIETOK, KOTOPBIE MBI
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YCIIOBHO Ha3BaJld KJIIETOYHBIMH JAoMeHaMu (puc. 65-67). Takum 00pa3oM, Kak U B
paboTax 1o (GpyHKIHOHAIBHOMY KapTupoBaHuto snutenms [Buck, 1996; Mori et
al.,, 2006] »ToT TepMHUH MBI HCIOJB30BaIH I OOO3HAYEHHUS KICTOYHBIX
NOMYJSUNA, KOTOPbIE XapaKTEPU3YIOTCS TMOBBIIMICHHBIM YHCJIOM  MOJOJBIX
(BKITIOUMBIIIUX METKY) KJIETOK W PAaCIOjararoTcs TOJIBKO B IPHUIIOBEPXHOCTHBIX
30HAaX  JMUTENUs, YTO TOBOPUT O  3aBEPUICHHOCTH  IMPOILIECCOB  HUX
MO3UIIMOHUPOBAaHMSA. XapaKTEpPHO, YTO TaKWe JOMEHBI, KaK IIPaBUIIO,
chOpMHUpPOBaHbI B BHUJE YIUIOMIEHHBIX CJIOEB, COCTOAIIMX W3 OJHOTO psija siiaep
MOJIOZBIX KJIETOK. Ha mpeacTaBieHHBIX pHCYHKax mpuBeneHbl 3D-cteku
TOTAJIBHBIX TIPENApaToB OOOHATEIBHBIX CKJIAJOK, B KOTOPBHIX OTYETINBO BUIHBI
TaKHe JIOKAIbHBIE CKOIUICHUS KJIETOK, BKIIIOUMUBIIMX METKY. XOpOIIO BUIHO, YTO
TPYIIBl  SiAep KIETOK C  MapKepoM BCerJa pacrlojiaraloTcs TOJIBKO B
MTIOBEPXHOCTHOM 30HE JMUTEINHS, B3aMMOJICMCTBYIONIECH C BHEIIHEN cpenou. B
HEKOTOPBIX CIIy4asX HaJ CIIOEM MOJOJBIX KJIETOK OOHApY>KHUBAETCS TOJIBKO OJUH
CJION 3penbiX szep, He BriaroumBinux BrdU. ITnomans moBepXHOCTH, 3aHUMaeMast
OTIIEJILHOM TPyIIOl HOBOOOPA30BAaHHBIX KIIETOK, HAXOAUTCs B mpenenax ot 200
10 800 MKM®, 4TO coctaBisier 1-3 % OT IUIONIAAN BCEil MOBEPXHOCTH TEPBUYHOM
o0OHATENBHOW CKIanku. Ha pasHeIX mpenaparax B OTACIBHBIX JICTIECTKaX
OOOHSITETLHOM PO3ETKM OOBIYHO BBISIBISIETCS OT JIBYX 10 CEMH WJIM HEMHOTHM
OoJiee Takux oOpazoBaHuil. OOHaPYKEHHbIC TOMEHBI U3 MOJIOJIBIX KJIETOK OOBIYHO
pacrojaraloTcsi Ipyr OoT Jpyra Ha paBHOyAaJieHHOM pacctosHuu (20-40 Mxm),
dbopmMupyst B HAPYKHOM CJIO€ DIUTEIHUS 00Jiee-MEHEe YIOPSIOYCHHBI MO3aNIHbIN
pucyHok (puc. 65-67). Kakum 00pa3oM CHHXPOHHO 10 BCEMY 00bEMY DIHUTEIINS B
€ro TOBEPXHOCTHOM CJIO€ MOTYT BO3HHMKATh TAaKWE KOMIIAKTHBIC TPYIIIbI U3
HOBOOOPa30BaHHBIX KJIETOK? V3BECTHO, 4YTO TIPOTCHUTOPHBIC KIETKH —
MIPEAMISCTBEHHUKH BCEX KIIETOYHBIX 3JIEMCHTOB PACIOJIaraloTCsS B CAaMOM HUKHEM
cloe oJnuTenus - Ha 0OazampHOM MemOpane [lwai et al., 2008]. Hamm
UTOXUMHUYECKHE JaHHbIE IOKA3bIBAIOT, YTO MOJIOJbIE KIJIETOUHBIE AJIEMEHTHI,

BO3HHMKIINEC ITOCJIC ACJICHUA HCXOI[HOﬁ MaTepHHCKOI;'I KJICTKH, IICPCMCIIAIOTCA
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Pucynok 65. HoBooOpa3oBaHHBIC KIIETKH, KOMITAKTHO PACIIOJIOKEHHBIC B BHUIC
JIOMEHOB (ITOKa3aHbl CTPEJIKAMHU) B TOBEPXHOCTHOM CJIO€ OOOHATENHHOTO AMUTENUS Y
rypamu uyepe3 36 dacoB mocie uHbekinuu BrdU. M3ouparenbHas okpacka saep KIETOK,
sxmounBmx BrdU, ¢ momompio antuten, medenwix FITC x BrdU (3enensrit);
HeJeNsdluMecs  sjapa  KIETOK  OKpalleHbl  aMHHOAKTUHOMHUIIMHOM  (KpacHbIN);
KOH(OKaIbHasi MUKPOCKOMHS; 3D-peKOHCTPYKIIMHU. A — TOTAJIbHBINA MpenapaT OTACIbHON
CKJIAJIKM OOOHSTENBHOM pO3eTKH (NMPOCBEUMBAIOIIUN pEeXKHUM);, O — MO3aWYHO
pPacHoIOKEHHbIE JIOMEHbl B COCTaBe JABYX PAJIOM PAaCIHOJOKEHHBIX OJIb(PAKTOPHBIX
CKIaI0K; B — mipodusib goro "O" B 3eeHOM KaHale; T, A, € — JBa OTIEIbHBIX JOMEHA,
n300paKeHHBIE B Pa3HbIX paKypcax: I' — BHUJ CBEpXY, 1 — BUJ B Npoduib; € — BUJ Ha

TPyl HE3PEJbIX KJIETOK CO CTOPOHBI Oa3aibHOW MEMOpPAHBI.
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Pucynok 66. OtnenbHbie TOMEHBI (ITOKa3aHbl CTpPENIKaMH), c(hopMUpOBaHHbIE U3
MOJIO/IBIX KJIETOK B MOBEPXHOCTHOM CJIO€ 3MUTENUS y TypaMu uepe3 36 4dacoB Moclie
uabeknuu BrdU. U30OuparenbHas okpacka sjgep KIeTOK, BkmoumBmmx BrdU, c
noMoipto anturen, meuensix FITC x BrdU (3eneHbIil); HeAeNsImuecs sAapa KIETOK
OKpalieHbl 7 — aMHHOAKTHUHOMUIIMHOM (KpacHbIi); KoH(pOKanbHas MUKpockomus; 3D-
PEKOHCTPYKLUU. A — OT/IeTIbHAs CKIIaJKa 00OHATEIbHONU po3eTKU; O — mpoduib JOMEHOB
(poro "a" B 3enmeHOM KaHaie); B — sAApa KIETOK, HE BKIIOYMBIIUX METKY (TIOKa3aHbI
TOHKMMM CTPEJIKaMH), JIOKAJU30BaHHbIE HAJl CKOIUIEHHUEM INpPOJIU(PEpaTUBHO AKTUBHBIX

nn,

KIJICTOK; T' — YBCIIMYCHHOC (1)OTO B O— 0COOEHHOCTH pacmosI0OKCHUA JOMCHOB B TOJIIIC

snutenus (mpoduias u3 Gorto """ B 3eI€HOM KaHaJe).
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Pucynok 67. MozauuHoe pacnpeneneHue T0MEHOB (TOKa3aHbl CTpeJIKaMu),
00pa3oBaHHBIX MOJIOJIBIMU KJIETKAMU B TTIOBEPXHOCTHOM CJIO€ SIUTENHUS Y TypaMu 4yepe3
36 vacoB nocne uHbekimu BrdU. M30uparenbHas okpacka siiep KICTOK, BKIFOUMBIITUX
BrdU, ¢ nmomomsio antuten, medenslx FITC x BrdU (3emeHsbIil); HememsImecs sapa
KJIETOK OKpAIlleHbl 7 — aMUHOAKTHHOMHUIIMHOM (KpacHbIN); KOH(OKaTbHAS MUKPOCKOTIHS;
3D-pexkoHCTpyKIIMU. A — y4acTOK OTAENbHOM CKIAJKW OOOHSATEIbHOM po3eTKH; O —
oTnenbpHbIe ToMeHbI (hoTo "a" B 3eeHOM KaHaje) ¢ 0003HAYCHHEM UX IUIOIIAIU B MKMZ;

B — HpO('l)I/IJII) JOMCHOB B aIlMKaJIbHBIX OTACJIaX SIIUTCIINA.

B BCPXHHUC OTACJBI JIMHUTCIINA, I'ZI€C OHHU O6’BCJII/IH$[}OTC$I, q)OpMI/IpyH OTACIBHBIC
JIOKYCBI. BOBMO)KHO, 4TO IIpHU 3TOM OHH 3aMCIOAaroT QHAJIOTUYHBIM 1O 06’beMy
KIIaCTCp KIICTOK, 3aKOHYHUBIINX CBOM >KM3HCHHBIN ITUKII. CY,Z[?I 10 BBICOKOH
KOHOCHTPAINH MAPKUPOBAHHLIX KJIICTOK B TAKUX IIPOCTPAHCTBCHHO OI'PAHUYCHHBIX

JIOKyCax OJIMTCIWA, MOXHO HIPCAIIOJI0XKHUTb, YTO K&)I(I[BIﬁ U3 HHUX ABJIICTCA



182

pe3yabTaToM Mnposudepannu OAHOW, WIM HECKOJbKUX KIIETOK-NPEAIIECTBEHHUII.
[locne BcTpaMBaHUSI MOJOIBIX KJIETOK B aNMKAJbHBIA OTAEN SIUTENUS OHU
YCTaHaBJIMBAIOT JIPYT C APYTOM MU C PACIIOJIOKEHHBIMH TaM KJIETKaMH MPOYHbBIC
IUIOTHBIE KOHTAKThl M YK€ HE MHUIPUPYIOT B JpYru€ YYacTKU SIUTEIHUS.
OOHapyXeHHBII HaMU CHOCO0 pereHepaldyd KIETOK MyTEM 3aMELICHUs Cpa3y
HEIBIX TPyHn OJM3KO pACMOJIOKEHHBIX KIETOK MO BCEH IUIOMIAAU ASIUTEIHS
CBUJIETEJIbCTBYET O BHICOKOW CTENEHU YMOPSIOUCHHOCTH MPOIIECCOB HEMpOreHesa.
B cBs3u ¢ 3TUM, BO3HHMKAET JiBa BONPOCA: KAKOBA CHEIU(DUUYHOCTH PEIENTOPHBIX
KJIETOK, BXOJSIIUX B COCTaB ATUX JOMEHOB? MOXKET 1M Takas Mo3auyHas
OpraHu3alys SIUTENUs] KaKuM-TO 0O0pa3oM oO0ecleunBaTh CTPYKTypHUpPOBaHUE
MEPBUYHBIX MIPOLIECCOB BOCIPUSATHUS CIOXKHBIX 3aMaxoB?

N3BecTHO, uTO B X04€¢ MUDPEPEHIIUPOBKH PELENTOPHBIX KIECTOK B KaXKIOU
U3 HUX W3 BCEro MYJbTUTCHHOTO CEMEHCTBA MPOUCXOAUT OTOOP TOJIBKO OJHOTO
reéHa, KOJMPYIOIIETO OJOPaHT-CBS3BIBAIOIINE pPELENnTOpbl. B CBS3M ¢ Tem, 4TO
JIOKJIM30BAaHHBIE B TAKUX KJIACTEPAX PEUENTOPHBIC KIETKU SBIISIIOTCS MOTOMKaMU
OJTHOM (MM HECKOJIbKUX) KIJIETOK-TIPEAIISCTBEHHUI], MOKHO TPEIIOIOKUTh, UYTO
OHM MOTYT DJKCIPECCHUPOBATH OEIKU-PEHENTOPhl C OIHON (MM HECKOJBKUMHU)
Bapuantamu cnemupuunoctu. C  Apyrol CTOpPOHBI, B COOTBETCTBUH C
o0CyXX/1aeMbIM B TIOCJEIHEE BPEMsSI CTOXACTUYECKUM TMPHUHIIUIIOM HKCIPECCUU
OJIOpaHT-CBs3bIBAIONIMX perentopoB [Serizawa et al., 2003; Mombaerts, 2004,
Shykind, 2005; Clowney et al.,, 2011; Magklara et al., 2011; Magklara,
Lomvardas, 2013] Henb3s1 HCKII0YATh TOT0, YTO OOOHSATEIbHBIEC KICTKH, BXOIIIIHNE
B COCTaB€ TaKuUX JIOKaJbHBIX JIOMEHOB, MOTYT MpUOOpEeTaTh pasHyIo
cnenuUIHOCTh K 3amaxamM. He3aBHCHMO OT ATHX JBYX BapUaHTOB Pa3BUTHS,
HaIlld JJaHHBIE MOKA3bIBAIOT, YTO TAKHWE YETKO CTPYKTYPHPOBAHHBIC 0Opa30BaHMUS,
COCTOSIIIIE U3 HOBOOOPA30BAHHBIX OMOPHBIX U PEIENTOPHBIX KJIETOK, BOBHUKAIOT
B OJHOM HHTEpBaJie BPEMEHHU, CHHXPOHU3UPOBAHBI OTHOCHUTEIHLHO Hadalla WX
’KU3HEHHOT'O 1MKJIAa U BEPOSATHO MOTYT CTaOMIIbHO (DYHKIIMOHHUPOBATh B KaueCTBE

OTACIBbHBIX Cl)YHKLII/IOHaJIBHBIX CAHNHUII.


https://www.ncbi.nlm.nih.gov/pubmed/?term=Shykind%20BM%5BAuthor%5D&cauthor=true&cauthor_uid=15809271
https://www.ncbi.nlm.nih.gov/pubmed/?term=Magklara%20A%5BAuthor%5D&cauthor=true&cauthor_uid=23689023
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[Tonmy4yeHHbIC Pe3ybTaThl MOTYT OBITh BaKHBI B CBSI3U C OOCYKIAaCMbIM B
HocJeTHee BPEeMsl BOIIPOCOM O BO3MOXKHOCTH CYIIIECTBOBAHUS MTPOCTPAHCTBEHHOTO
KOJIa BOCIIPUSTHS 3aI1ax0B, KOTOPBIH MOXET CYIIECTBOBATh HA YPOBHE CEHCOPHOTO
oTzesia 00OHITEIbHONH CUCTEMbl. MHOTOYHCIICHHBIC JaHHBIC CBHICTCIBCTBYIOT O
TOM, 9YTO Yy MJICKOIHMTAIOIINX OOOHATCIBHBIA OJIHUTEIUH JIEMOHCTPUPYIOT
TOMOTPAPHUUECKYI0 30HAIBHOCTh B JKCIPECCHH MOJICKYJSPHBIX PELEHTOPOB K
OJIOpaHTaM: KJIETKH C OJMHAKOBOH YYBCTBHTEIHHOCTHIO (POPMHUPYIOT OTICIHHBIC,
IIPOCTPAHCTBEHHO pasrpaHnycHHbIe 30HBI [Buck, 1996; Mori et al., 2006; Arzi,
Sobel, 2011]. Hanuuue ¢ukcupoBaHHOW TONOrpaduvueckoil KapThl B SKCIIPECCUU
OOOHSITEILHBIX PELEITOPOB BBISIBIICHO TAKXKE B XEMOYYBCTBUTEIBHBIX aHTCHHAX Y
HacekoMbix [Vosshall et al., 1999]. Dnexrpodusuonorunueckue [Thommesen,
1982] u monekynsapHo-reHeTHnueckue uccienoanus [Weth et al., 1996; Bayramli
et al, 2017] yka3piBalOT Ha CYIIECTBOBAaHWE MOMOOHBIX MATTEPHOB
XEMOYYBCTBUTEIPHOCTH M B OOOHSATENBHBIX CKIaakax y pwid. Kpome Toro,
U3BECTHO, YTO AKCOHBI PEIENTOPHBIX KJICTOK CO CXOJHOH UYyBCTBHUTEIBHOCTBIO
MOCTYNAIOT B OJHY CHEIUAIM3UPOBAHHYIO CTPYKTypy — riomepyiny OJI, rme
OCYILIECTBIISCTCS TICPBUYHBIA aHAIN3 XHMHUYecKux curuajiaos [Buck, 1996; Mori,
Yoshihara, 1995; Vassar et al., 1994; Mori et al., 2006]. Bce 3tu nanHbIe TOBOPSIT
o ToMm, 4To Kak B OJI, Tak u Ha ypoBHE TepudepuIecKoro OTieiIa CEHCOPHOTO
ammaparta,  HPOCJCKHUBACTCA  OMNPEACICHHAas  CTPYKTYPHPOBAaHHOCTb B
NPOCTPAHCTBEHHOM KOJMPOBAHUHU 3amaxoB. B pamkax o0cy»xmpaeMoro Bompoca
HaIllM JTaHHBIC YKa3bIBAIOT HAa TO, YTO B XOJ€ HEWporeHe3a B OJIb(HAKTOPHOM
SIUTEIUU  HCCIICIOBAaHHBIX PBIO  Takke (GOPMHUPYIOTCS MPOCTPAHCTBEHHO
pa3rpaHUYCHHBIC JIOMEHBI, KOTOpPhIE BO3HHUKAIOT B XOJ€ KOHCTUTYTHBHOTO
HelporeHesa M COCTOSIT TOJBKO M3 HOBOOOpAa3OBaHHBIX KieTok. Celyac Mbl He
MOJKEM OXapaKTEPHU30BaTh CIEKTP CIeNU(MUIHOCTH HEHPOHOB, BXOISIINX B COCTAB
TaKUX KOMITAKTHBIX TPYII MOJIOABIX KJIETOK. J[JIs perreHus 3Toi 3anaun ObUTo OBl
1eJIeco00pa3Ho COBMECMHO UCIIOJIb30BaTh METO/IbI perucTpaIyu
poTQepaTUBHON aKTHBHOCTH C MeToAaMH IN Situ ruOpuan3amnuy, BEISBISIFOIICH

AKCIIPECCUI0 OOOHSATEIBHBIX PEIENTOPOB. DTO IMO3BOJUIO OBl COOTHECTH KapTy
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DKCIIPECCUN PELIENTOPOB ¢ MECTAMM JIOKAJIU3ALMH JIOKYCOB SIIUTENHS C MOJIOABIMU
peuenTopHbIMU KieTkaMu. He pacrionaras TakuMH JaHHBIMH, TEM HE MEHeEe, Ha
HallMX IIpenaparax Mbl BHJAMM, 4YTO JOMEHBI, COCTOSIIME TOJBKO U3
HOBOOOPA30BaHHBIX PELENTOPHBIX M OMNOPHBIX KJIETOK, (POPMHUPYIOT B SIUTEIUU
XapakTepHbIM MO3au4HbIM pUCYHOK. He HCKIIOYEeHO, 4YTO TaKOW NPHUHIUI HX
YyepeZOoBaHus ¢ Irpynmnamu 0osee 3pemblx KIETOK KaKuM-TO oOpazoM (opMupyer
TOMOrpaUUYECKy0 KapTy BOCHPHUSITHS OJOPAHTOB U MOXKET OBITh BOBJICYECH B
obecrieyeHne  komOumHatopHoro  mpunHnuma  [Buck, Axel, 1991] wux

UIeHTH(PUKAITIH.

5.8 Ouenka npojnpepaTHBHONH AKTUBHOCTH KJIETOK B 000HSITEJILHOM
IMUTEJIMHU PbIO MOCJIe UX JJIUTEJIbHOH OJOPAHTHON CTUMYJISIIIAN

FeTepOFeHHOﬁ CMEChI0 aAMUHOKHCJIOT U IISIITHAO0B

Kamennasi mmpoxosio0ka. [{utoxumMuyeckue UCCAE0BaHUs MOKA3bIBAIOT,
YTO B PE3YJIbTATE MNPOJOJDKUATEIIBHOM OJOPAHTHOM CTUMYJIALMUA TE€TEPOrE€HHOU
CMEChI0O aMUHOKHCIOT W TENTHI0B B OOOHSTENBHOM amnmapare pbld0 Ha (oHe
HeHpoJIereHepaTUBHBIX U3MEHEHUI 0OHapyKHUBaeTCs 3HauuTenbHOE (B 3,4 pasa; py
< 0,05) ycuieHwe TmpoleccoB HelporeHesa (pue. 68). Haubonee paHHHM
MoKa3aTesieM AaKTUBAIMM JICJICHUS KIIETOK SIBJISIETCS TMOSIBJICHUE B Oa3aJIbHBIX
OTZeJIax SIUTENIMS MHOTOYHUCIECHHBIX KIACTEPOB, COCTOSIIMX U3 2—3 MEUYEHBIX
BrdU xierox (puc. 69, a, 6). Takue Menkue Tpymbl KIETOK paCIPOCTPAHEHBI HAJI
0a3ambHONM MeMOpaHON MPAKTUYSCKH IO BCEH IUIOMAaad OOOHSATEIIBHOM CKIIAJIKH.
VYcunenue nposudepaTUBHON aKTUBHOCTH B 3TOM CJIO€ SIUTEIUS 00YCIOBJIEHO
TEM, YTO 3]IeCh JIOKAIM3YIOTCS CTBOJIOBbIE KJIeTKH. KpoMe Toro, B cpaBHEHHH C

KOHTPOJIEM, B TOJIIIE DIIUTEIINS HAOI0JaeTCs 3HaunTeapHoe (B 7,8 pasa; py < 0,05)
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Pucynok 68. CpaBHHTEbHAS OIIEHKA TPOIECCOB HEWPOreHe3a B OOOHATEILHON PO3ETKE
y KaMEHHOHW IIUPOKOJOOKH B KOHTpOJe (a) M TOCHe MIUTETbHOW XEeMOCTUMYJISIUU
HETOCHUYHOW CMEChI0 aMHHOKHUCIOT W mentunoB (0). B konrponme Ha menkue (<10
KJIETOK) KJacTephl KieTok mnpuxoautcs 95 % oObema snutenusa. B skcnepumente
MPOUCXOUT BO3pacTaHue o0beMa 30H JMHUTENHUs, B KOTOPOM JIOKAIHU3YIOTCS KPYITHBIE
(1020 ximeTok) KiIacTepbl KJIETOK, BKIFOYMBIINX METKY; B — rpaduk, OTpakarolluit
YCHIICHHUE MIPOIIECCOB HeliporeHesa: 1 — KoHTpodb; 2 — sxcnepumednt (p < 0,001); rpaduk
MOCTPOGH TI0 JaHHBIM KOJHMYECTBEHHOTO aHaimu3a Z-cTekoB (KoHpokampHas

mukpockomnwsi). *p,<0,05 B cpaBHEHHH ¢ KOHTPOJIEM.
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Pucynok 69. AkxTuBaIus MpoILECCOB HeEHporeHe3a B ONb(GAKTOPHOM SIUTEIUUA Y
KaMEHHOM HIMPOKOJIOOKM TMOCIE MPOJOJDKUTENbHON OJOpaHTHOM ctumynsauuud (12 u.
nakyOanmu BrdU). M30umparenbHass okpacka sjaep KIETOK, BKmouuBmmux BrdU, c
nomomeio antuten, medeHslx FITC k BrdU (senemsiit). Hepensmuecs sapa KIeTok
OKpalleHbl 7-aMUHOAKTHHOMHUIIMHOM (KpacHbIi); KoH(OKambHas MUKpockomnwus; 3D-
PEKOHCTPYKLIUU. A, 6 — MEJIKHE KIacTephl U3 KJIETOK, BKIIFOUMBIIUX METKY B 0a3ajbHBIX
oTleNax SMUTENUs; B—€ — OOJBIIOE YUCIO JAENSUIMXCA KJIETOK ¢ Ooyiee KPYMHBIMHU
arperaTamMM KJIETOK (TIOKa3aHbl CTPEJIKAaMM) B TOJIIE TKaHU. PUIypHBIMU CTpEIKaMu
OTMEUEHbl 00pa30BaHUsl, COCTOSAIIUE U3 HECKOJIbKMX, HEJJABHO Pa3e/IUBIINXCS KIETOK.

A, B, T, 1 — B KpAaCHOM U 3€JICHOM KaHajax; 0, € — B 3eJICHOM KaHaJIe.
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BO3pACTaHUE KOJMYECTBA CErMEHTOB, COCTOAIIMX U3 00Jiee KPYMHBIX KJIACTEPOB,
cocrosimux u3 10-20, BkmoumBmmx BrdU kierok (puc. 69, B—e). [Ipu sTom
npoucxoaut cymecrBeHHoe (B 1,5 paza; p, < 0,05) ymeHnbuieHue oObeMma,
3aHMMaeMOro HOBOOOPA30BAHHBIMU KJIETKaMH, CTPYIITUPOBAHHBIMU B MEJKHUE (10
10 kJI€TOK) TpyHIIBI.

MecTta KpynHBIX COCPEIOTOUYECHUN MOJOJBIX KJIETOK, KaK MPaBUIIO, MOTYT
pacroiarathCsi B pa3JIMuHbIX ydyacTkax snutenus (puc. 70, a, 0), HO yalie Bcero —
o niepudepun oO6oHATENbHOM ckiaaku (puc. 70, B, r; 71, 72). Tak, Ha puc. 70 (B,
r) BUJIHO, KaK B KpaeBOM 30HE OOOHATENBHOIO JENECTKAa HAaXOAWUTCA KpYIMHOE
CKOIUIEHME MEYEHBIX KJIETOK, 00BbEM KOTOPOIO COCTaBIISET 5x10° mxm’. Tlo
nojAcYeTaM, 3IECh COcCpenoTodeHO Okoio 150-200 knerok, 4To Ha MOPSAIOK
OoJibliie, ueM B 00Jiee MEJIKUX KjacTepax, pacloiOKEHHBIX OJIMKE K IEHTPaIbHOM
YaCTHU CKJIAJKU.

MoryT 11 BHOBb 00pa30BaHHBIE KJIETKU JUIUTEIBHOE BPEMsI HAXOAUTHCS B
COCTaBE JTUX KJIETOYHBIX MAacCCUBOB, WM Jajee Kaxkaas M3 HUX MOXKET
MUTPHUPOBATh B JIPyrue OTAENbI 3MUTENUsA? MOKHO NMPEAION0KUTh, YTO KIETKH,
JIOKaJIM30BaHHBIE B TAKUX KPYMHBIX KJACTE€pPax, Ha MPOTSHKEHUH MOCeayommux 24
yacoB OyAyT MpeTepreBaTh AalbHEUITYI0 AUPGEPEHIUPOBKY U Jlajee BOUAYT B
COCTaB OTJEJIbHBIX (PYHKIIMOHAIBHBIX €AMHUL] — JOMEHOB, O KOTOPBIX IJIa PEYb B
paznene 5.7. Takue KkoMIakTHbIE 0OOpa30BaHUs U3 KPYIHBIX CKOIJIEHUA MOJOJBIX
KJICTOK Mbl BBISBISUIM y Typamu dYepe3 36 yacoB uHKyOamuu ¢ BrdU. V
HKCIIEPUMEHTAIBHBIX HTMPOKOIOO0K Mbl HE IPOBOAMIIM JETATBHBIX UCCIEI0BAHUMN
KOJIMYECTBA JIOMEHOB, WJIM KAKUX-IMOO JIPYTUX HMX CTPYKTYPHBIX IEPECTPOEK
yepe3 36 yaca nHKyOanuu ¢ MeTkod. [lo Hamemy MHEHUIO, JJis MOJIyYEHHUs ITHX
JAHHBIX 1I€JIeCO00pPa3HO MCIOJIb30BaTh JIPYTUX JKUBOTHBIX, OOOHSTENIbHBIN
AIUTEINN KOTOPBIX UMEET OOJIBIIYIO IUIOMIAb U CTUMYJI-3aBUCUMbIE U3MEHEHUS
JIOMEHOB B OOJIBIIIEM MaciiTade TKaHU MOTYT OBITh Oo0jiee BBIPAKCHHBIMH W

y,Z[O6HBIMI/I AJI1 IPOBEACHUS aACKBATHOI'O CTATUCTUYCCKOI'O aHAJIn3a.
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Pucynok 70. VYBenuueHue 4YHCiIa HOBOOOPA30BAHHBIX KIETOK B OJb(AKTOPHOM
SMHUTEINH y KaMEHHOW INMUPOKOJIOOKH TMOCIe UTMTEIHHONH OJOPAHTHOW CTHMYIISIIAN
TeTePOrCHHON CMEChI0 aMHMHOKUCIOT W nentuaoB (12 4. wakybamuu BrdU).
W36upatenbHas OKpacka siiep KieTok, BkmtouuBimmx BrdU, ¢ momoripio aHTHTEN,
meuensix FITC x BrdU (3enmemsiii). Hemensmmecss sapa KIETOK OKpAIIEHBI /-
AMUHOAKTUHOMMIIMHOM (KpacHBIN); KOHQOKanbHass MUKpockonus; 3 D-pekoHCTpYyKIHH.
CrpenkaMu OTMEUEH y4YacTOK KpPaeBOH 30HBI OOOHSATEIHHOW CKIIAJKU C TOBBIIICHHBIM
YHCIIOM MOJIOJIBIX KIIETOK. A, B — B KPaCHOM M 3€JICHOM KaHaiax; O, T — B 3€JICHOM

KaHaJIC; 3BHAYUTCIBbHOC YBCINYCHUC YHCJIa MOJIOJABIX KJICTOK.
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Pucynok 71. KpaeBble y4acTKM OTAENBHOTO JiENECTKa OOOHSTENbHOIO SIUTEIHUS
KaMEHHOW HIMPOKOJIOOKH C TOBBIIICHHBIM yYPOBHEM HEHpOreHe3a IMociie WHTEHCHUBHOM
XEMOCTUMYJISILIUM T€TEePOT€HHON CMEChI0 aMMHOKHMCIOT U nentujoB (12 4. uHkyOauuu
BrdU). N30uparensHast okpacka siiep KIeTok, BkiarounBmmx BrdU, ¢ momonipio anTHTEN,
meuenpix FITC k BrdU (3enemsiit). Hepmensimuecs sapa KIETOK OKpalI€Hbl /-
AMUHOAKTUHOMHIIMHOM (KpacHBIN); KOH(OKaNIbHAsT MUKpockomus; 3 D-pekoHCTpYyKIHH.
A — B KpacHOM H 3€JICHOM KaHajlax; O, B — B 3€JICHOM KaHaJie; 3HAUYUTEIbHOE YBEIHUCHUE

quciia sAacp HOBOO6pa3OBaHHI>IX KIJIICTOK. BBI,[[GJ'IGHBI KPYIHBIC KIIACTCPbI KIICTOK,

BKIIFOYMBIINX MCTKY.
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Pucynok 72. Dddekr ycumeHuss mporeccoB HelporeHe3a B 0O0OHATEIbHBIX CKIIAJIKaX Y
KaMEHHOM IMHMPOKOJIOOKH MOCJI€ MHTEHCUBHONW XEMOCTUMYJISIIIUU TE€TEPOTeHHON CMEChIO
aMHHOKUCIIOT W mentuaoB (12 4. makyOarmuu BrdU). M30OupatenbHas okpacka siaep
kieTok, Bkmounsmux BrdU, ¢ momompio antuten, medensix FITC x BrdU (zenensrit).
Henensimuecss  siapa  KJIETOK — OKpAIEHBl  7-aMUHOAKTMHOMMIIMHOM  (KpacHBIN);
KOH(oOKanpHas MHKpockonus; 3D-pekoHCTpykimu. A, B — KOHTpOJb; O, T —

9KCIICPUMCHT,; 3HAYUTCIIbHOC YBCIMYICHUC YUCJIa AOCP HOBOO6pa3OBaHHBIX KJICTOK.

Kemuy:KHbIHI rypamMu.

IToce MpOAOIKUTENBHOIO OJOPAHTHOIO BO3JEHCTBUSA B OJb(AKTOPHOM
SMUTENUU Yy TypaMu TakkKe HaOJIOAArOTCs MPOLECChl aKTUBU3ALMK HEMpOreHesa.
[Ipyuem, xapakTep 3THX HW3MEHCHMM AHAJIOIMYEH TaKOBOMY Yy KaMEHHOHN

IHI/IpOKOJIO6KI/I. B TOJIIIC TKAaHW IMOABJIAIOTCA KPYIIHBIC KJIACTCPbI, COCTOAINNC U3
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noBbiieHHOro uncia (10-20) HoBoOOpa3oBaHHBIX KIETOK. Kak M y KaMeHHOMU
IIMPOKOJIOOKH, TO  KpasM  CKIaJ0K  BBISIBISUIMCH  OT/AENbHBIC,  Oosee
MHOT'OYHMCIICHHBIC KOMITAKTHBIC CKOIUICHHS W3 MOJIOABIX KIeTOK (puc. 73).
[Tpuuem, B 1,8 paza (p, < 0,05) cokpaiancs 00beM TKaHU C MEJIKUMU KJIacTepaMu
u B 3,1 (py < 0,05) paza Bozpactan o0beM, 3aHUMAEMBbId KPYIMHBIMU TPYyMIIaMU
kiaeTok (puc. 74). Kak ObIJI0 TIOKa3aHO BBIIIE, TaKas e TCHACHIUS B U3MCHCHHH
COOTHOUICHHSI aKTUBHBIX M MAaJIOAKTUBHBIX 30H mposmdeparnnu HaOI0ga1ach B
HKCIEPUMEHTE U Y KAMEHHOM IIUPOKOIOOKH.

CpaBHHTENBbHAS OlICHKA KotnuecTBa BrdU-Mo3uTHBHBIX KJIETOK HA SAMHHUILY
o0beMa HEHPOINMUTENUsl TOKa3bIBACT, YTO Yy CTUMYJIHMPOBAHHBIX MENTHIHOM
CMECBIO PbI0O MHTEHCUBHOCTb JEJIEHUS KIJIETOK CYIIECTBEHHO YBEJIWYUBAETCS U
IPEBBIIIAET TAKOBYIO B KOHTPOJIE Y KAMEHHOM MpPOoKoso0ku B 2,6 (p, < 0,005), a
y J)KeMuyXHOro rypamu — B 3,2 pasa (p, < 0,005). OTu nanHbie CBUAECTEIBCTBYIOT O
TOM, YTO B XOJ€ YCWICHHON 3allaxOBOM CTUMYJSIIUM U MOCIEAYIOUIUX
JIETEHEePATUBHBIX H3MEHEHHWI B TIPOIECCHl HEHpOTreHe3a BOBJIEKAIOTCS HOBBIC
IPOre€HUTOPHBIE KJIETKU, PACIIOJIOKEHHBIE B paHee Mpoau(epaTuBHO HEAKTUBHBIX
CEerMEHTaX SIUTEINHS.

Cymmupys mopdonornueckue JaHHbIe, TOTydYeHHBIC Ha pPa3HbIX BUIAX PHIO,
MOKHO 3aKJIIOUUTh, YTO IPOLECCHl HeWporeHe3a B OJb(AKTOPHOM SIUTEIUU
THIPOOMOHTOB MOTYT OBITh AaKTUBUPOBAHBI HE TOJBKO IIOCIE aKCOTOMHUU
obonsTensHoro Hepsa [Schwob, 2002], oyne6sxromuu [Makino et al., 2009], wiu
OCTPBIX TOKCHUYECKHX Bo3aeciicTBuii [Schwob et al., 1995; Frontera et al., 2016] no
U TIOCNIe  TPOJOHTUPOBAHHOTO  BO3JCHCTBUS  HETOKCHYHBIMH  TaXy4UMH
BenlectBamu. lIpogomkurenbHast 010paHTHAS CTUMYJIALNS PELENTOPHBIX KIETOK
BBI3BIBACT UX aIlONTO3 W MOCIEAYIONIYI0 aKTUBAIUIO PETEHEPATUBHBIX MPOIIECCOB.
Takum 00pazoMm, OHKCIEPUMEHTAJIbHBIC PE3YNIbTAThl, IOIYYCHHBIE METOIaMHU
CBETOBOM, JJIEKTPOHHOW M KOH(POKAIHHOW MHMKPOCKOIHMH TIO3BOJISIIOT CIENaTh
BBIBOJA O TOM, 4YTO JUIMTENbHAas XEMOCTUMYJISIUS pPbI0 HETOKCUYHBIMU

BOAOPACTBOPHUMBIMH BCIICCTBAMU BbI3bIBACT HC TOJIBKO I/I36I/IpaTeJ'H>HYIO
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Pucynok 73. OtnenbHas ckiajka OOOHSATEIBLHOTO YMHUTENHS Y )KEMUY>KHOTO TypaMu C
IOBBIIICHHBIM ~ YPOBHEM  HEWpPOreHe3a  IIOCJIE€  MPOJOJDKUTEIBHOW — OJOPAaHTHOMU
CTUMYJISIIMA CMEChIO aMUHOKHCIOT ¥ nentuaoB (12 4. muakyoanuu BrdU). B kpaesoit
30HE JIOKAJTU3YeTCs] KPYIHBIN KJIacTep HOBOOOPA30BAHHBIX KIIETOK (OTMEUYEH CTPEIIKOW).
B Tonmie TkaHM BBISBISETCS TMOBBIIIEHHOE YHCIO MOJOMABIX KIeTOK. M30upartenbHas
OKpacka sjaep Kkierok, BkmouuBimmx BrdU, ¢ momormisio antuten, meueHsix FITC k
BrdU (3enensiit). Henensimmecss sigpa KIETOK OKpalIEHbl 7-aMUHOAKTUMHOMHUIIMHOM
(kpacHbIil); KoHpOKanbHas Mukpockonus; 3D-pekoHCTpykuuu. A, B — B KpPacHOM U

3CJICHOM KaHaJlax; 6, I' — B 3CJICHOM KaHAJIC, SBHAYHUTCIBbHOC YBCINYCHUC YMUCJIda MOJIOJBIX

KJICTOK.
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Pucynok 74. CpaBHHUTENbHAS OIIEHKA MPOIECCOB HEMpOoreHe3a B OOOHITENLHON PO3ETKe
y KEMYYKHOTO TypaMHd B KOHTpoJie (a) M TOCle JJIUTEIbHONH XEMOCTUMYIISIIIUU
HETOKCUYHONH CMEChI0 aMHHOKHCIOT M menTuaoB (0). B xonTpone na menkwme (<10
KJIETOK) KJacTephl KiIeTok mnpuxoautcs 95 % oOwvema snutenusa. B skcnepumente
MPOUCXOUT BO3pacTaHWe O0bEMa 30H JIUTEIHS, B KOTOPBIX JIOKAIU3YIOTCS KPYITHBIE
(1020 kimeTok) KiIacTepbl KJIETOK, BKIFOYMBIINX METKY; B — rpaduK, OTpakarolluit
YCHIICHHUE MIPOIIECCOB HeliporeHesa: 1 — KoHTpoak; 2 — skcnepumednt (p < 0,001); rpaduk
MOCTPOCH TIO JIAaHHBIM  KOJWYECTBEHHOrO0 aHanmm3a Z-CTeKoB (KoH(pOKambHas

mukpockomnusi). *p,<0,05 B cpaBHEHUH ¢ KOHTPOJIEM.
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nuddepeHIUpoBKY MU THOEIb OTIENIbHBIX KJIETOK Nepudepuueckoro oraesna
O0OOHSTEIHFHOTO aHAMU3aTOPa, HO U aKTUBH3UPYET KOMIIEHCATOPHBIE MPOIIECCHI UX
HelporeHeza. 9To TOBOPUT O TOM, UYTO MPU U3OBITOYHOM XapaKTepe BO3JAECUCTBUS
Ja)ke HETOKCHYHBIE OJIOPAHTHI CIIOCOOHBI BBI3BIBATH B CEHCOPHOM OT[IENe
aHaIM3aTopa, KaK JereHePAaTUBHBIC N3MEHEHUS, TaK M KOMIIEHCATOPHBIE TTPOIIECCHI
BOCCTAHABIICHUSI HMCXOJHOTO YypOBHS ero pabotel. KpoMe Toro, BaKHOCTbH
MOJIYYCHHBIX PE3yJIbTAaTOB COCTOMT B TOM, YTO BBISBICHHBIA HAMH CIIOCOO
HEMHBA3UBHOI'O YCUJICHUS MPOIECCOB HEWpOreHe3a B OOOHSATEIHLHOM AIUTEIHNH C
MOMOIIBI0 XMUMHYECKH HEHUTPAIbHBIX 3allaxOB MOXXET HAWUTH NpUMEHEHHE B
MEIUITMHE JJII €r0 TEPaleBTHUECKOTO HWCIIOIb30BAHMUSI TPH TPABMATHUECKHUX
MOBPEXKJICHUAX M JICTCHEPATUBHBIX  3a00J€BAaHUAX  ILIEHTPAJbHOM U

nepupepruuecKoil HEpBHOM CUCTEMBI YEJIOBEKA.

59 HpI/IKJ'IaHHbIe ACHEKTHI UHCIIOJIB30BAHUA METO/I0B AKTHBHU3AIIUH ITPOLIECCOB

HelporeHe3a B 000HATEJIbHOM UTETHH

HefipoTpaHcrmaHTamnus sBIISETCS OJHUM M3 TIEPCIICKTHBHBIX MTOJIXO0IOB IS
JICUCHHS PA3IMYHBIX OPTaHUYECKUX TTOPAKEHUH TOJIOBHOTO M CITMHHOTO MO3Ta
[Im, Moon, 2015] Ilpu 3TOM, OJHOW M3 OCHOBHBIX MHPOOJEM SIBISETCS IMOMCK
ONTUMAJIbHBIX HMCTOYHMKOB CTBOJIOBBIX M JPYrMX MajaoauddhepeHIMPOBAHHBIX
HEHpaNbHBIX KJIETOK, HEOOXOAMMBIX ISl MX HMCIOJB30BaHUS B TPAHCIUIAHTAIIUN
IIPH BOCCTAHOBUTEIBHON Tepanuu. J|Jisg pemeHus 3TUX 3a/1a4d B HACTOSIIECE BPeMsI
MPEANPUHUMAIOTCS TIOTBITKM HWCIOJIB30BaTh ILIIOPUIIOTCHTHBIC SMOPHOHAIBHBIC
CTBOJIOBBIE KJIETKH, OOJafaroniue OOJBIINM MPOIH(EPATHBHBIM TMMOTEHIIUAIOM
[Shamblott, 1998; Thomson, 1998], wuHIyHHpOBaHHBIC IUIFOPUIIOTCHTHBIC
CTBOJIOBBIC KJICTKH, IOJIydaeMble M3 KIETOK Pa3JIM4HbIX TkaHed [Leung et al.,
2007], a Takke Apyrme HCTOYHUKA W TEXHOJOTMHM WX monydeHus. OHAKO
CO3/IaHMEe TKAaHEBOTO TPAHCIUIAHTAaTa C 3aJaHHBIMU CBOMCTBAMHU CTAJIKMBACTCS CO
MHOTHMH TPYAHOCTSMH, BKJIFOUasi MpoOJieMbl 3THUeCKoro xapakrepa. OcoOeHHO

3TO KAcaeTCs HCIOJb30BaHUS SMOPUOHAIBLHOIO Marepuana. Jlpyras, He MeHee
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BaKHas MpobiieMa — OTHANEHHBIE MOCJHEACTBUS MEPEKUBAHUS U HHTErpaluu
TPaHCIUTAHTHPOBAHHBIX KJIETOK B HOBOM, KaK MPAaBHJIO, TCHETHYECKU TYy>KEPOTHOM
MUKpPOOKpY>keHUu. OCTpoTa 3TOT0 BOIPOCA BO MHOTOM ONpEEsieTcs: mpooiemMon
UMMYHOJIOTHYECKOM COBMECTUMOCTH U TMOTEHIHUAIBHBIM PUCKOM (POPMHUPOBAHUS
pa3IMYHBIX HOBOOOpa3zoBaHWi W3 TpaHcruiantata [Shihabuddin, Cheng, 2011].
HccnenoBanusi MOCIEIHEr0 NECSITUIIETUS MOKAa3bIBAIOT, YTO HEKOTOpPbIE M3 ITHX
npo0ieM MOTyT OBITh TPEOJNOJCHBI TMPH HUCIHOJB30BAaHUU OOOHSATEIHLHOTO
SMUTENHS, KOTOPBIM SBISETCA JOCTYNMHBIM HUCTOYHHUKOM  ayTOJOTHYECKUX
HEHpaJbHBIX CTBOJIOBBIX, M JPyrux MaoAauddepeHIupoBaHHBIX  KIETOK
[Pendleton, 2011; Mackay-Sim, 2013]. HckyccTBeHHOE TOJydYeHUE KICTOYHBIX
KyJbTYp Ha OCHOBE OJIb()aKTOPHOM BBICTUIIKH ¢ HEOOX0AUMOMN TpoaudepaTUBHOM
AKTUBHOCTBIO W TOTEHIHAJIOM K OOpa30BaHHMIO pPa3IUYHBIX THIIOB KJIETOK
CTAHOBUTCSI BaXKHOM 3a7avyeil HEMpOOMOJIOTUN M BOCCTAHOBUTEIHLHON MEIUIIMHEI.
B cBs3u ¢ 3TUM, B HacTosfIee BpeMsi aKTUBHO BEIYTCS paOOThI MO BBISIBICHHUIO
KITFOUEBBIX (PAKTOPOB pOCTa, KOTOPHIE MOTYT B KYJIbTYPE IHUCCOIMUPOBAHHBIX
OOOHSITENBHBIX KJIETOK AaKTUBH3UPOBATh TMpOIECCHl UX TMpoiudepanuu u
nuddepentmpoku  [Gong, et al., 2012]. Yro kacaercs momcka CIOCOOOB
TIOBBIIICHUS TTyJIa CTBOJIOBBIX M APYTHX OJACTHBIX HEUPaATbHBIX KJIETOK B CAMOM
XEMOPEIIETITOPHOM JIHUTENNH, TO, Kak TOBOPUJIOCH BHIIIIE, K HACTOSIIEMY BPEMEHU
YTBEPAWIOCH MHEHHE O TOM, YTO aKTHBHPOBATh MPOIECCH HEHpPOTEHE3a in Vivo
MOXHO TOJIBKO B Pe3yibTaTe IKCTPEMaJbHBIX BO3JICHCTBHII Ha OOOHSTEIBHYIO
CUCTEMY — TOCJI€ aKCOTOMUHU OOOHATEIHLHOTO HEpBa, OyIbOIKTOMUU WM OCTPHIX
TOKCHYECKHMX BO3JCHCTBUH. DTO JCIaeT HEMPUEMIIEMbIM HCITOJIb30BAaHUE JAaHHBIX
MOIXO/IOB JUIsl YCUJICHUS TPOJU(EpaTUBHBIX CBOWCTB KIIETOK B OOOHSATEIHHOM
oworitare y dYenoBeKa. BOINPEKH CIOKUBIIUMCS TPEJACTaBICHUSAM, HaIU
WCCJICIOBAHMS CBHUACTEIBCTBYIOT O TOM, 4YTO JUIMTEIbHASsS XEMOCTHMYJISAIUS
AMUTENNS CIIA0OKOHIIEHTPUPOBAHHONW HETOKCUYHOW BOJIOPACTBOPUMOMN CMECHIO
AMUHOKUCJIOT M TMENTHIOB  BbI3BIBAET  OYAroBOo€  CTPECCHUPOBAHHE
XEMOUYYBCTBUTEIBHBIX KIETOK, HMX afolTO3 W KOMIICHCATOPHOE YCHJICHHE

nporeccoB Hewporeneza [KimvenkoB m np., 2011; KimmenkoB u np., 2014].
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Takum o00pa3oMm, HCHOIB3YEMBIH TOAXOJ TIO3BOJSET Yyke IN VIVO (B
ayTOJIOTHYECKOM TOHOPCKOM MaTepuaiie) popMupoBaTh 0osiee 000OTaIEeHHBIN My
Manoau(pPepeHINPOBAHHBIX HEHPAIBHBIX KJIETOK, KOTOPBIH MOXET HMETh
IOBBIIICHHBIN NOTEHIMAI U JaJbHEHIIETO KYJIBTUBUPOBAHUS U MCIIOJIb30BAHMS
B MEJIULINHE.

OTU [aHHBIE ONpPEAENAI0T HEOOXOAUMOCTh JaJbHEHIINX HCCIEeT0BaHUMI
aIaliTUBHOM CTUMYJN-3aBUCUMOIN UG (GEepeHIIMPOBKA U HEHporeHe3a KICTOYHBIX
AJIEMEHTOB OJIb()AKTOPHOI'O BMUTENMSI y JKUBOTHBIX Ha pa3HbIX CpOKax MX
CTUMYJISILIMM 3alIaXOBBIMM BEIIECTBAMHM HETOKCUYHOW mpuponbl. [lomydeHHbIe
pE3yNbTaThl CO3/1AI0T MPEANOCBUIKH A pa3pabOTKW HEMHBA3UBHBIX CIIOCOOOB
HOBBILICHUSI TPONU(PEPATUBHOTO TMOTEHIMANAa ayTOJOTHYECKOro OHONCUIHOIrO
MaTepuansa €  YBEJIMYEHHBIM  CcoJepKaHueM  ManoauddepeHurnpoBaHHBIX
HEHpaJIbHBIX KJIETOK JJI1 UX KyJIbTUBUPOBAHUS U MOCIEIYIONIETO MCIOIb30BaHUS
B BOCCTAaHOBUTEJIbHOM Tepanuu 00Jie3HEH HEPBHOU CUCTEMBI.

Ecte u gpyroil acmekT 1enecooOpa3sHOCTH CO3/1aHUs TEXHOJIOTHM, ¢
MOMOIIBIO KOTOPBIX MOXHO OBLIO OblI aKTHBU3MPOBAThH MPOLIECCHl HEMporeHesa B
OOOHSITENTLHOM JIUTENUU ueloBeKka. M3BecTHO, YTO JaeMeHuus (HapylieHHe
BbICIIMX (DYHKLMNA MO3ra), KaKk MpaBUiIo, C BO3PacTOM, B pe3yJIbTaTe TPABMbI, WU
nefcTBUS  JIpyruxX  (aKTOPOB  CONPOBOXKIAETCS  CHUKEHHEM  KOJUYECTBa
PELENTOPHBIX KIETOK, OOOHSATENbHOM IUC(YHKIMEH W BeAeT K Ae3ajanTaluu
yenoBeka [Doty, 2012; Godoy et al., 2015]. [Ipeanaraemplii HaMu METO YCHIICHHUS
IPOLIECCOB HEWpOreHe3a MOXKET NPUBOAMTH K CYIIECTBEHHOMY OOHOBJICHHUIO
NOMYJISIUMNA PELENTOPHBIX KIETOK M BO3PACTAHUIO XEMOYYBCTBUTEIBHOCTH Ha
ypoBHE mepupepruueckoro otaena oJib(HhakTOpHOH cHUCTeMbl. B03MOXXHO, YTO
BO3POCIIMMA W3 BHEIIHEH Cpe/ibl CEHCOPHBIM MPUTOK 3alaxoB KaKMUM-TO 00pa3oM
MOKET TMOJIOKHUTENBHO BO3JCHCTBOBATh HAa LEHTPAJIbHBIE CTPYKTYpPbl MO3Ta, C
KOTOPBIMU OOOHSTENbHBIE KJIETKU CBA3aHbI C MOMOUIbI0 aKCOHOB. Takum o6pazom,
JaHHBIA METOJI MOYKET OBITh anpoOMpOBaH JJIs JIEUEHUS HEHpOJEereHepaTUBHBIX
3a00/IeBaHUM,  KOTOPHIE  COMPOBOXKIAIOTCA  CHW)KEHHEM  OOOHSTENbHOTO

BOCIIPpUATHA.



197

5.10 Huroxumuveckue ocodeHHOCTH AU depeHIUPOBKH pelenTOPHbIX

KJIE€TOK 1 X MUI'DpalilMi B 000HATEJILHOM MUTEINN

B mocnenHee Bpems TMOSABISCTCS MHOTO CBEJACHUH O BaXHOW pOJIH
SJIEMCHTOB IIMTOCKEJIETa B O0CCIIEYCHHH aJalTHBHBIX IEPECTPOEK KIICTOK
pasnmuuHoro tuna. [Ipu sToM, Hapsay ¢ (uiaMeHTaMu TyOyJIWHOBON MPUPOJIBI,
HanboJiee AMHAMUYHBIM KOMIIOHCHTOM ITUTOCKEIETa SIBISCTCS TaK)Ke CHCTEMa
AKTHHOBBIX MUKpOo(uIaMeHTOB. [Toka3zaHa X Ba)KHas pOJIb B MUTPAIMH KJIETOK, B
YIUIMHEHUU WX OTPOCTKOB, TPAHCIOPTE OPraHeN, MaKpOMOJICKYJ, a TaKXKe B
JaTepaabHOM MEPEMEICHUH U ITEPErPYIIMPOBKE MOJCKY/ aJAre€3Un U PEIEITOPOB
mia3mMaTuueckoii memOpansl [Blanchoin et al., 2014; de la Roche et al., 2016;
Mattila et al., 2016; Sudakov et al.,, 2017]. M3BecTHO, YTO aKTHH BMECTE C
JIPYTUMHU KOMIIOHEHTAMH IIMTOCKEIIETa MPUHUMAET HEIMOCPEACTBEHHOE YYacTHE U
B Ipoleccax KJIeTOUHOW Iu(B(GEpEeHIMPOBKA HEHPOHOB IIEHTPAJIbHON HEpPBHOMU
cuctembl [Kessels et al., 2010; Pacary et al., 2013], B yacTHOCTH, B aJanTHBHBIX
NepecTpoiKax JACHAPUTHUYECKUX IIUIHMKOB M WX perentopos [Shirao, Gonzalez-
Billault, 2013; Hlushchenko et al., 2016].

KpoMe TOro, maHHele O CTPYKTYPHBIX IE€PECTPOHMKAX aKTHHOBBIX
MHUKPO(DUITAMEHTOB MOTYT OBITh BaXKHBI I COIMOCTABJICHUS [UTOXHMHUYCCKUX
IEPECTPOEK PAa3BHBAIOIIUXCS OOOHSATEIBHBIX HEHPOHOB C CO3pPEBAHHEM UX
peuentopHoit dyHkiuu. s ompeneneHuss cTagud pa3BUTHS  OJb(PAKTOPHBIX
KJICTOK HCIOJB3YIOTCS pa3irdHbie BHYTPUKJICTOYHBIC Mapkepbl. Tak, paHee
nokazano [Wei et al, 2013], yro B SMOpuoreHe3e y MbIIMICH KaIbIUK-
CBSI3BIBAIOIINI O€IOK KaJPETHHUH BPEMEHHO SKCIIPECCUPYETCS B IPOMEIKYTOUHBIX
KJIETKaxX HEMOCPEICTBCHHO IEPe] TEM, KaK HEMPOHBI CTAHOBSTCS 3PEIbIMH H
TaKUM 00pa3oM MOXKET HCIOJIb30BATLCA B KadeCTBE HHAWKATOpA HE3PETIBIX
KJICTOK. B pyrom mcciie10BaHuu YCTaHOBICHO, YTO Y MbIIIeH OJUHOYHBIC paHHHE
He3pesble KICTKH BBIPAXKAIOT MHOXKECTBCHHBIC MOJIMCICIU(DUYIHBIC PEICITOPHI,
TOrJa Kak 3peible KICTKH IOKa3bIBAIOT BBICOKHH YPOBEHb OKCIPECCHH

IIPEMMYLIECTBEHHO  €QUWHUYHBIX  penentopoB. Ilpm  3Ttom,  3Kcmpeccus
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aCCOIMUPOBAHHOTO C pocToM KiIeToK ¢ocdomnporenna GAP-43 B Oombiiei
CTEIICHH Oblja BBIpOKEHA TOJHKO Y PaHHHMX He3pelblx KieTok [Hanchate et al.,
2015]. Kpome BbIIICONMCAHHBIX HHIUKATOPOB HE3PEIBbIX HEHPOHOB HEIABHO
MOKAa3aHO, YTO Y MJIEKOMHUTAIONINX MOHOTPOGHBIN peuentop cepoTroHuHa 5-HTs,
MO>KET OBITh MCIOJIb30BAH KaK HOBBIM MOJIEKYJISIPHBIM MapKep Mpoir(epaTuBHOMU,
arbo Oosee mo3aHer (as3wl pasBuTus kiaetok [Finger et al., 2017]. B oriuuune ot
MBIIIIEH, Y pbIO 10 HACTOSIIETO BPEMEHHU B KaU€CTBE TUCTOXMMHUYECKOTO aHTHTEeHA
HEeHpoHOB BbIsiBIEH Toibko GAP-43 [Bettini et al.,, 2006]. Oxa3zanoce, 4ToO
KaJIbPETUHUH, CBOMCTBEHHBIN MJIi HE3PEbIX KIETOK MBIIICH, B OOOHSITEIBHOM
STMUTENUU PHIO OKPAIIMBAET TOJBKO 3peibie HEHPOHBI U MOXET B Pa3HOW CTETICHU
BBISIBIIATHCSL B PECHUYHBIX, MUKPOBIIISIPHBIX W KpUNT KieTkax [Germana et al.,
2007; Castro et al., 2008; Koide et al., 2009; Gayoso et al., 2011; Paskin et al.,
2011; Doldan et al., 2011; Hentig et al., 2016].

Takum o0pa3om, B JUTEpaType OTCYTCTBYIOT JaHHBIE O MOTEHIUAIBHOM
BO3MOXXHOCTH HCIIOJIb30BaTh AKTUH B KAa4eCTBE JOMOJHUTEIHHOTO MapKepa
mudpepeHIUPOBKU OOOHSITENIBHBIX HEUMPOHOB MPU WX MUTPAIMU U JalIbHEUIIEM
CO3pPEBaHUU. OTH CBEJEHUS MOTYT OBITh HEOOXOAWUMBI IS BBISBICHUS
MEXaHU3MOB, 00€CIIEUMBAIONINX CO3PEBAHHME PEIENTOPHBIX KJIETOK B TMpOIecce
dbopMHpOBaHUS AJAaNTUBHONW YYBCTBUTEIBHOCTH JKMBOTHBIX K OJIOpAaHTaM
BHEIIHEW CPEJIbI.

B cBa3u ¢ obOcyxkmaeMoi mpoOiieMol Ha SHIAEMUYHOM TPEJCTaBUTENE
uxtro(daynsl ozepa baitkan — muuHHOKpBUIONH mupokoiobke (Cottoidei) — mbl
UCCJICIOBAIM YYacCTHUE AaKTHHOBBIX MHUKPO(PHIAMEHTOB B MUTPAIMA MOJOJBIX
OOOHSITENBHBIX KJIETOK W B WX JaibHedmed auddepeHImpoBKe Mocie

BCTpauBaHUs TEPMHUHAJICH IeHAPUTOB B moBepxHOCTh nutenus [Klimenkov et al.,

2018].
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5.11 CTpykTypHBI€ 0COOEHHOCTH He3PeJIbIX 000HSATEIbLHbBIX
HelPOHOB, IEHIPUTHI KOTOPBIX ellle He B3auMOAelCTBYIOT ¢ BHEIIIHeH

cpenou

AHanu3 npenaparoB, OKpAlIE€HHBIX Ha SJE€pHbIM Marepuan W F-aktuw,
IOKa3bIBACT, YTO OTACJIbHBIE JOYEPHHUE KJIETKH, BO3HUKILINE I0CJIE JEJICHUS
0a3aJbHBIX KJIETOK-IPOr€HUTOPOB, MO MEpEe HUX poCTa M MEPEABUKEHUS IO
HAIpaBJICHUIO K TIOBEPXHOCTH DJIUTENHS MNpHOOpeTaroT Mopdonoruueckue
IIPU3HAKU Pa3BUBAIOIIMXCS HEUPOHOB. Tak, B MOJIOABIX KIIETKaX, KOTOPBIE €IIE HE
B3aMMOJICUCTBYIOT C TIOBEPXHOCTBIO JIUTENMS, AKTHHOBBIE MHKPO(HIaMEHTHI
OYEHb XOPOILO BBISABISIOTCA B IPUMEMOpPAHHBIX y4acTKax JACHJIPUTOB Ha BCEM UX
nporsbkeHud. [llupuHa npuMeMOpaHHOIrO IUIOTHOTO cliosi F-akTMHA B Takux
JIEHAPUTHBIX OoTpocTkax coctaBmsier 0,3-0,4 wmxMm. bmaromaps sToMy oHH
IpUOOPETAIOT KOHTYPHI JIEHAPUTOB JKTYTUKOBBIX M MHKPOBUJUIPHBIX KIIETOK,
KOTOpbIE Mbl HAOMIOJadM B OSIUTEIUMH Y JIMHHOKPBUIOW IIMPOKOJIOOKH C
MOMOIIbIO TPAHCMUCCUOHHOM MHKpockonuu (puc. 75, a, 6). Ha puc. 75, «B»
IIPUBEAEHBl MHOTOYHCIIEHHBIE JEHAPUTHI, TEPMUHAINA KOTOPBIX €LIE HAXOIATCS B
TOJILE DMUTENUS U HE CBA3aHbl ¢ BHEMIHEN cpenod. O TOM, YTO JIEHIPUTHI HE
KOHTaKTUPYIOT C TIOBEPXHOCTBIO SMUTEIHS, MOKHO CYIUTh IO OTCYTCTBUIO B Z-
CTEKaX XapaKTEPHOU SYEHUCTOW CTPYKTYpbl, CBOWCTBEHHOM [JIsl ANMUKAJIBHBIX
otaenoB smutenus (puc. 21-24). HyxxHO OTMETHTH, 4TO B 3Ty a3y pa3BUTHS
dbopMa JneHApUTAa HECKOJBKO OTJIMYAeTCd OT €ro OOBIYHBIX IapaMeTpOB,
CBOWCTBEHHBIX JJIs B3pocibix HeiiporoB [Morrison, Costanzo, 1992]. Kak u y
JIPYTUX BHUJIOB JKUBOTHBIX, y 3pEJbIX KJIETOK OH OOBIYHO MMeeT OoJiee IUPOKUN
npo@uib B MECTE OTXOXKICHUSI OT NMPUSAEPHON 00JIaCTU KIETKHU U Jajiee, CyKasich,
BBITSATUBAETCA 4Yepe3 TOJILY DJMUTENHs 0 €ro MOBEpXHOCTH, Tae (opmupyer
oOoHsATENbHYIO OynaBy. B oTiiMume OT 3TOro, y MOJOJBIX PAaCTYLIMX KIJIETOK OH
OoJbllle HAIIOMUHAET TPYyOKy ¢ Oojiee—MeHee OIMHAKOBBIM auamerpoM (3-3,5
MKM) €r0 BHYTPEHHETO MPOCTPAHCTBA Ha BCEM €ro NMPOTsHKEHUH. [[uHa nenapura

y TAKUX KJIETOK B CPETHEM COCTaBISAET OT 4 10 9 MKM.
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Pucynok 75. CTpyKTypHblE 0COOEHHOCTH MOP(OJIOTUYECKU 3PEbIX U Pa3BUBAIOIINUXCS
OOOHSTENBHBIX PEENTOPHBIX KiIeTOK y C. inermis; okpacka Ha aktuH (¢pamtouans-FITC,
3enenblil) u sapa (DAPI, cunuit); kondokanbHas MUKpocKonus. A — BepIIMHA KIETKU
KTYTHUKOBOTO THIA; 0 — BEpIIMHA MUKPOBWUISIPHOW KIETKU (T3M); OONBIINE CTPEIIKH
YKa3bIBalOT HA IUJIOTHBIE KOHTAKTHl; MAJCHbKHE — Ha aJre3MBHbIE KOHTAKTHI; B—
HECKOJIbKO ~ JICHJIPUTOB PAa3BUBAIONIMXCS HEMPOHOB C BBICOKUM  COJECpNKAHUEM
npuMeMOpaHHOro F-akTHHA (OTMEUYEHBI OENIBIMU CTPEJIKAMH) U SIIEPHBIM MaTepuasoM, B
pa3HOM CTeNeH! NOrpyKEHHOM BO BHYTpPEHHEE MPOCTPAHCTBO AeHapuTa (r—e) 2D-cpess;
X, 3 — HECKOJIbKO MOJIOJBIX KJETOK C SIAEPHBIM MaTepHajoM, HaXOJAIIUMCS BHYTPU
JCHJIPUTA C Pa3HOW CTENEeHbIO (pubTpanuu 3emneHoro ¢ayopecueHTHOro curxana (3D —
pexoHcTpykuun). KpacHble CTpenku HampaBieHbl K IOBEPXHOCTH AnUTeNMsl. Macmrab —
1 mxmM (a, 0).
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dopmupoBaHUe IPUMEMOPAHHOTO IUTOCKEJIeTa  HE SIBIISIETCS
CAMHCTBEHHBIM TPHUCTIOCOOJICHHEM PACTYIIMX HEHPOHOB [JII WX MHUTPAIMH OT
0a3ayibHON MeMOpaHbl B BEpXHHE clion smuTenus. lIporecc MPOHUKHOBEHHS
MOJIOIBIX ~ HEHPOHOB MEXIy HaXOIMIMIMMHUCSI Ha WX MyTH KIETKaMHU
COMPOBOXK/IACTCS pEOpraHu3anuell saepHOro Marepuana. [IpocTpaHcTBeHHAs
PEKOHCTPYKIIUS ~ ONTHYECKHX CPE30B  HE3PENBbIX  OOOHSATENBHBIX  KJIETOK
MOKAa3bIBACT, YTO B TPOIECCE TPAHCIOPTUPOBKH HMX sApa (camasi KpymHas I10
o0BeMy opraHesuia HeiipoHa) MpUOOPETaIT YUIMHEHHYIO (DOPMY U OCHOBHAsI MX
4acTh MepeMelaeTcs BHYTph akTuHOBoro "dymispa" aenapuroB. Ha npenaparax
XOpOIIO BWJIHO, YTO BHYTPU OIHTEIUS BBISABISIIOTCS Pa3IMYHBIM  00pazoM
OpUEHTUPOBaHHBIE TPOPWIM JEHIPUTOB, BHYTPH KOTOPBIX pacrojaraercs
3HAYUTENIbHASA JOJISI SJEPHOTO BellecTBa KieTok (puc. 75, B). IIpuuem, cama
MOP(OJIOTHUS OTPOCTKOB, WX JJIMHA, JUAMETP BHYTPEHHErO MPOCBETa M IHPUHA
aKTUHOBOTO CJIOSl Y Pa3HbIX HEMPOHOB HE MOKA3bIBAIOT 3HAYUTEIBHBIX KOJICOAHUH.
bonee m3menunBa opma sapa, KOTOPOE HEMOCPEICTBEHHO B3aUMOJCHCTBYET C
MPOKCUMAJIBHBIM YYaCTKOM JICHJIpUTA. Y HEKOTOPBIX MOJOJBIX KJIETOK SIPO
TOJIBKO BCTYINAeT B KOHTAaKT C HIDKHUM Y4YacTKOM JCHAPUTA U €IIe COXpaHSET
CBOMCTBEHHYI0 €My OKpyriayio ¢opmy (puc. 75, r). B apyrux ciyuyasx,
KOHTaKTHPYIOUTUH C ICHIPUTOM TIOJIOC SiApa MOCTEIIEHHO BBITATUBACTCS, TITyOOKO
NPOHUKAas B €r0 BHyTPEHHEE MpOoCTpaHcTBO (puc. 75, A, e). IIpu rtom 70-80 %
SJICPHOTO BEIICCTBA KJICTKH OKa3bIBACTCS JIOKAJIM30BAHHBIM BHYTPH aKTHHOBOTO
MUIMHApPA JICHApHUTA. biarogapss TakoMy TMEpepaclpefieiCHHI0 — SIEPHOTO
MaTepuanga TeJIO OOOHATENbHOH KIETKH HAllOMHUHAeT W3BECTHYIO (opMy
OoyTepbpona "cocucka B Tecte" (puc. 75, kK, 3). 3a ero mpenenaMmu 0OBIYHO BCETa
OCTaeTCs TOJIBKO HEOOJBIION (parMeHT sjpa, AHAMETP KOTOPOTO COM3MEPHM C
BHEIIIHUM JIMAMETPOM aKTMHOBOTO CJIos AeHApuUTta (puc. 76, a). 2 D uzobpaxenue
(puc. 76, 6) u ero opToroHajgbHBIC MPOCKIUHU (pHuc. 76, 61, 62) MOATBEPKAAIOT
MOJIO)KEHHWE O TOM, YTO OCHOBHAs Macca sIIEpHOr0 MaTepuaja JOKaJIU3YyeTCs

BHYTpH JIeHapuTa. BeposTHO, 3TO mpumaet kieTke 0osiee ynooHyo dhopMy aJis ee
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Pucynok 76. Crenuduueckas opraHuzalvs Tejla HE3peJoro HeWpoHa B MpoLEcce ero
nuddepeHIUpOoBKY ¥ MUTpaIK B 000HsATeIbHOM dnutenuu y C. inermis. Okpacka Ha F-
aktuH  (pammonnun-FITC, 3enmenwiii) u sapa (DAPI, cunwmif); koHbokampHas
MHKpPOCKOMHsI. A — BBITSHYyTas opMa JeHApPHUTA C SICPHBIM BemiecTBoM BHYTpH (3D-
pexoHCTpyKius); 6 — 2D-cpe3 kieTku U ee oproroHaidbHbie mpoekuuu (01, 62); B —
IPOJOJBHBIN cpe3 uepe3 JEHAPUT; XOPOILIO BUAHO BBITSHYTOE SAPO, JIOKAJTU30BAHHOE B
"yexye" U3 aKTUHOBBIX MUKpOpUIamMeHTOB (3-D- pekoHCTpykuus); T — nmepeaHsis 4acTb
neHapuTa 0e3 aKkTHHa, TAe pacrnoiaraercsi koHyc pocra (3-D- pexoncrpykuus); n —
HEpOBHbIE KOHTYpPHI MEPEAHEro y4yacTka JAEHApUTA, IJe HaxoauTcs koHyc pocta (3D —
pPEeKOHCTpYKLUsA). UepHOH CTpenkod OTMeueHa JOKaJau3alus KOHyca pOcCTa; KpacHas
HarpaBjeHa K MOBEPXHOCTH SIUTEIHSI.
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YCHEMIHOW TPAHCIIOPTUPOBKH B TOJIIE SMUTENUA. XapaKTEPHO, YTO HA 3TOM dTarie
pa3BUTHS KJIETOK KOHYC pOCTa JIGHIpPUTAa HE COACPKUT AKTUHOBBIX
MUKPO(UIAMEHTOB, TaK KaK K 3TOMY YYacTKy C TTOMOIIBIO BE3UKYJ JOCTABIISETCS
W BCTpamBaeTCs HOBBIM MeMOpaHHBIN Marepuan (puc. 76, B-1). Ha ocHOBanuu
MOJYYEHHBIX JAHHBIX MOHO MPEINOJIOKUTh, YTO Takas IJIOTHO YIAaKOBaHHAs
CeTh AKTHMHOBBIX MHKPO(PHUIAMEHTOB, TIO-BUJIMMOMY, BBITIOJHAET HECKOJBKO
dbyHknuid. Bo-mepBhIX, OHA OTPAaHUYMBAET BCTPAWBAHUE CEKPETOPHBIX BE3UKYI
TOJILKO B 30HE KOHycCa pOCTa JAECHApUTAa MW OOecreuyMBaeT €ro yAJUHEHUue; BO-
BTOPBIX, OHA MPUJIAET >KECTKOCTh JEHIPUTY, HEOOXOIUMYIO IS TMepeMelieHUs
KJIETKH MEXAY TeJlaMHU JAPYTUX KIETOK »nuTenus. Kpome Toro, LHMTOCKENeT
BEPOSITHO OOECIEUYMBACT AaKTHUH-3aBUCUMBIM TEPEHOC sapa BO BHYTpPEHHEE
MPOCTPAHCTBO JACHApPUTA [UJIsl 3alllMIIEHHOTO TpPaHCIOpTa HEeWpoHa MEXAY
KJIETKAaMH 10 HaNpaBJICHHIO K TOBEPXHOCTH »3nuTeNnus. Takum oOpa3om, B
pe3yibTaTe CTPYKTYpHOU TpaHchopmaimu MOp(o-(QyHKIIMOHATBHBIX OT/EJIOB
KJIETKH €€ MEepPEeIHUN OTPOCTOK (JIEHIPHUT) BPEMEHHO CTAHOBUTCS BMECTHJIMIIEM
JUTSL siipa KJeTKd. BeposiTHO, mproOpeTeHne KIETKOM crenu(puyeckoil GopMel ¢
MIPOHUKHOBEHUEM SIIEPHOTO MaTepuajga BHYTPh aKTMHOBOro 'dexisia" neHaputa
npugaeT el Oosee oOTekaeMyro GopMy Uil YCHEHMIHOW MUTpallMM B TOJIIIE
snutenus. B kadecTBe (DYHKIIMOHANBHBIX AHAJIOTOB  BBISBJICHHOM HaMu
OpraHu3alliyd «aKTUHOBOTO Y€XJIa» MOXHO MPUBECTU aKTUH, aCCOLIMMPOBAHHBIN C
TAN (transmembrane actin-associated nuclear lines) u perinuclear actin cap,
KOTOpbl€  MPUHHUMAIOT  HEMOCPEACTBEHHOE  y4acTUE€ B  TPAHCHOPTE U
MO3UIIMOHMPOBAHUY SA/pa B Pa3IMUHBIX THUMAaX KJIeTok IN Vitro [Luxton et al., 2010;
Maninova et al., 2014]. Bo3MoxHO, YTO B X0/i¢ TAKOTO MEPEeHOCa AApa MOT'YT OBITH
BOBJICUCHBI CICIHMAIM3UPOBaHHbIC ananTepHble OciikoBbie Komiuiekchl (LINC),
CBSI3BIBAOIIUE SIIEPHYIO 000JI0YKY C aKTHHOBBIMU MUKpomiamenTamu [Luxton et
al., 2010; Maninova et al., 2014]. B sToM mporiecce MOTyT MPUHUMATh y4acTHE
takke ATd-3aBucuMble MOTOpHBIE O€JIKM MHO3MHBI, OOecCreyrBarolre
TPAHCIIOPT JaHHOW OpraHesulbl B LMUTOIUIa3ME COMATHYECKUX KJIETOK Y MHOTHX

opranm3moB [Starr, 2007; Tamura et al., 2013].
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C noMouIpl0 METOAOB JJIEKTPOHHOM IIMTOXMMHUM pPaHEEe HE YyAaBaJIOCh
OOHapy)XHBaThb TaKHEe JCHIAPUTHI C XOPOIIO TPEACTABICHHBIM AaKTHHOBBIM
KOPTEKCOM H SJIEPHBIM BEILIECTBOM BHYTpHU. T€M HE MEHEe, HA OCHOBAHMH HAIIINX
JAHHBIX MBI I0JIaTa€M, YTO BHYTPH JEHJIPUTA, PAJIOM C AJIEPHBIM MaTEpPUAIOM B
OCTaBIIEMCSl CBOOOJHBIM KOMITAKTHOM MPOCTPAHCTBE JIOKAIM3YIOTCS TaKkKe U
JpPYTH€ KIIOYEBBIE KOMIIOHEHTBl KIIETKU: DSHJAOIUIA3MAaTUYECKUN PETHKYIYM,
pubocoMbl, a Takke ammapaT [onpmku, obecrneynBaroUil (OpMUPOBAHKE
CEKPETOPHBIX MY3bIPbKOB, HAIIPABJIEMBIX C MTOMOLIBI0 MUKPOTPYOOUEK K KOHYCY
pocra. I[logTBepKI€HHEM BaKHOCTH JTaHHOI'O KOMIApPTMEHTA NEHIPUTA SIBIIIETCS
TO, YTO C TOMOILBIO KOH(OKATbHON MUKPOCKOIIUYU HaJ SIAPOM BHYTPH €r0 OCEBOTO
WIMHJPA HaM YAAJIOCh BBIIBUTH (DYHKIIMOHAJIBHO aKTUBHBIE MUTOXOHJIPUHU (PHC.
77, a-B). DTO TOBOPUT O TOM, YTO Y HE3PEJIOT0 HEMPOHA BHYTPEHHEE COJIEPHKUMOE
JNEHAPUTA TOAJIEP)KUBAET BBICOKMH  YpPOBEHb JHEPreTUYECKOro  OOMEHa,
HEOOXOMMOro Ul POCTa U KU3HEACATEIbHOCTH KIETKU B LEJIOM. 3HAUUTEIbHAs
YacTh MUTOXOHJAPUN pacrojaraercs TakkKe B 00JIACTH HUKHEro MOoJroca sjpa,
HaXOJsIIerocs 3a MpeleiaMH JEeHIpUTa, OTKyJa OepeT CBOe Hayajlo pacTyIIui
akcoH (puc. 77, T, ).

XapakTepHo, 4TO AHAJIOTUYHbIE KapTUHBI Mop(doaornyeckoin
T depeHIIMPOBKU MOJIOIBIX HEWPOHOB C MEPEMELICHUEM SIEpPHOrO Marepuasa
KJIETKH BHYTPb YIUIOTHEHHOTO aKTWHOM JEHAPUTA Mbl OOHAPYXKWIH TaKke U y
JPYroro MpeicTaBUTENsl POTaTKOBUAHBIX PHIO — Yy >KenTokpbUiku (puc. 78). Ha
PHCYHKE XOpOIIO BHIHO, 4YTO W Yy JjgaHHoro mnpexacrasutens Cottoidei B
pPa3BUBAIOIIMUXCSA OOOHSTENBHBIX KJIETKAaX OCHOBHas Macca sapa Takke
pacnoylaraeTcsi BHYTpH JeHApuTa. He HCKII04eHO, 4TO Takhe CTPYKTYypHbIE
npeodpazoBanusi Manoau(hepeHINPOBAHHBIX HEUPATBHBIX KJIETOK MOTYT OBITh
YHUBEPCAIbHBIMM, U 00€CIIEUHNBAIOT TPAHCHIOPT U MO3UIMOHUPOBAHUE KJIIETOK HE
TOJILKO B OJb(AKTOPHOM 3MUTEINH. BO3MOXXHO, YTO y BBICHIUX >KMBOTHBIX B
LEHTPAJIbHBIX CTPYKTYypaX MO3ra — B TMIIIOKAMIIE U B CTEHKAaX YKEIyIOYKOB, IE

TaK)Ke OCYIIECTBIISIOTCS poIecchl Heliporenesa [Zhao et al., 2008; Gongalves et
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Pucynok 77. IlpusinepHas 30Ha MOJOJBIX HEHPOHOB C pACTYIIMMH JEHAPUTAMHU,
o0orameHHbIMi  0OJIBIIUM

KOJIMYECTBOM aKTUHOBBIX ~ MHKPO(QWIAMEHTOB B
obonsitensHOM drmtenmu y C. Inermis; oxpacka Ha F-aktua (damnonaun-FITC,

senenbiii), sapa (DAPI, cunwmit) w wmutoxonapuu (MitoTracker®Red, kpacHbIi);
KOH(OKanbHasi MUKpOCKonus; 3D — peKOHCTPYKIMH. A — IPOJOJIBHBII Cpe3 OTAETHLHOTO
HelipoHa ¢ (YHKIUMOHAIBHO AKTUBHBIMU MHUTOXOHJIPHUSIMH, JOKAJIW30BAHHBIMU BHYTPH
"yexya" M3 aKTMHOBBIX MUKPO(QUIAMEHTOB; O — MUTOXOHJIPUH, IPUMBIKAIOIINE K SIAPY
BO BHYTPEHHEM MPOCTPAHCTBE ACHAPHUTA; B — (oTo "0" B CHHEM M KpacHOM KaHajax;
YEPHON CTPEJIKOM IOKa3aHa MUTOXOHJpPHS, NpPUMBIKAIOWAs K sapy; I, J — pa3Hble
paKypchl Tena KIETKM € pacTyllUM JACHAPUTOM; BEPXHHMM y4acTOK sapa HOTPYKEH

BHYTPb JACHAPWUTA, B HHXHCM IIOJIIOCC AJpa PaCIOJIOXKCHBI MHTOXOHIPHUH. KpaCHaﬂ
CTpCJIKa HAIIpaBJICHA K ITIOBCPXHOCTHU DITUTCIINA.
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Pucynox 78. PacTymime neHIPUTH MOJOABIX PEIENTOPHBIX HEMPOHOB B OOOHITEITHHOM
SMUTENNH Y KeNTOKpbUlkH. Okpacka Ha F-aktuH (¢pammoumun-FITC, 3enensiii) u
anepublii Matepuan (DAPI, cununit); koH(oOKanbHas MHKpPOCKONUsA. A—B — TpU PSIOM
pacrnionokeHHbIx AeHAputa (3D—pekoHcTpyknms); 6 — saepHBI MaTepuan (OTMEYCH
CTpeJIKaMH), HaXOAAIIUICS BHYTPU ACHIPUTOB, COACPKAIIUX TUIOTHBIA TPUMEMOpaHHBIN
CIOil  aKTHHOBBIX MHKpoduiaaMeHTOB; (3D—peKkoHCTPYKIMs, CHHHMI KaHal); B —
aKTHHOBBIE KOPTEKCHI Tpex IeHApHToB (3D—pekoHCTpykuus, 3eleHb KaHam); T —
BBITSHYTBIE KOHTYpBI AJEPHOr0 MaTepuaina (IoKa3aHbl CTPEJIKaMM), PACIOJIOXKEHHOIO

BHYTpH JAeHApUTOB (2D—cpe3). Macmirab: 5 Mkm.

al., 2016], HoBooOpa3oBaHHbIC KJIECTKH Iepel UX JajdbHEHIIeH MUrpamueii Moryrt

npeTepreBaTh AaHAJOTUYHBIE MOP(POIOTHUECKUE TEPECTPOIMKH.
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Takum 00pa3oMm, Ha OCHOBAaHHMH PE3YJIbTATOB, MOJYYCHHBIX C TOMOIIBIO
KOH(OKATBHONW MUKPOCKOTIMH, MOXKHO 3aKITIOYUTh, YTO Y MOJIOJ0N OOOHSATEILHOMN
KJIETKH KPOME CTPYKTYPHOTO 00ecriedeHns pocTa AeHIpUTa F-aKTHHOBBIN KOpTEKC
OCyIIEeCTBISIET (MO-BUAUMOMY, aKTHH-3aBUCHUMBIM) TIEPEHOC sjaApa B €ro
BHYTpPEHHEE TMPOCTPAHCTBO. bmaromaps ASTOMY CTaHOBHUTCS  BO3MOKHBIM
3alTUIICHHBIA TPAHCTIOPT KIETKU 4Yepe3 MEKKICTOYHOE MPOCTPAHCTBO SITUTEIHS.
Ha pwue. 79 mnpencrabieHa o0000IIeHHAas cXeMa CTPYKTYPHBIX IE€PECTPOCK

HGﬁpOHOB, COIMPOBOKIAOIIUX UX HAIIPABJICHHYIO JTOKOMOIIUIO B TOJIIC SITUTCIINA.

5.12 CTpyKTypHBIE€ 0CO0EHHOCTH MOJIOABIX HEI{POHOB MOCJIe YCTAHOBJIEHUS

KOHTAKTA JCHIAPUTOB C MNOBEPXHOCTHIO O00OHSATEJILHOI0 YNMUTETUS

[Tocne Toro, kak pacTymuil ACHAPUT MOJIOJBIX OOOHSATENBHBIX KIETOK
JIOCTUTAET IOBEPXHOCTH SHUTENNs, OH (POPMHpPYET IJIOTHbIE U aJre€3UBHBIC
KOHTaKTbl C JMCTAJIbHBIMA YYaCTKaMH COCEIHUX KIJIETOK (OMOPHBIX WIIU
pEeLEeNTOpHbIX) M  TakuM  o0pa3oM  OKOHYaTelIbHO  HMHTETPUPYETCS B
YIOPSIIOUEHHYIO CETh KIIETOYHBIX 3JIEMEHTOB 3nutenus (puc. 75, a, 0). B pa3gene
3.3 HaMu yxe ObUIM MPUBEICHBI JaHHBIE O TOM, YTO OKpaIlMBaHHUE MpenapaToB
damonguHoM—FITC mo3BOJNISIET BBISBIATH B TMOBEPXHOCTHOM CIIOE€ DIUTEIHS
BBICOKOYTIOPSIIOYEHHYIO SYEUCTYI0 CE€Th W3 aATre3UMBHBIX MOSCKOB KIIETOK,
c(OpPMHUPOBAHHBIX AKTUHOBBIMU MUKpoduiameHTamu. [IpuuemM, Takas Mo3anyHas
CTPYKTypa SIHUTENUS NPENONpPENENsIeTcs TEM, YTO TOHKHE BEPIIMHBI HEMPOHOB
OOBIYHO TEpPEMEXAIoTCsl ¢ 0oyiee MUPOKUMHU MNPOPUISAMU TOAIEPKUBAIOLIUX
KJIETOK. DTy 3aKOHOMEPHOCTh MOKHO HaOJI0AaTh C MOMOIIBIO TPAHCMUCCUOHHON
(puc. 80, a), nazepnoit mukpockonuu Ha 3D pexkoHcTpykuusx (puc. 80, 6) u B
npocBeunBatonieM pexume (puc. 80, B). Ha puc. 80 r, x npeacrasien 00abIon
(dparMeHT ANUTENUsl JUIMHHOKPBUJIONW IIUPOKOJIOOKH, /i€ XOpOIIO BHUIHO, YTO B

mpouecce pocTta TCpMUHAIIN TPEX JCHAPUTOB BCTPANBAIOTCA B MCJIKHC quﬁKH, I10
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Pucynok 79. O6001ieHHas cxemMa CTPYKTYPHBIX MEPECTPOCK MOJIOIBIX OOOHSATEIbHBIX
HEHPOHOB B MpOIECCe UX TPAHCIOpPTa B TOJIIE OOOHSTENBHOIO SMUTENUS. A — A1po
BIUIOTHYIO TIPUMBIKAeT K oOorameHHOMY F-akTuHOM JeHIpuTy. 3aKioueHHbIE BHYTPH
JNCHIIPUTAa OpTraHeTbl  (PHIOIUIA3MAaTHYECKUHA  PETUKYIyM, ammapar [ oibmKw,
MHUKpPOTPYOOUKH) oOecrneunBaoT  (HOPMUPOBAHHWE  CEKPETOPHBIX IMY3bIPHKOB U
(GyHKIMOHHPOBaHUE KOHYCAa POCTa ACHAPUTA; O — sIEpHBIN MaTepuai IepeMeniaeTcsi BO
BHYTPEHHEE IMPOCTPAHCTBO JACHIAPUTA; B — 3HAUMTENbHAS YacTb SJIEPHOTO BEIIECTBA
HEHpoHa HaxOJUTCA BHYTPH JCHAPUTA, YTO MpuAaeT emy Oonee "oOTekaemyro" dopmy
Ui ABWKeHus; r© — 2D-cpe3 pacTyiieil OOOHSTENBHOW KIETKH Y JJIMHHOKPBUIOH
mHUpoKoI00Kku. Obo3HaueHus: 1 — sapo; 2 — ciaol aKTHHOBBIX MUKPO(UIAMEHTOB; 3 —
KOHYC pocTa; 4 — anmnapat ['oiab1ku; 5 — ceKpeTopHbIe My3bIpbKU; 6 — MUTOXOHJpUU; 7 —
MHUKPOTPYOOUKH; 8 — HEHTPaIbHbII OTPOCTOK.
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bazanspHass MmemMmOpaHa
: ‘ 5 55 105 115

5 s 3 3 = 55 55 75
X [um)
Pucynox 80. Yuactre akTHHOBBIX MUKPO(HIAMEHTOB B MOJCPKAHUU CTPYKTYPHOM
[EJIOCTHOCTH OOOHSTEIILHOTO SMUTEIUS ¥ B Pa3BUTUH PEICNITOPHBIX KiaeTok y C. inermis.
A — momepeuHbIil cpe3 uepe3 IMUTeNH (ToM); 6—1 — KoH(pOKanbHAsT MHKPOCKOIHS
(oxpacka Ha F-aktun (damtownun-FITC, 3enensrit) u sapa (DAPI, cunmit); 6 —
MO3aWyHasi OpraHM3alMs AaKTHHOBBIX MHUKPO(PHIAMEHTOB B aNHMKAIbHBIX YYacTKax
OTIOPHBIX W PEUENTOPHBIX KIETOK (3D-peKOHCTPYKIHSA); YEPHOU CTPEIKOM OTMEUYeH
npoduis BEepLIMHBI TEPMHUHAIU JEHAPUTA; B — BUJ IMUTENUS B PEXKUME MPOXOSIIETO
cBeTa (CJIOM PECHWYEK KJIETOK O003HAUEH CTpeNKaMu); T — JACHIPHUTHI TPEX MOJIOABIX
HEHPOHOB, BCTPOCHHBIX B YIOPSAJOYEHHYIO MEIKOSYEUCTYIO CETh IIUTOCKeleTa B
MMOBEPXHOCTHOM CJIO€ AMUTENHS (BUI CO CTOPOHBI 0a3aibHON MeMOpaHbl); T — PUC «T» B
npodmib. YCIoBHBIE 00O3HAYEHHS: PK — PELENTOpHas KIeTKa; MOK — MeplaTelbHas
ONOpHasi KJETKa; COK — CEKpPETOpHas ONOpHas KIETKa; OK — omopHas kierka. CuHss
CTpeJiKa HaIpaBlieHa K MOBEPXHOCTH IUTEIHS.
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COCEJICTBY C BEpIIMHAMHM OIMOPHBIX KiIeTOK. OHM HaxoAsTcs Ha OOJBIIKUX
pacctostHUAX (20—50 MKM) Apyr OT Apyra M MX TEPMHUHAIM YXKE 3aKPEIUICHBI B
snuTenuu. B psane ciydyaeB Takke ynaBaioch HaOmoAaTh W 0oJyiee IJIOTHBIC
IPYNIbl U3 TaKUX KIETOK, MPUYEM, CYJs 10 OCOOEHHOCTSIM OKpacku Ha F-akTuH,
UX BEpIIWHBI, KaK MPaBUJIO, HAXOJWINCh HA OJUHAKOBBIX dTamax CTPYKTYpPHOMH
muddepeHupoBku. Bo3MOXKHO, 3TO TOBOPUT O TOM, YTO MOJOOHBIE KIIACTEPbI
PELENTOPHBIX  KJIETOK pa3BUBAIOTCS B COCTaBE KOMIAKTHBIX JOMEHOB,
(dopMupOBaHKE KOTOPBIX B MPOIIECCE HEHPOTreHe3a Mbl 00CYKaanu B paszene 5.7.
HaunnHast ¢ MoOMEHTa yCTaHOBJIEHHMS KOHTAKTa C BHEIIHEH CpeIoi,
aNMKaTbHBIA YYacCTOK pELENTOPHOTO HEWpPOHAa TPETEpreBacT psI BaKHBIX
YIBTPaCTPYKTYPHBIX IEPECTPOeK. MOXKHO MPEANOJ0XKUTh, YTO B 3TO BpEMs
BE3UKYJSIPHBIA TPAHCHOPT IO HAMpaBJICHHI0O K KOHYCY poOCTa JEHIpUTa
IpeKpalaeTcs, OAHAKO Ha JAHHOM JTale pPa3BUTH BEpIIMHA KIIETKH €Ie He
npuoOpeTaeT BHJ MOJHOCTBIO Cc(OpPMHpPOBABUICHCS OOOHATENbHON OyIaBbl.
YCTaHOBIEHO, YTO TEpMHUHAIbL JCHAPUTA, YCTAaHOBUBIIETO CBSI3b C BHEIIHEH
CpeIoii, elle He COACPKHUT YYBCTBUTEIbHBIX peCHUUEK (MM MUKpoBUILT). Kpome
TOTO, B 3Ty (pa3y nuddepeHIMpoBKY, Kak U BAOJIbL JACHAPUTA, B TPUMEMOPAHHOM
ciioe OOOHATEIbHOU OyiaBbl TakkKe (OPMHUPYETCS XOPOIIO BBIPAKEHHBIN CIIOH
aKTUHOBBIX MHKpoduaamenToB. OH crutomHbiM IpokuM (0,4 MKM) ciioem
3aKpbIBAET BCE MPOCTPAHCTBO MO MOBEPXHOCTHOM MEMOpaHOW amuKaIbHOTO
ydacTKa JACHIPHUTA 32 UCKIIOYCHHEM HEOOJBIIOTO YJacTKa, KOTOPhIH 0pOpMIICH B
BHJIE OKPYIJIOTO, HE COJEpIKAIlero akTuH msatHa auamerpoMm 0,3 MM (puc. 81).
PacdeThl moKa3bIBalOT, YTO OT IUIOMIAAM MOBEPXHOCTU OyJaBbl MIIOIMIAIL ITOTO,
He3aIoJIHeHHOro F—akTHOM yuacTka cocrtaBisieT Bcero 2—3 %. EcrecTBeHHO,
BO3HHKAET BOMPOC: KAaKUM o0Opa3oM B BEpIIMHE KIETKH, B IUIOTHOM CJIO€
AKTUHOBBIX MUKpPO(QUIAMEHTOB MOXET (hopMuUpoBaThcs Takas «mopa»? Ham He
yAAJIOCh  BBISIBUTH TIOCIICJIOBATEIbHBIX OJTAllOB BCTPauWBaHUS JEHAPUTA B
NOBEPXHOCTh 3nuTenusa. [lo naHHbIM KOH(MOKaTIbHON MHKPOCKONHMH TUAMETP
JUCTAIbHOTO ~ y4acTKa pacTyllero JAeHjapuTa, (rAe, Kak Mbl CUUTAeM,

pacmoJyiaraeTcsi KOHyC pocTa) B cpeaHeM coctarisieT 0,9 MkM, a nuamMeTp mopbl
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Pucynox 81. Momonoii peuenTopHbIi HEHpOH ¢ MOpOil (MOKa3aHa CTPENKOW) B
TEPMHUHAIM JICHIPUTA, MPHUKPEIUICHHOrO K ToBepxHocTH snurtenus y C. Inermis;
okpacka Ha F-axtus (¢pamonann-FITC, 3enensiit) u snepusiii Mmatepuan (DAPI, cuawmii),
KOH(OKaIbHAasi MUKPOCKOIUSA. A — HEHPOH MPHUKPEIUICH K SYeHKaM IUIOTHBIX KOHTAKTOB
AIUTENNs; BCTaBKa — YBEJIMYEHHBIM (parMeHT amuKadbHOTO Yy4yacTKa JIEHIpPHTA,
UMEIOIIETO Mopy (0OTMEUeHa CTPEIKON) B IIOTHOM ciioe F-aktuHa; (3D-pekoHCcTpyKIus);
0 — mporIIb MOBEPXHOCTH M OPTOTOHANBHBIX mpoekiuit (61, 62) mopsl (2D-cpess); B —
3D-pekoncTpykius (pexxum "surface') kiaeTku ¢ mopoi (oTMeueHa KpacHO# CTPENKOi) B
BEpIIMHE JAEHApUTA. YCIOBHbIE 0003HaueHus: 1 — Mojoaoi HEWpoH ¢ mopoi; 2 —
npoduId BEPIINH 3pENbIX HEHPOHOB; 3 — mpodWiIn BEepIIUH OMOPHBIX KIeTOK. CHHsA
CTpeJIKa HallpaBJIeHa K IOBEPXHOCTHU AMUTEIUS.



212

okasbiBaeTca cyuiecTBeHHO MeHbiie — 0,3 MkM. Ha ocHOBaHMM 3TOro MOKHO
MPEANOJIOKUTh, YTO MOCIE KOHTAKTA JIEHAPUTA C OBEPXHOCTHIO SIUTEIUS B €r0
aNMKaJIbHOM Y4acTKE KPaTKOBPEMEHHO aKTUBHPYIOTCS MPOIECCHl MOJIUMEpU3aluu
aKTUHAa U TPOUCXOAUT YBEJIWYEHUE IUIOMIAM, 3aHUMAEMOU ITUTOCKEIETOM.
BeposiTHO, 3a cdeT 3TOro moja NOBEpXHOCTHOW MeMOpaHON 0OOHATEIbHOU OyliaBbI
MPOUCXOJIUT YaCTUYHOE CYKEHHE MPOCBETA, HE COAEPMKAIIETO MUKPO(HIaMEHThI
aKTHHA, BCJIEJICTBHE YEr0o JAHHBIM y4aCTOK NPHUHUMAET BUJ MNOpbl. MBI OIPOOHO
UCCIIEIOBAJIN OPTOrOHANbHBIE NMPOEKIUHU 3TON crneunduueckoil 30Hpl. Ha ¢one
OKPYXAIOIUX aKTHHOBBIX MUKPO(UIAMEHTOB 3TOT y4aCTOK TEPMHUHAIIU JICHIpUTA
HE JaeT (IyopecUEeHTHOTO CHUrHaia. Y HEKOTOPhIX KJIETOK B MPOAOJIBHOM
ONTHYECKOM  Cpe3€ MpO3payHblii  KaHal Takod 'MOphl'  PaBHOMEPHO
IPOCIEKUBACTCA Yepe3 BCIO TOJILYy NMPUMEMOpAHHOro cjos F—akTuHa U paiee
OTKpbIBaeTCs B IUTOIIasMy. IIpu 3TOM MOXXHO mojararb, 4TO BEpXHss, OoJiee
HIMpOKasih 4YacTb IMOPbl B3aUMOJEHCTBYET C COOTBETCTBYIOUIMM HEOOIbIIUM
Y4aCTKOM MOBEPXHOCTHOM MeMOpaHbl. B npyrux ciydasix, mpoaosibHbIA Tpoduiib
TAKOIo KaHajia UMeJl BUJI KOHYyca, caMasi y3Kasi 4acThb KOTOPOro TaKkKe cooluiaercs
C LUATOILIA3MOU KJIETKHU.

Ot MOPQOJOTUYECKHE KapTUHBI MOKA3bIBAIOT, YTO IMOCJE YCTAHOBIICHUS
KOHTaKTa JACHJIPUTA C MIOBEPXHOCTHIO AMUTENHS KJIETKa MPUOOPETAeT CIOCOOHOCTh
B3aMMOJIEUCTBOBATh C OJJOPAHTAMU BHEIIHEW CPEAbl TOJIBKO HEOONBIIUM YYaCTKOM
JEHAPUTA, OTPAHUYECHHBIM CKBO3HBIM KaHAJIOM B IJIOTHOM CJI0€ IPUMEMOPAHHOTO
F-aktuna. Takum o0pa3oM, MOXHO CKa3aTh, YTO AKTUHOBBIE MUKPO(DUIAMEHTHI
00€eCreynBalOT HE TOJBKO MUTPALMIO KJIETOK M HX TO3WIMOHUPOBAHHE B
AMUTENUU, HO U (OPMUPOBAHHE MOPOMOAOOHOW CTPYKTYpbl B IUJIOTHOM CJIO€
aKTHHA M0 MOBEPXHOCTHOM MeMOpaHOU TepMUHaNU AeHApuTa. PaHee ¢ moMoIbio
meToja Patch clamp ycranoBieHo, 4To eie 10 yCTaHOBJICHHS KOHTAKTa JICHIPUTA
C TOBEPXHOCTBIO DJIUTEIMS HE3peable HEWpPOHBI MOIYT pearupoBaTh Ha
rugpodoOuHsie Monekyiasl [Lowe, Gold, 1991]. VuurteiBas 3T0T (akT, MOXKHO
IPEANOJIOKUTh, YTO C TOMOIIBIO IMOPbl KJIETKAa BIEPBBIE MPUOOpPETaET

CIOCOOHOCTh B3aMMOJICWCTBOBAaTH C BOJAOPACTBOPHUMBIMU OJIOPAHTAMHU. Imo
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2060pUM O MOM, YMO NOCle YCMAHOBIEHUs KOHMAKma C 6HeuwiHel cpeoou
000OHAmMeENbHAS KIeMmKA He Cpa3y GKII0Yaemcs 6 CIOJCHble NpOYeccyl
xemopeyenyuu 6000pacmeopumvlx eeujecma. J1o 3Toro ciaydasi, Hu B KaKuX JIpyrux
TUIAaX HEUPOHOB HE ObUIO OOHAPYXKEHO TAaKUX MNPUMEMOpAHHBIX CTPYKTyp. B
CBSI3U C 3TUM, CeHYac CI0KHO JETAIbHO 0XapaKTepHU30BaTh OCOOEHHOCTH TOHKOTO
YCTPOMCTBA TaKOW MOPBI U OMPENETUTh — HACKOJIBKO BapuabelibHa €€ CTPYKTYpa.
Bo3MokHO, 4TO B moafepKaHUM MOP(OIOTHUECKON LEIOCTHOCTU MOPBI KpoMe
aKTUHA MOTYT MpPUHUMATh Yy4YyacTHE U JPYrue DOJIEMEHThl IUTOCKEJIeTa U
(YHKIIMOHAJBHO Ba)KHbIE KOMIIOHEHTH. TeM He MeHee, Ha OCHOBaHUU
UMEIOIIUXCSA  JTaHHBIX MOXHO JIOIYCTUTh, YTO 4epe3 Takylo TMopy H
COOTBETCTBYIOIIMN €l (parMeHT IMOBEPXHOCTHOM MeMOpaHbl KJIETKAa MOXKET
B3aMMOJIEUCTBOBATh C OJJOPAHTAMHU BHEIIHEN CPEJIbI.

Hccnenys Monoaple peUENTOpPHbIE KIETKH, B3aUMOJECHCTBYIOLUIUE C
BHEIIIHEH CpENoil, MOXKHO BHJETh, YTO B IIPOLIECCE MX NAIBHEHIIETO pPa3BUTHUSA
IUIOTHBIA TMPUMEMOpPAHHBIA CJIOH aKTMHOBBIX (PUIIAMEHTOB JEHIpUTAa U €ro
JUCTANIBHOTO YYacTKa IIOCTENEHHO yTpauuBaercd. HaMm ynamoce HOpocienuTb
oTaenbHbIe (a3bl Takux nepectpoek. Ha pue. 82 npezacrasiena kierka, KoTopas
1o Haubosiee BaXKHOMY MOP(}OJIOTUUECKOMY MPU3HAKY — TPUMEMOPAHHOMY CJIOIO
F-akTuHa B BepIIMHE U TeJe KIETKH — HAaXOJIUTCA B Tpoiiecce nudepeHnnpoBku
U €IIE HE MOXET ObITh OTHECEHA K Kareropuu Mopdonornyecku "3penbix". Y sTon
KJIETKH B CPaBHEHHUM C MPEIIIECTBYIOMIEH (a30i pa3BUTHS BCIEICTBUE Pa300pKU
IUTOCKENIeTa MPOCBET MOPONOJ00OHON CTPYKTYphl CYHIECTBEHHO YBEIMUYEH 10 2
MKM, MpUYeM, JCCTPYKTUBHBICE W3MEHEHHUS aKTHMHA HAOJIOJAIOTCS TaKXke M B
OTJENbHBIX y4yacTKax Teda KieTku. Ha Oonee MmO3gHMX CTaauax CO3pEBaHUS,
pa30opka akTMHA B TEPMUHAIM JEHJpUTAa MOCTeneHHO HapactaeT. [Ipuuem, Ha
OCHOBAHMM CPABHUTEIBHON OLEHKH MOPQOJOrMUYEeCKUX KapTUH, KOTOpbIE
BO3HHMKAIOT II0 XOJAY pa3BUTHA KIETOK, MOXXHO CKa3aTh, YTO HMCUE3HOBEHHE
AKTUHOBBIX MHKPO(HUIAMEHTOB MPOUCXOAUT IO HANPABICHUIO OT BEPXYIIKH
OymnaBbl K ¢ OCHOBaHMIO. Tak, Ha puc. 83 Moka3aHbl TPHU KIETKH, Y KOTOPBIX MO

MeMOpaHoii OyJIaBbl IIMTOCKETIET B OCHOBHOM YK€ OTCYTCTBYET, OJTHAKO OH €IIIe
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Pucynok 82. YBenuueHHbIe pa3Mmepbl MOpHI (MOKa3aHa OeOW CTpPEenKoil) B BEpIIUHE
neHnputa y Mosiogoro Heiipona y C. Inermis; okpacka Ha F-aktun (pamtonaun-FITC,
3eneHblil) u snepHblid Matepuan (DAPI, cunuii), koHpoKanbHasi MUKpOCKOmMs. A —
JNCHJIPUT TPUKPEIJICH K sUeidKkaM IJIOTHBIX KOHTAKTOB JmuTenus; 0 — mnpoduib
MOBEPXHOCTH M OPTOTOHAIBHBIX Tmpoekuui (01, 62) moper (2D-cpeswr); B — 3D-
pekoHcTpyKius (pexxkum "surface") kiaeTku ¢ mopoi (IMoKa3aHa KpacHOW CTPEIKOi);
AKTHHOBbIE MUKPO(MWIAMEHTHI JCHAPUTA MECTAMH YaCTHYHO pachopmupoBaHbl. CHHSSA

CTpPCJIKA HallpaBJICHA K ITOBECPXHOCTH SITUTCIINA.
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Pucynok 83. JlecTpyKTMBHbIE H3MEHEHHS AaKTHHOBBIX MHKPO(DHUIAMEHTOB B
TePMUHAIAX (OTMEYEHbl CTpeJKaMHu) JEHIPUTOB TpPEX PELENTOPHBIX KIETOK Ha
3aBEpPILAIOLINX ATANaxX UX Pa3BUTHUA. F-aKTHH B OCEBBIX IMJIMHAPAX JCHIPUTOB YaCTUYHO
COXpaHeH. XOpOoIIO BUACH BBITSHYTHIN sIIEPHBIN MaTepHall, OCHOBHAsI 4acTh KOTOPOTO
pacrmioniokeHa BHYTpH JneHapuToB. Okpacka Ha F-aktun (dammounun-FITC, 3enensiit) u
sanepubiii Matepuan (DAPI, cunuit). A, 6 — BUJ KJIETOK Yepe3 MOBEPXHOCTh DIUTEIHUS; B,
I' — BUJ KJIETOK CO CTOPOHBI 0a3aibHOM MeMOpaHbl; 0, T — 00paboTKa M300paKECHU B
pexume "surface". YcnoBHble 0003HaueHUs: 1 — He3pelble pelenTOpHble KIETKU; 2 —
npodunu 3penbix HeHpoHoB; 3 — mnpodunu omopHbeIX KieTok. Kpachas crpenka

HaIrpaBJICHA K ITOBEPXHOCTHU SITUTECIINAA.
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YaCTUYHO COXPAHEH B €€ KpaeBbIX ydacTkax. [lo mepe ycuieHusl OeCTpyKUUU
MUKPO(QHIAMEHTOB BECh IIUPOKUH cjod F-akTuHa T1OA TOBEPXHOCTHOU
MEMOpaHOM  BEpUIMHBI KJIETKM IIOCTENIEHHO Hcye3aeT. 20 JToM ke
CBUJCTEIBCTBYIOT KaPTUHBI OPTOTOHAJIBHBIX MPOEKIMI PEeLEeNTOPHBIX KIETOK, Ha
KOTOPBIX BHUJIHO, YTO B MPUMEMOpPaHHOM CJO€ Teja KIETKH aKTHH elle
OPUCYTCTBYET, OJIHAKO TEPMHHAJIb JACHJIPUTA OT HEro YK€ MOJHOCTHIO
ocBoOOx1eHa (puc. 84). BeposTHO, 3T0 00ecrieunBaeT BCTPauBAHKUE PELIEITOPHBIX
OeNKOB MO BCEH IUIOIIAAN YyBCTBUTEIIBHOTO ydacTKa HEWpPOHA U 3aBEPILEHUE €ro
¢yHKIMOHaNbHOW crneuuanu3auuu. OO0o0OIIeHHass CcXeMa IMTOXMMHYECKUX
NEPECTPOEK OOOHATENBHBIX KIETOK IIOCJIE€ 3aKpEeIUIeHHs] HX BEpUIMH B
NOBEPXHOCTU OJOUTENUS U HUX JAUPPEpeHLUPOBKE BO B3pPOCIbIE  KJIETKH
IIpEACTABIICHA HA pHUC. 85.

Takum o00pa3zoM, mocie 3aKperyieHUs BEPIIWHBI KJIETKH B IOBEPXHOCTU
AMUTENUS BHAUaje Mbl HAOIIOAAEM YIUIOTHEHHE aKTHUHOBBIX MUKPO(UIAMEHTOB B
OpUMEMOPAHHOM CJI0€ MO Bceld Iuionmaau  OOOHATENbHOM  OylaBbl C
(dbopMUpOBaHHEM B HEM HEOOJBIION MOPHI. 3aTEM MPOCBET 3TOI MOPHI MOCTETIEHHO
YBEJIIMYUBACTCS U Jlajiee MCUe3aeT COBCEM. XapaKTEpHO, YTO (PEHOMEH IMOJA00HBIX
JIOKaNbHBIX JUHAMUYECKHUX IMEPECTPOEK IUTOCKEIEeTa HAOJIOMAETCsl Takke B
JIpyTrUX TUMAxX KJIETOoK. B yacTHOCTH, pu ycTaHOBIIEHMH UMMYyHHOro cuHarnca (T-
KJIWJUIEp/KJIeTKa MMUILIEHb) B 30HE€ KOHTAaKTa KIJIETOK BHAyajle BO3HHUKAET
VIUIOTHEHHWE MPUMEMOPAHHOIO CJIOSI aKTHMHA, a 3aTe€M B LEHTPAJIbHOM YYaCTKE
aKTUHOBBIE MHKPO(UIAMEHTBHl JUCCOIMHUPYIOT C O0Opa30BaHUEM KOJIBLIEBOM
CTPYKTYpBI, oOoraienHo# F-aktnnom Ha nepudepun cunarnca [de la Roche et al.,
2016].

K coxanenuto, B CBSI3M C OCOOCHHOCTSMHM TMOJATOTOBKM IpenapaToB
(pukcaumst u nepmeabunuzanusi) A8 KOH(POKAIbHOW MHMKPOCKOIHMHM — HE
HPE/ICTaBIIAETCS BO3MOXKHBIM 0oJjiee JeTalbHO IN VIVO HaO0AaTh 3a JUHAMHKOM
U3MEHEHUN aKTMHOBBIX MHUKPO(UIAMEHTOB B PELENTUBHOM ydacTKe KieTok. 1o
3TOW MpPUYMHE MBI HE MOXEM CYAMTb O BPEMEHHOM HWHTEpBaJie, B TEUYCHHE

KOTOPOI0 1mopa MOXCET CcTaOMIBLHO CymeCTBOBATH B CJIOC aKTHHOBBIX



217

Pucynok 84. Bepunna He3pemnoil pelenTopHOn KIETKH HE COJEPKUT aKTHHOBBIX
MUKpPOPUIAMEHTOB (MOKa3aHa CTPENKOM), XOTS B OCEBOM LMJIMHJApE Tela KIETKH OH
qacTUYHO coxpaHeH. OCHOBHasg 4YacThb $AJIEPHOTO MaTepualla paclooXKeHa BHYTPHU
nenaputa. Okpacka Ha F-aktu (pamtouaun-FITC, 3eneHsiil) U saepHBIA MaTepuan
(DAPI, cunwmii). A — B Ha TOBEPXHOCTh AMHUTENHS; al, a2 — OPTOrOHAIBHBIC TIPOCKITHH
kieTku (2D-cpesbl). YcenoBHble 0003HaueHus1: 1— He3penas kieTka; 2 — npo(uiu 3penbix

HEHWPOHOB; 3 — BEPUIMHBI OTIOPHBIX KIIETOK.

MUKPO(UITAMEHTOB.

B cBs3u ¢ Tem, uto mopa Gopmupyercs cpasy Mocie YCTaHOBJICHUS CBSI3U
JICHIPUTA C MOBEPXHOCTHIO AMUTEHUS, BOSHUKAET BOMPOC O €€ (PYHKIMOHATIBHOM
Ha3HaueHUU. MOKeT M JaHHasg I[opa KakUM-TO O0O0pa3oM Y4yacTBOBaTh B
(GbOopMUPOBaHUN  PEUENTOPHOTO perepTyapa UYyBCTBUTENbHBIX KieTok? B

HACTOAIICC BPEMA HCU3BCCTHO — MOT'YT JIM 3allaXOBbIC CUT'HAJIbI BHEIIHEH Cpeanbl
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a B

Pucynox 85. Pannme (a, 6) u "3pemas" (B) cragum MoOp¢OIOTHUECKOM
T pepeHITNPOBKA OOOHSATENBHBIX PELENTOPHBIX KJIETOK (MO0 JaHHBIM KOH(OKaIbHOMN
MHUKPOCKONIMM). A — BHYTpPU MOJOAOH KJIETKM pAacloyiaraercs BBITIHYTOE SO,
MUTOXOHJPUU M IIUPOKHHA CIIOM mpuMeMOpanHoro F-aktuHa. B TOMNme akTHMHOBBIX
MUKPO(UIAMEHTOB TEPMHUHAIb JACHAPUTA COACPKHUT IOpY, KOTOpas OTKPHIBAETCS B
IUTOIUIa3My. BelieneH u yBenanueH (parMeHT BEpIIUHBI ¢ MOPOH (KpacHbIM OTMEUYEH
Yy4acTOK MEMOpPaHbI HaJl TOPOii); 6 — MPOCBET MOPHI CYIIECTBEHHO PACIIMPEH BCIIEACTBUE
pa30OpKHM aKTUHOBBIX MHUKpoduiameHToB. YacTuuHas aecTpyknus F-aktuHa B
IPUMEMOpPaHHOM CJI0€ Tella KIETKH; B — "3penas’ KieTka: F-akTUH cOIepKHUTCS TOIBKO B
MOBEPXHOCTHOM CJIO€ DSIUTENHUs; €ro TOJIIWHA COOTBETCTBYET MPOMUIIO TUIOTHBIX
KOHTaKTOB (MOKa3aHO (UTypHOW CKOOKOM) MEXKIY IHUCTAIbHBIMU YYaCTKaMH KIIETOK.
Ob6o3nauenus: 1 — nopa; 2 — F-akTuH; 3 — MUTOXOHAPUY; 4 — AApO; 5 — MOBEPXHOCTHAS
MeMOpaHa; 6 — y4aCTOK TOBEPXHOCTHOW MeMOpaHbI HaJ| TIOPOi.
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y4acTBOBaTh B (DOPMUPOBAHUM CENEKTUBHOM YYBCTBUTEIBHOCTU OOOHSATEIBHBIX
KJIETOK Ha paHHUX (uiau OoJiee MO3JHUX) 3Tamax MX pa3Butus. Ecinu Takas
BO3MOYKHOCTh MPEYCMOTPEHA, TO BEPOATHO OHA MOTJa Obl UMETh OIPEIEIICHHBIH
OMOJIOTUYECKUM CMBICI: B TIpoliecce HehporeHesa B OOOHSATEIBHOM DSIUTEIUU
JKUBOTHOTO TIEPUOJUYECKH MOTIU Obl (OPMHPOBATHCS PEIENTOPHBIC KIIETKH,
KOTOpbIE 3a CYET MOp MPHOOPETAIOT CHEeHU(PUUYECKYI0 UYYBCTBUTEIBHOCTh K
Maxy4yuM BeIIeCTBaM, HambOojee XapaKTepHbIM Ha JaHHOM JTale ero >KU3HU B
CBSI3U C KOHKPETHOU cpeioit oOuTanus. Y pa3HbIX BUIOB PbIO IpencTaBiieHo ot 50
n0 150 reHOB ONb(AKTOPHBIX PELENTOPOB, KOTOPHIE MOTYT CBS3bIBaTh
BOJIOPAcTBOpPHMEBIE XUMHUeckre curaaibl [Niimura, Nei, 2005; Alioto, Ngai, 2006;
Saraiva, Korsching, 2007]. Panee ycraHoBieHO, 4yTo B X01¢ AU HEpPeHIIMPOBKA B
KOKJIOM HEWpPOHE M3 BCETO MYJIbTUI€HHOTO CEMEWCTBA, KOAUPYIOIIETO
OOOHSTEIBHBIC PELICTITOPHI, BEIOMPAETCS TOJIBKO OJWH TEH, SKCIIPECCHUS KOTOPOTO
Oyner obecrnieunBaTh ero cnenuguIHocTh K 3amaxaMm [Buck, Axel, 1991; Serizawa
et al., 2004; Mombaerts, 2004]. CekBeHupoBaHHE TpPAHCKPUIITOMOB 178
CAMHUYHBIX KJIETOK U3 OJh()AKTOPHOTO SMUTEIHS HOBOPOKICHHBIX M B3POCIBIX
MBIIIEH TaKKe MOATBEP)KIIAeT MOJOKEHUE O TOM, YTO B XOJ€ AIUTCHETHUYECKOTO
pPETYIMPOBAaHMUSI B pe3yibTaTe WHAKTHUBAIIMKM OTACIBHBIX TE€HOB 3aKpEIIseTCs
9KCIIpeccus Tojdbko omgHoro w3 Hux [Tan et al, 2015]. Ha mnpumepe
MJICKOTTUTAIONINX OOCYXIAIOTCS PA3IMYHBIE MOJETH PETYIISAIMN CTOXaCTHIECKOTO
MPUHITMIIA MOHOTEHHOTO ¥ MOHOAJUICILHOTO OTOOpa PpEelenTopoB, KOTOPHIC
MIPE/ICTABIICHBI B OTACIBHBIX KJIETKAaX U 00ECIEUMBAIOT MX MOHOCIEIU(DPHIHOCTH
[Serizawa et al., 2003; Mombaerts 2004; Shykind, 2005; Clowney et al., 2011;
Magklara et al., 2011; Magklara, Lomvardas, 2013]. B uwacTHOCTH, COTJIacHO
onHomy u3 npeactaBienuil [Shykind, 2005], MexaHn3mM MOHOAJUIEILHOTO O0TOOpa
IpeanosaraeT MOMePEMEHHYI0 CTOXAaCTHUYECKYI0 aKTHBAIIUIO TCHOB, KKIbIM W3
KOTOPBIX KOJUPYET TOJbKO OAWH TUN penentopoB (puc. 86). Ecau Bo3HMKaeT
AKCIIpeccus He(PYHKIIMOHAIBHOTO pelentopa (HECmocoOHOro K crnenuduueckomy
CBS3BIBAHUIO OJIOPAHTA), TO 3TO BEACT K MEPEKIIOUCHUI0 TeHOB. Ecmm mamee

aKTUBHUPYETCS T€H, KOTOPHIN 0becreunBaeT cOOpKy (PyHKITMOHATILHOTO PEIenTopa,
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A Choice of functional receptor leads to feedback stabilization:

Nucleuvs Nucleus

unstable expression stabilization

B Choice of non-functional receptor leads to switching:

Nuclevs Nucleus Nucleus

unstable expression switching  unstable expression stabilization

Pucynok 86. Mozenb BbiOOpa (hyHKIIMOHAIBHOTO PELETITOPA B HE3PENBIX PEIENITOPHBIX
kierkax [Shykind, 2005]. A — ot6op dyHKIIMOHAIHHOTO perenTopa (3eJCHBIN) BEACT K
ero crabwin3aluy 4Yepe3 MeXaHu3M o0paTHoOil cBs3u. OTOOp TeHa, KOAUPYIOIIEro
OOOHSITENBHBIA PEIENTOPHBI OEIOK MPOU3BOAUTCA C TOMOIIBIO CTOXAaCTUYECKOTO
MexaHu3Mma (cuHss chepa). OyHKUIMOHUPYIOLIUN pelieNTOPHBIA OeoK (3eseHblil) uepes
BHYTPUKJIETOUYHBIN CUTHAI (MEXaHU3M OOpATHOW CBSI3M) CTAOMIM3UPYET TeH (HeOOobIas
KpacHasi cdepa), KOOUPYIOUIUMN NaHHBIA peuentop. B — oTO6op HepyHKIIMOHATBLHOTO
perienTopa BeAET K NEPEKIIOYEHUI0 TeHOB. HepyHKIIMOHANbHBIM T€H BBIOHMpaeTCsl C
MOMOINBI0  CTOXaCTUYECKOro MexaHu3dMa (cuHsAs cdepa), nOpu KOTOPOM  HE
obecrieunBaeTCs CTaOMIM3alUsl HEpaOOTAIOIIEro PEIENTOPHOro Oenka (GKENThIN); OH
OTKJIFOYAETCS U TMPOIlecC O0TOOpa MPOAOHKAETCS MOKa (PYHKIIMOHATBHBIM pElenTop He

OyneT BbIOpaH.

CIIOCOOHOTO K CHEIM(PUYECKOMY B3aUMOJICHCTBHIO C MOJEKYJaMH OJOpaHTa,
3aIlyCKaeTCsl BHYTPUKIICTOUHBIA CUTHAJ, KOTOPBIH «3aKpPEILIIET» €ro 3KCIPECCHIO.
CHHTYIIPHOCTH SKCIIPECCHU PELIENITOPOB NMEET BaKHOE 3HAUEHHE IS 00pabOTKH
OOOHSATENBHBIX CUTHAJIOB, IIOCKOJIBKY OHH JIOKAIM30BaHbI KaK B AEHIPUTAX, TaK H
B akcoHax [Vassar et al., 1994; Tsai, Barnea, 2014], uro obecnieunBaeT He TOJIBKO

uaeHTH(UKAIIMIO OJ0PAHTOB, HO M TOYHOE HalenuBaHue akcoHoB B OJI [Wang et
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al., 1998]. BwisBieHbI pa3IWYHBIC DIHICHETHYECKHE MEXaHU3MbI, KOTOPBIC
BBIBOJIST T€H OJb(AKTOPHBIX perentopoB u3 pernpeccun [Magklara et al., 2011;
Lyons et al., 2013; Kilinc et al., 2016]. YcraHoBiaeHO, YTO HAa HAa4YaJILHOM dTare
pa3BHUTHS HEMPOHA IKCIPECCHs PEIENTOPOB HECTaOWIIbHA, MOKA OJUH W3 HHUX HE
Oyaer (QYHKIMOHAIBHO O3KCHPECCHPOBAH W 4Yepe3 MEXaHU3M OTPHUIATCIIHHOM
oOpaTHON CBSA3M IOCPEICTBOM «peaklnd Ha HecBepHyThie Oenku» (unfolded
protein response — UPR) u G Oenku mpou30iIeT cTabriIn3anus BEIOPAaHHOTO IeHa
U HoJaBjcHHe paboThl Apyrux ero amienen [Serizawa et al., 2003; Dalton et al.,
2013; Lewcock, Reed, 2004; Abdus-Saboor et al., 2016; Shykind et al., 2004;
Shykind et al., 2005].

B apyrux wWccnemoBaHUSX € HUCIHOJNB30BaHUEM (PapMaKOJOTHYECCKHX |
TCHETHYSCKUX TIOJIXOJ0B TIOKa3aHa NpsMas pPOJb PELENTOp-0IOCPeI0BaHHON
aKTUBAIIUU TCHOB, KOJUPYIOIIUX PEIENTOPHBIC OCIKH. Y CTAHOBJICHO, YTO BOIIPEKH
NpaBWJIy O MOHOAUICTFHOCTH OOOHSTENBHBIX KJIETOK, uHruOupoBanue Gpy
CUTHAJIM3AI[UH, UCXOISIIEH OT PELENTOPOB, MPUBOIUT K YBEIUUYCHUIO KOJIMYCCTBA
CCHCOPHBIX HEHPOHOB, SKCIPECCUPYIONTNX HECKOJIHKO PA3HOTHITHBIX PELECIITOPOB
Ha kietky [Ferreira et al., 2014]. B sToii ke paboTe MOKa3aHO, YTO IKCIPECCHUS
(EepPMEHTOB, YYaCTBYIONIMX B PEryJSMIUA METHJIUPOBAHUS  PEIPECCHBHBIX
TECTOHOB, BJIMSIOT Ha aKTUBHOCTH Gy, oOecrieunBas BOSMOXKHYIO CBSI3b MEXKIY
AKTUBHOCTBIO OJIOPAHT-CBS3BIBAIONINX PEIEITOPOB B IIA3MAaTHYCCKOW MeMOpaHe
U CTPYKTypoi XpomaTMHa B sjape. KpoMe Toro, ImoJydeHHbIE HEIaBHO
OKCIIEPUMEHTAIbHBIC JaHHBIE TIOKA3bIBAIOT, YTO TIPEJCTABJIICHUE PEIECTOPHBIX
OEKOB B TIOBEPXHOCTHOW MeMOpaHe KJICTKH BBIMOJIHSACT KJIIOYEBYIO pOJIb B
pEryJsiiuy TPAHCKPHIIIIUKA T€HOB, KOAUPYIOMIMX 3TH perentopsl (Sharma et al.,
2017).

AHanu3 auTepaTypsl TOBOPUT O TOM, YTO MpEACTABICHNE (PYHKIIMOHAIBHBIX
PEIENTOPOB B XEMOYYBCTBUTEIILHOM OTJIEJIC HEMPOHA SIBJISICTCS BaXKHBIM 3BCHOM B
crabunu3anuu paboThl BHIOPAHHOTO TeHAa. B cBeTe MOMy4YeHHBIX HAMHU JAaHHBIX
MOXXHO TIPEIIOJIOKUTh, YTO TICPBHYHAS CHTHAIM3AIMS, MCXOAAMIAs OT

(YHKIIMOHAJIBHOTO PELETITOpa, MOXKET OBITh pealn30BaHa uepe3 MOpbl, KOTOpPhIE
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BO3HMKAIOT B JICHAPUTAaX KIJIETOK IIOCJE YCTAHOBJICHUS HMX KOHTAKTa C BHEIIHEH
cpenoii. Ceilyac HET BO3MOYKHOCTH ONPEAEIHUTh JIMTEIBHOCTh OTPE3KAa BPEMEHU,
KOTOpOTro ObLIO ObI TOCTAaTOYHO I (POPMHUPOBAHUS NEPBOIO BHYTPUKIETOUHOTO
CUTHAJIA OT OJOPAHTOB, KOTOPBIE B JIaHHOE BpPEMsI MOTYT IIPUCYTCTBOBATH BO
BHemIHel cpeae. Kakum o0pa3om 3T0 MOKET MPOUCXOIUTH MPU YUaCTUU MOPHI B
HACTOSIIIEE BpEMsI MOXHO PacCy’KJIaThb TOJBKO T'MIIOTETHYECKH. MOryT nm Haj
OpOM, B COOTBETCTBYIOIIEM Me€CT€ MEMOpaHbl OBITh  COCPENOTOYEHBI
peuenTopHble O€NKW, HWOHHbIE KaHalbl M (EepMEHThl, oOecrneuynBaroIme
CBA3BIBAHUE MOJIEKYJI OJIOPAHTOB M JAJIBHEHIIYIO TPAHCAYKIMIO BHEKJIECTOYHBIX
curHasioB? Ecium B 3TOM ywacTke OyJiaBbl BOCHPHUSATHE NaXyduX BEIIECTB
BO3MOXXKHO, TO B OCTAQJbHBIX 30HaX MEMOpaHbl H3-3a MOJIEKAILLEro MOJ HEH
IUIOTHOTO CJIOS AKTUHOBBIX (DMJIAMEHTOB TPAHCAYKLUUS XUMUYECKHUX CHTHAJIOB
BEPOSITHO UCKIIIOYEHA.

Takum o0Opa3oM, Ha Hamem Marepuajge BHUAHO, YTO dYepe3 Mopy
co3peBarollasl KJIETKa CIOoCOOHAa B3aMMOJACHCTBOBAaTH C MUHUMAIbHOW MOpPLIMEH
Naxy4Mx BEIEeCTB BHEIIHEN cpeibl, U 00eceurnBaTh NPOBEACHUE CUTHAIa BHYTPb
xietkn. Kpome Toro, muisi moaaepkaHus MEXaHU3MOB CHUTHAJIBHOW TPaHCTYKLUHU
JlaHHAsE MUKPONOpa MOJXKET CIYXHUTh CHEIHaJIbHbIM CKBO3HBIM KaHAJIOM JJisi
TPaHCIOPTa K BEPIIMHE KIETKH BE3HKYJI, COJIEpXKAIlIMX, KOMIUIEKC pELEeNnTopa U
ero TpaHcnopTHbix OenkoB (RTPlu RTP2), G-0enok, aneHWIATIHKIA3Y,
HYKJICOTH/I-CBSI3aHHbIC KaHaJbl, QochoaudcTepasy U Apyrue HEOOXOIUMbIC
KOMIIOHEHTBI. B COOTBETCTBUU € 3TOI MOJEIBIO MOCIE CTAOMIM3AINH SKCIIPECCUN
BBIOPAHHOTO TE€HAa W pa300pKU AKTUHOBBIX MHUKPO(DUIAMEHTOB K TEPMHUHAIU
JNEHAPUTA MOTYT JOCTABIISTBCS APYTHE CTPYKTYpPHBIE AJIEMEHTHI (B YacCTHOCTH,
TyOynuH), HeoOXoaumble il 00pa3oBaHUs M (DYHKIIMOHUPOBAHUS CEHCOPHBIX
0050)0%078 be3 mnpoBeneHus JONMOJHUTEIBHBIX MCCIECIOBAHUW HEBO3MOXKHO
OTPEAETUTH — MOTYT JI OOHAPY>KEHHBIE MUKPOIIOPbI ObITh BOBJICYEHBI B MPOLECCHI
cTaOMiIM3auu OJIb(PAKTOPHBIX TI'€HOB, WJIM OHU MOTYT y4acTBOBaTb B JAPYTUX
npoueccax. byaymue, 6osiee neranbHble UCCIEI0BaHUS MOTYT BHECTU SICHOCThH B

peneHne 3TUX BOIIPOCOB. TeM He MeHee, yKe celyac MOKHO CKas3aTh, 4YTO KpOME
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OMOXMMHMUYECKHUX U T€HETUYECKUX MEePECTPOEK, CBOMCTBEHHBIX AJI PELENTOPHBIX
KJIETOK B Tpolecce ux Au(PPepeHIupoBKH, BaXKHYIO pOJIb B HX Pa3BUTHH
OPUHUMAIOT TaKXXe aKTUHOBBbIE MHUKpo(duiaameHThl. [IpuueM, Ha paHHUX CTaauAX
Mop(doreHe3a KIETOK aKTUHOBBIA IMTOCKEIET olecnedynBaeT (OpMUPOBAHUE
0Cc000# KOMIAaHOBKH UX SIEPHOTO BEIIECTBA BHYTPU JEHAPHUTA, UTO OOECIIEUNBAET
YCHEMIHYI0 MUTPALMIO KJIETOK B TOJIIE dnuTenus. [locie ycTaHOBIEHNsT KOHTaKTa
JICHAPUTA C TIOBEPXHOCTHIO JMUTEIHUS B €ro TEPMUHAIM BPEMEHHO OOpa3yercs
IUIOTHBIA CJIOM aKTMHOBBIX MHUKPO(QUIAMEHTOB C IMOPOIOJAOOHON CTPYKTYpOH,
yepe3 KOTOPYH MOJIOAOW HEMPOH MOXKET IPOBOJIUTH NEPBBIA BHYTPUKIIETOUHBIN
CUTHAJI OT OJOpPaHTOB BHeEWIHEW cpeabl. lloilyueHHbIE IaHHBIE MOTYT OBIThH
BaXXHBIMU ISl MOHUMAHUS MEXaHU3MOB MHIPALlMM U CO3PEBAHUS OOOHSATENBHBIX
KJIETOK. B 4acTHOCTH, IPOBEJAECHHBIE UCCIECOBAHNS aKTyaJIbHbl B CBS3U C OCTPOU
JUCKYCCUEH O COOTHOLIEHUW POJM TE€HETUYECKUX M CpPEIOBBIX (DaKTOPOB B
(OpMHUPOBAHNHN PELIEITOPHOTO penepryapa B OOOHITENBHBIX KJIETKaxX B IpPOLECCe
ux passutus [Shykind, 2005; Ferreira et al., 2014; Abdus-Saboor et al., 2016;
Sharma et al., 2017].
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I'JIABA 6. BIUSIHUE ®EHOJIA HA OJIb@AKTOPHBIN SIIUTEJIUNA
POI'ATKOBUJIHBIX PbIE CEMEMCTBA COTTIDAE

B Hacrosimiee BpeMsi MpOBOASTCS aKTUBHBIE HCCIEAOBAHUS IO HU3YUYEHUIO
BIIUSHUAS BOJIOPACTBOPHUMBIX TOKCHMKAHTOB Pa3IMYHOW XMMHYECKOW MPUPOIBI Ha
OOOHSTEJIbHBINM ammapar W IOBEJCHUE J>KMBOTHBIX, BKJIOYas pwi0 [[lamenHko,
Kacymsn, 1984; Kimmvenkos, 1999; Kacymsn, 2001; bsakun, 2003; Tierney et al.,
2010]. DT0 cBA3aHO ¢ TeM, YTO B IpOIECCe Pa3paOdOTKU KOHIEHIMH OE30MMacHOrO
Pa3BUTHS SKOCUCTEM OJIHA U3 KIIIOUEBBIX MPOOJIEM COCTOUT B MOMCKE a/I€KBATHBIX
KPUTEPUEB CTEMEHW TOKCUYHOCTH TE€X WM WHBIX XUMHYECKHX arcHTOB
AHTPOIIOTEHHOT'O MPOUCXOXKACHUSI. MHOTHE U3 UCIOJIb3yeMbIX ceuac KpUTEpHEB
ToKcUYHOCTH (Hanmpumep, LD50), He WMeoT BBICOKOW YYyBCTBUTEIBHOCTH H
BCJICICTBHE 3TOTO OTpa)karoT Oojiee TMO3JAHME MO CpoKaMm, a OTCiola W Oojee
rIyOOKME YpPOBHU HapyIIEHUS (PU3UOJIOTHYECKOTO COCTOSIHHUSI HCCIEIYEMBIX
*uBOTHBIX [Lessigiarska et al., 2006]. B cBsi3u ¢ Takoil TOCTaHOBKOM MpOOJIEMBI
OIICHKA OMACHOCTH KCEHOOMOTHKOB IyTeM H3y4YeHUs Mop(do-(yHKIIMOHATBHBIX
MOBPEXKICHUN XEMOCEHCOPHOTO ammapara »XHWBOTHBIX MPEACTABIACTCS OJHUM U3
OOBEKTHBHBIX TMOAXOJ0B. DTO OOYCIOBJICHO C TEM, YTO OH TEPBHIM BCTYyMacT B
KOHTaKT C XMMHYECKUMHU areHTaMH OKpYKalllew cpeapl W o0namaer K HUM
€CTEeCTBEHHON BBICOKOAU(DPEPEHIIMPOBAHHON YYBCTBUTEIBHOCTRIO. Ba)XHOCTH
UCTIONIb30BAaHUSI CTETIEHW COXPAaHHOCTH CEHCOPHOTO ammapaTa B KadyecTBE
KpUTEpHSI MAaTOTC€HHOCTH TECTHPYEMBIX BEIIECTB OOYCJIOBJICHA TaKXE TEM, YTO
Tepsiss OOOHSIHHUE, YKUBOTHBIC JIMIAIOTCS BO3MOXHOCTH Pa3JIMYaTh 3arps3HSIOIINC
BEII[ECTBA B HU3KUX KOHIICHTPAIIUAX. ITO MOXKET MPUBOJIUTH K UX UHTCHCUBHOMY
HAKOIJICHUIO B OpPTaHU3ME M IEPEHOCY B ApyrHe Tpoduyeckue ypoBHH. Takum
00pa3oM, WCIOIH30BAHNE OMOWHAMKAIIMN 3arpsi3HEHUS OKPYXKAIOLIEH cpenbl ¢
MOMOIIIBIO OILIEHKU COCTOSIHUS OOOHSATENBHBIX PEIENTOPOB MO3BOJUT BBISBUTH
s dexThl BAMSHUS 00Jie€ HU3KUX KOHIEHTpAlUM KCEeHOOMOTUKOB. MHorue wu3s

JAHHBIX BEIIECTB O00JAJalOT HAKOMUTENbHBIM 3()()EKTOM AeWCTBUSA, BBI3BIBAS
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HapyIIeHUs MMOCTENEHHO, 0 MEPEe MX HAKOIUICHUS] B OpraHU3ME J0 KPUTHUECKHUX
KOHIICHTPALIUH.

B pamkax Hammx wHcclieIOBaHHWM, MOCBSIICHHBIX H3YyUYCHHIO aallTUBHBIX
MepecTpoeK 0Ib(HAKTOPHOTO AMUTEIUS PHIO MPU BO3JECHCTBUU HAa HUX Pa3IMYHBIX
(GU3UKO-XUMHUYECKUX (DAKTOPOB BHEIIHEW CpeIbl, BIMSHHE KCEHOOMOTHKOB C
XOpOIIIO  BBIPAKEHHBIM  HEHPOTOKCUYHBIM  3(PheKToM  JTEeUCTBUS  TaKKe
MIPEICTABIISIET ONpeAeieHHbpId naTepec. [lo Hamemy MHeHUI0, Mop(doIorndecKkue
MOBPEXJICHUS, MPOUCXOJAIINE B KJIETKAX CEHCOPHOI'O SIUTEIUSA MPU JCUCTBUU
TOKCHYECKHX BEIIECTB, IAIOT BO3MOXXHOCTh YBUJIETh MAaKCUMAJIbHO BBIPA’KCHHBIN
CIEKTp BHYTPHUKJIETOUYHBIX MEPECTPOEK, KOTOpPhIE MOTYT HMMETh MECTO IMpH
HEUPOJIETCHEPATUBHBIX M3MEHEHMSX PEIENTOPHBIX KIETOK, BBI3BAHHBIX W
JIpYyrUMH npuurHamu. Takum oOpa3oM, 3TH JaHHBIE MOTYT OBITh HCIOJIb30BaHBI
JUIL  UHTEPHIPETAMU  YIBTPACTPYKTYPHBIX TMEPECTPOCK, BO3HUKAIOIIUX B
OOOHATENBHBIX KJIETKaX IMpH JEUCTBUU CaMbIX Pa3HOOOpPA3HBIX, B TOM YHUCJE U
AKCTPEMaNIbHBIX (PAKTOPOB BHEIIHEH CPEIbl.

B kadecTBe XMMHMYECKOro areHTa C HEUPOTOKCUYHBIMH CBOWCTBAMH MBI
WCIIOIB30BAM (DEHOJI, SBIISIIOIIUICS OJHUM M3 MPOM3BOJHBIX OCH30JIa, IIHPOKO
paclpoOCTpAaHEHHBIM  3arpsi3HUTEIEM UM 0CO00 OMAacHBIM  JJIsi  SKMBOTHBIX
oprannueckuMm mosumroranTom [Monfared et al.,, 2012]. Ero BozneiicTBue Ha
)KUBOTHBIX  MPUBOJUT K  Pa3HOOOpPa3HBIM  CTPYKTYPHO-(PYHKIIMOHATHHBIM
HApyIICHUSIM — CHIDKCHUIO HEPBHO-MBIIICYHOW BO30YJAMMOCTH, YTHETCHUIO
paboThl BHYTPEHHUX OPTaHOB, MATOJOTUYECKUM M3MEHEHUSIM KOXHU M Pa3TUIHBIM
HEBPOJIOrHYecKUM pacctporictBam [Hsieh et al., 1992]. Panee mnpoBeneHHbIC
WCCJICIOBAHUSI O BIIUSIHAH MPOMCTOKOB TEJUTFOJIO3HO-0yMaKHOTO MMPOU3BOICTBA HA
00OHsSIHME OaMKabCKOTO XapHuyca MoKa3alid, 4YTO COJepKallluecsi B HUX BEIeCTBa
(OCHOBHBIM KOMIIOHEHTOM KOTOPBIX SIBJsieTCs (PeHos) 00IafaroT AETepreHTHBIMU
CBOMCTBaMU U MPUBOJST K JECTPYKTUBHBIM U3MEHEHUSIM TOBEPXHOCTHBIX OTAEIOB
obonsrenpHoro ammapara [Kmumenkos, KopameBa, 1984; Kiumenkos, 1984;
MockaneBa, KnumenkoB, 1984; KiaumenkoB, 1999] u wuHaKTUBaLMH €rO

(EepMEHTHBIX CHUCTEM, yYacTByromux B Xemopereruuu [[Iatkuna, [Imutpuesa,
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1990]. Hecmotpss Ha Ba)XHOCTb JTOW MPOOJIEMBI, IMTOJIOTHUYECKHE AaCIEKTHI
NEPECTPOCK OHNUTENUs NpU BO3ACHCTBUM (HEeHOJIA JI0 HACTOSILIEr0 BPEMEHU
u3ydeHbl ~ cllal0 W OTpaHMYMBAIOTCS  TOJbKO  HMHpoOpManuen o
MaKpOaHATOMUYECKUX HM3MEHEHUSX, BBISIBICHHBIX C IMOMOIIbIO CBETOONTHYECKHUX
metonoB [Khan, 2006].

Mpl npoBenu JieTajdbHbIe 3JIEKTPOHHO-MUKPOCKOMUYECKUE HCCIIEIOBAHMS
AIUTENHS Y KEJITOKPBUIOK MOCJIE UX KPATKOBPEMEHHOIO (4 CYTOK) Colep KaHHs B
BOJIE, cojepaiieil (eHosl B KOHIEHTpaluu 3 MI/JI, YTO COOTBETCTBYET
noka3zaressim [1/IK [Yakhnenko et al., 2010]. B cpaBHenuu ¢ KoHTpoJeM (pa3ziei
3.1), B KJIETKax AIUTEITHS 0OHAapyKUBATHCH CYIIIECTBCHHBIC
HeHpoJilereHepaTuBHbIe U3MEHEHHs. B wacTHOCTH, B TpHUSACpHON 30HE
PEIENTOPHBIX KIETOK HaOJroAanack ¢parMeHTalMs W yBEIWYCHHE IPOCBETa
KaHaJOB JHOIUIA3MAaTHUYECKOTO peTuKyinyma. Ero m301MpoBaHHbBIE LHCTEPHBI
MecTaMU ObUIA JIUIIEHBI PUOOCOM W B pe3yjIbTaTe CUIBLHOTO HAaOyXaHUsS UMENU
BUJI KPYITHBIX BaKyoOJIeH C MPOCBETICHHBIM BHYTPEHHHM COJCPXKUMBIM (puc. 87,
a). Ilo Bcemy 00beMy pelEnTOPHBIX U OMOPHBIX KIETOK OTMEYaIOCh HaOyXxaHHe
MUTOXOHJPUA C YaCTUYHOW WJIM TIOJHOM JecTpykmuer kpuct (puc. 87, 0).
XapakTepHO, YTO TPOIECCHl BAKyOJW3AIMM BHYTPUKICTOYHBIX OpTaHEIT
pacpoCTpaHsUIUCh M HAa JIU30COMBI. Y TaKHUX JIM30COM B OTACJIBHBIX KPACBBIX
ydyacTKax WJIM Ccpa3dy [0 BCEMYy MEpUMETpy mpoucxoauwno auddysHoe
MIPOCBETIICHHE MAaTPUKCA C TIOSBIICHUEM PBIXJIONH MEITKOBOJOKHUCTON CYOCTaHIINH.
B HEKOTOpBIX Cily4yasx BBISABISUIACH JIOKAJIBHBIE ECTPYKTHUBHBIE W3MEHEHUS HX
MeMOpaHbl W BBIXOJ COJEPKUMOI0 JIM30COM B IuTOoruiazmy (puc. 87, B). B
anmapatax ['onpIKM TakKe TPOUCXOJWJIa YacTUYHAS BaKyOJHM3alus IHCKOB,
KOTOPBIE TEPSIU CBOMCTBCHHYIO JII KOHTPOJISI YHOPSIOYCHHYIO OpTaHU3AIHIO.
[Tpuuem, HaOyxaHue pa3BUBAJIIOCH KaK B IEHTPAJIbHOM 30HE ammaparta [ oybIKku,
TaK U B KPAaeBbIX y4acTKax ero AuckoB (puc. 87, r; 88).

[locne BoznelcTBUs (eHONa B UUTOIUIA3ME PELENTOPHBIX  KIIETOK
oOHapyxkuBaymch kpymHble (1-1,3 MKM) BakyoJenomoOHbIE 00pa3oBaHUS CO

CBCTJIBIM COJCPKHMMBIM, KOTOPBIC paCIIOojarajucCb Kak B IICPUKAPHUOHE KIICTKH, TaAK
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U B nepudepruueckoM OTPOCTKE, BKJIKOYAs €ro anvKajaibHbIA oTaen (puc. 88, a, 0).
MO>XHO HpPEeaoNIOKUTh, YTO JOKAIU30BAHHBIE B JUCTAJIBHBIX OTHAENIAaX ACHAPUTA
MHOTOYHMCJICHHbIE BAaKYOJIM BO3HUKIM W3 MEPEMECTHBIIMXCS ciofa (parMeHTOB
HAaOYXIIMX LHUCTEPH DHHAOIIA3MATHUYECKOTO PETUKYJIyMa WMWiK HaOyXIIUX
MUTOXOHJIpH. AHaTOTUYHBIE 0Opa30BaHUSI BCTPEUANUCh U B PAa3HBIX ydacTKax
OTMOpHBIX KJeToK (puc. 88, B). B HekoTophix 30HaxX snuTenus Ha ¢doHE
MOBBIIIEHHON CEKPETOPHOM AaKTUBHOCTH OOKAJIOBHUJIHBIX KJIETOK MOBEPXHOCTHBIE
OTJIEJIbl OMOPHBIX U YYBCTBUTEIBHBIX KJIETOK OBLIU JIUIIEHBI MOP(HOIOTrHYECKOM
LEJIOCTHOCTH, YTO CONPOBOXKAAIOCH BBIXOJOM M3 KIETOK HMX CTPYKTYPHBIX
KOMIIOHEHTOB (puc. 88, r). Camm pecHHYKHM MEpUATEIBHBIX M PELENTOPHBIX
KJIETOK Take ObUIM B pa3HOW CTENEHU MOBpEXCHbI. BeneacTBue ux HabyxaHUs
B psle CiIy4aeB OTMEUYajoCch HEOOpaTUMOE HApYyIIEHHE YNOPSA0YECHHON

OpraHu3alyu akCoHem (puc. 89, 1—iK).
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Pucynok 87. BHyTpuKkieTOUHBIC JIeTeHEPATUBHBIE U3MEHECHUS B KJIETKAX OOOHATEILHOTO
SMUTENHNS Y KEITOKPBUIKH MOcie Bo3AecTBUS (heHona. A — ¢pparMeHTanus U HabyxaHue
KaHAJIOB IIEPOXOBATOTO IHIOIIIA3MATHUYECKOTO PETHKYIyMa (TMIOKa3aHO CTpeJIKaMu); 0 —
Ha0yXaHWe MHUTOXOHJAPUA B PEIENTOPHOW W OIMOPHOM KJIETKax; B — JIOKAJbHOE
IPOCBETIECHUE MATpPUKCa JIM30COM; I' — BaKyOJW3alUs JM30COM M LMCTEpPH ammnapara
loapmxu. YcnoBHble 0003HaYEHUS: PK — peLEeNTOpHAs KIETKa; OK — OMOpPHAsl KJIETKA; M

— MUTOXOH/JIPUH; J1 — TU30COMBI; ar — anmapart ['ompmpku. Macmrab: 0,5 MxM.
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Pucynox 88. BHyTpukieTo4YHbIe IereHepaTHBHBIC U3MEHEHHSI B KIIETKaX OOOHSATEIHHOTO
SMUTENHS Y KEJITOKPBUIKH Tocie Bo3zeicTBusa ¢eHomna. JlokanbHoe HabyxaHue MUCTEPH
anmapata ['onbpku (IMOKa3aHO CTPENKOM). YCIOBHBIE 0003HAUYEHUS: PK — pEIeNTOpHas

KJIETKa; OK — OTIOpHas KieTka. Macmrad: 1 MkM.
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Pucynok 89. J[lerenepaTuBHbIE M3MEHEHHUS B KJICTKaX OOOHSATEIHHOTO OJMHUTEIUS Y
KENTOKPBUIKH TOCNIe BO3ACHUCTBUS (eHolMa. A — KpYIHBIE BaKyolu (OTMEUEHBI
CTpENKaMH) CO CBETIBbIM COJEPKUMBIM B JICHIPHUTE pPEIENTOPHON KiIeTku (a), B
oboHsATeNnbHOM OynaBe (0) U B aTUKAJIBHOM y4acTKe CEKPETOPHOM OMOPHOM KIETKH (B); T
— JIECTPYKTUBHBIE U3MEHEHHS TOBEPXHOCTHOTO yYacTKa PELENTOPHON KIETKU; IT—K —
HaOyxaHHe PEeCHUYEK PELENTOPHBIX U MEPUATENbHBIX KJIETOK. YCIOBHbIE 0O003HAUCHHUS:
PK — pelLienTopHas KJIeTKa; OK — OMOpHAas KIJIETKAa; COK — CEKPETOpHAsi OMopHasi KieTKa; 00

— oboHsATenbHAs OynaBa; 1 — neHapuT; Macmrtad: a — T — 1 MxM; 1 — 3%k — 0,25 MKM.
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[IpoBeneHHbIE  HMCCIEAOBAHMS — MOKAa3bIBAIOT, YTO  MPOJOJDKUTEIHHOE
BBIJICp)KMBaHWE PBIO B BOjAE, coaepxkamed (PeHon,  CcompoBOXKIACTCS
3HAYUTEIBHBIMU HEHUPOJIETEHEPATUBHBIMU TIEPECTPONKAMU DIUTENUS, KOTOpHIE
3aTparuBalOT KIIOUYEBBIE OPraHesulbl KJIETOK, BKIIIOYAs UX alUKaJbHbIE OTAEINbI C
PECHUYKAMU W KTYTUKAMH, B HOPME BBITIOJHSIONIMME PEIENTOPHYIO0 (DYHKITHIO.

Panee Ha pa3iaMUYHBIX TUIAX KJIETOK M TKAHEH YCTAaHOBJIEHO, YTO (hEeHOI
BBI3BIBACT YCHJICHWE OKHCIIHMTEIBHBIX CTPECCOB, HapyIIeHWE OAphEePHBIX CBOWCTB
memOpan [Shvedova et al., 2000; Murray et al., 2007] u BbI3BIBaET
IpOrpaMMHUPOBaHHYI0 THOEIb KieTok — amonrto3 [Xu et al., 2016]. Moxho
moJiaraTh, 4YTO JCCTPYKTUBHBIC W3MEHEHHUS KIICTOYHBIX DJJIEMEHTOB JITATEIIHS
TaKk)kK€ MOTJIM ObITh BBI3BaHBI aKTHUBAIMEH CBOOOAHOPAAMKAIBHBIX MPOIECCOB,
KOTOpBbIE TIPUBOMAT K TOBPEKACHUIO MEMOpaH, HaOyXaHUIO BHYTPHKJICTOYHBIX
OpraHeJUT ¥ TOBEPXHOCTHOTO PEIETITOPHOTO arapara.

JlaHHbIE TEPECTPOMKH MOTJIM BO3HHKHYTH Y PbIO HE TOJIBKO B PE3yibTaTe
pPSMOTO BO3JCHCTBUSA (DEHOJa, PACTBOPEHHOTO B BOJE, HO W BCICACTBHUE
CYIIIECTBEHHBIX MOP(O-PYHKITMOHAIBHBIX U3MEHEHUN KOMIIOHEHTOB BHYTPEHHEM
Cpelbl OpraHu3Ma, B YaCTHOCTHU, KpPOBETBOPHBIX OPraHoB u (HOPMEHHBIX
AJIEMEHTOB Tiepudeprdeckoil KpoBu. [lo HammM JaHHBIM, CUCTEMa JPUTPOHA Y
ppi0 BechbMa UyBCTBUTENIbHA Kak K (¢eHoly, TaKk U K OCOOCHHOCTSIM
THAPOXUMHYCCKUX YCIOBHA WX OOWTAaHUS B E€CTCCTBEHHBIX M HMCKYCCTBEHHBIX
ycnoBusix [Sxuenko, Knumenkos, 2009; Yakhnenko et al., 2010; 2012; 2013;
2014; Sxnenxko wu ap., 2016]. Kpome Toro, panee oOHapy»KeHO, HYTO
MOHOOKCHTCHA3HbIC CHUCTEMBI TICUCHH OalKaJbCKHX PBHIO TaKXKe IOABEPTarOTCs
BIUSHUIO (PeHONBHBIX coenuHeHHWi Ha TeHepanuio ADK, mportexanue peaxiuit
MIEPEKUCHOTO OKHUCJICHUS JIMIMHJIOB W THIPOKCHUIMPOBAHHE KCCHOOMOTHUKOB
[Kozlov et al., 1983]. Bce 310 roBOpUT O TOM, YTO HAXOACh B MATHE 3arPsI3HCHHS,
pBIOBI JUIIAIOTCS OOOHSHUS, T.C., TEPSAIOT CIMOCOOHOCTH C TIOMOIIBIO 3araxoB
BOCIIPUHUMATh KaK €CTECTBEHHBIE IMUIIEBbIE U XEMOKOMMYHUKATHUBHBIE CUTHAJIBI
(epoMOHBI), TaK U TIOJLTIOTAHTHI. BCleCTBHE ATOTO, TOKCUYHBIE BEIIECTBA MOTYT

JUINTEIHHOE BpEMsI HAKalUIMBaThCsl B OpraHu3Me, Hapymias (U3HOJIOTHIO PhIO U
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Jajee paclpoCTPaHITHCS TO THUIIEBBIM IIEMSAM, YTO MOXET YCYryOmsiTh HX
pacmpocTpaHeHHe B BojgoeMax. TakuM o00pa3oM, Kak U paHee IPOBEICHHBIC
padotsl [[Tamenko, Kacymsn, 1984; Kacymsn, 2001; Bsukun, 2003; Tierney et al.,
2009], tak u mosydeHHble Hamu Mopdosoruueckue manubie [Yakhnenko et al.,
2010] cBHIETENBCTBYIOT O TOM, YTO PacCMATPUBAEMBIH MOJIXOJ MOXET OBITh
UCTIONb30BaH HE TOJBKO JUISI OIEHKH BIMSHUS KCEHOOMOTHKOB Ha OT/ACIbHBIC
BUABl THAPOOMOHTOB, HO W JIIS TPOTHO3MPOBAHUS BIUSHHS 3arpsi3HUTEICH
AHTPOIIOTEHHOTO TIPOUCXOXKICHUS Ha TPUPOIHBIC SKOCUCTEMBI B IIEJIOM.

Mpl He cTaBHIM Mepesl cOOOH 1eb UCCIIE0BaTh OTAaJICHHbBIE TOCICICTBHS
JIeTEHEPATUBHBIX HAPYIICHUH OOOHSTEIBHONH CHUCTEMBbI M €€ KOMIIEHCATOPHOTO
BOCCTAHOBJICHHSI TIOCTIC BO3JEHCTBUS (DEHOJIA, TaK KaK OTICIBbHBIC aCIEKThl ITHX
BOIIPOCOB YK€ PEIIAUCH IPU MOJCIHUPOBAHUU MOJOOHBIX MPOIIECCOB C TTIOMOIILIO
JIPYTHX MOBEPXHOCTHO-aKTHUBHBIX BemiecTB [Schwob et al., 1995; Frontera et al.,
2016]. Ilo wHamieMy MHEHHIO, CTPYKTYpHBIC IE€PECTPONKH, BO3HHKAIOIINE B
OOOHSITENBHBIX PO3ETKAaX MPU KOHTAaKTe C (PEHOJIOM, MPEACTaBISAIOT CcOOOM
XOpOIIYI0 MOJENb TMOJNYyYeHHsT HEHpOAEeTeHepaTUBHBIX W3MEHEHHH, KOTOpPbIE
MOXKHO HCIIOJIb30BaTh JIJIi CPaBHUTEIBHO-MOPQOJIOTHICCKUX —HMCCIICOBAHHNA
aIalTUBHBIX TMEPECTPOCK OOOHSATEILHOTO amnmapara y pbl0 B YCIOBUSX BIHSHHS
JIPYTHX SKCTPEMAIBbHBIX (AKTOPOB BHEIIHEH cCpenpl. B 9acTHOCTH, K TaKuM
dakTopaM MOXKET OBITh OTHECCHA MPOJOJDKUTENIbHAS OJIOPAHTHAS CTUMYJISIIIHS
OOOHSIHUSI BOJIOPACTBOPHMBIMH HETOKCHYHBIMU BellecTBaMu (riaBa 5). Kpome
TOTO, K TMOBPEKIAIOINIMM THIIAM BO3JCUCTBHS OTHOCSATCS TAaK)Ke IEperajbl
THJPOCTATUYECCKUX JABJICHUH, KOTOPBIC MPEOAOJICBAIOT  OTACIBHBIC  BHIIBI
OailkadbCKUX PBHIO B XOJAE MX €CTECTBEHHOTO TMOBEJEHUsA, dYTO Oyner

paccMaTpuBaThCA B CIEAYIOINIEH riiaBe.
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I''TABA 7. AJAIITUBHBIE OCOBEHHOCTHU OBOHATEJIBHOT'O
ATIITAPATA Y TJIYBOKOBO/IHBIX PBIB O3EPA BAHKAI

B mnacrodiiee BpeMs akTyallbHBIMU SIBJISIFOTCSL BOIIPOCHI, CBSI3aHHBIE HE
TOJIBKO C pacim@poBKO MEXaHH3MOB (DYHKIITMOHHPOBAHHS XEMOPEIEITOPHBIX
HEHPOHOB >KMBOTHBIX IMPU PAa3HOM XHUMHU3ME OKpYXKalollel cpeabl, HO U B
YCIIOBUSIX JIEHCTBUS HAa HUX IMUPOKOTO CHEKTPa THAPOCTATHYCCKUX JaBIICHUU.
Oco0eHHO 93TO KacaeTcs NpoleccoB (GOPMUPOBAHUS aJANTUBHOIO TOBEICHUS
TUJAPOOMOHTOB, KOTOpbIE B XOJ€ OHBOJIIOIUU OCBOWJIU pa3IMYHBIE BOJHbBIC
ropu3oHThl. K HacTosIemMy BpeMeHU OMmyOJIMKOBAaHO MHOTO PaboT, MOCBSAIICHHBIX
CTPYKTYPHO-(DYHKIIMOHAJILHON OpraHu3aii OOOHSATEIBLHOM CHUCTEMBI Y PBIO,
OTHOCSIIUXCS K Pa3HBIM CHCTEMATHUYCCKHUM TPYIIIIaM ¥ HUMEIOIINX pPa3THYHbIC
ocobenHocTr mnoBenenus [Hara, 1994; Kacymsn, 2002; Hansen, Reutter, 2004,
Hansen, Zielinski, 2005; Kapoor, Reuter, 2005; Hara, Zielinski, 2006; Hamdani,
Daving, 2007; Fishelson et. al., 2010]. BonbmuHCTBO MyOJUKALINN, KaCAIOIIUXCS
JAHHOM mpoOJieMbl, HE OXBAaThIBACT TIIYOOKOBOJHBIX pPbIO B CBSI3U C
OTPaHMYECHHOCTBIO WX JOCTyma misa cbopa marepuana. [lo sToit npuumHe,
MMEIOIIMECS K HACTOSAIEMY BPEMEHHM CBEIECHHSI 00 YpOBHE pa3BUTHS Mopdo-
(GYHKIHOHATIBHBIX CHUCTEM Y 3THUX NpeJCTaBUTENed MXTHUO(DAayHbI MaOUYUCICHHBI
[Popper, 1980; Marshall, 1996; Raymond, 2007], a mo oOOHATEILHOHN CHCTEME,
KaK MpPaBUJIO, OTPAHUUYMBAIOTCS TOJIBKO OONIMMU aHATOMUYECKUMHU CBEICHUSIMU
[Wagner, 2002; Herring, 2002].

Janublii pazznen paboTbl MOCBSLIEH HCCIEIOBAHUIO YIbTPACTPYKTYPHBIX
ocobeHHOCTEeW  mepudepruyeckoro oTAena  ONb(PaKTOPHOrO  ammapara y
SHJEMUYHBIX TeHeTHdecku Oym3kux pbi0 o3epa baiikan (Cottoidei), xkoTopbie
OOUTAIOT Ha Pa3HBIX TIYOMHAX M HMEIT CHelU(UUHbIE CTPaTEeruu IOBEICHUS
[KnumenkoB u ap., 2013; 2016]. C oroif 1enpl0 B KadyecTBE OOBEKTOB
UCCJIeI0BaHMS ObUIM B3SITHI TPU BHUAA TNIYOOKOBOJHBIX PBIO: OOJbIIAs TOJIOMSHKA,
JUTMHHOKPBIJIas IUPOKOJIOOKAa M >KHMpHAs MmMpoKonoOka. [lumeBoe moBemeHue

IEPBBIX ABYX BHUIAOB COIPSAKCHO C CC30HHBIMHM W CYTOYHBIMH BCPTUKAJIIbHBIMU
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MUTpAIUSIMA B TOJIIE BOJABI M HW3MEHECHUSMH PEXHUMOB THIPOCTATHUYCCKUX
JMABJICHUW, TOTJa KakK IS JKUPHOM IMMPOKOJIOOKH XapaKTePHBIM SIBIISETCS
NpUIOHHBIA 00pa3 sxu3nu [Kopsikor, 1972; 3youn, 1992; Sideleva, 2003]. Kpome
TOTO, C TIOMOIIBIO IMUTOXUMHUYECKUX METOJMOB B KIETOYHBIX JJIEMEHTaX
CEHCOPHOTO  JIMHUTEIUS Mbl AHAJM3UPOBAIA  ypPOBEHb  (YHKIIMOHAJIHLHOM
coxpannoct mutoxonapuii [Klimenkov et al., 2016]. M3yuenue oOOHATEIBHOM
CUCTEMBI PBIO C KCTPEMAIBHBIMU TI0 TIYOHWHE YCIOBUSMHU CYIIECTBOBaHUS OyIET
CTIIOCOOCTBOBATh BBISBJIICHUIO ITUTOJIOTUYECKUX W MOJICKYJSPHBIX MEXaHH3MOB,
MO3BOJIAIOIINX WM TMPHOOPETaTh YCTOWYUBOCTh K THUIIOKCUH, YTO, B YaCTHOCTH,
oOecrieunBaeT THAPOOMOHTAM COXPAHHOCTh XEMOCEHCOPHOTO IIOBEICHUS IPH
MIEPEMEHHBIX PEKUMaX THAPOCTATUICCKUX JaBICHUA.

Pemienne moctaBiIeHHON 3aayd OCJIOKHEHO OOJBIIMMH TEXHUYECKUMU
CIIO)KHOCTSIMH, HE€ TO3BOJISIIOIIMMHU  MPOU3BOJUTH OTOOp OHMOJOTHYECKOTO
MaTepuaia HEMOCPEICTBEHHO Ha OOJbIINX TIIyOMHaX, rae obutaroT peiobl. [lo
OTOW TMPUYMHE MBI HMEIH BO3MOKHOCTh HCCJIEIOBAaTh OOpa3Ibl TKaHEH
OOOHSITEIFHOTO aHaJN3aTopa PHIO TOJBKO TMOCHE MX MOJbeMa Ha MOBEPXHOCTH.
EctecTBeHHO, 4TO B Tporiecce OBICTPOro TMepeHoca THAPOOUOHTOB B YCIIOBHUSA
HU3KUX THAPOCTATHYCCKUX MaBICHUH, KICTKH OJIb(AKTOPHOTO ASIUTEIUS MOTYT
ObITh TIOBPEKJEHBI BCIIEJCTBUE PA3BUBAIOIICIHCS TUIIOOAPUYECKON TUIIOKCHH
[Casillas, 1976]. MbI nonaraem, 4To HanboJIee YCTOHYMBEIC YIbTPACTPYKTYPHBIC
XapaKTEPUCTHKHN KIIETOK, CBOMCTBEHHBIC JIJISI TITYOOKOBOJIHBIX PHIO B €CTECTBCHHOU
cpene ux oOMTaHus, B TOW, I UHOW CTETICHU OCTAIOTCSI COXPAHHBIMU M TIO3TOMY
MOTYT TPEJCTaBIAT, HAydHBIH HWHTEepec. TakuM oOpa3oM, B MpoIecce
MOP(OJOTUYECKUX HCCICNOBAHUNM HYXHO OBLJIO OTACIUTH ITUTOJIOTHYECKHUE
OCOOCHHOCTH, XapaKTEPHBIC IS OOOHSTENBHBIX KIETOK HCCIEAYyEeMBIX PHIO B
HOpME, OT TIEPECTPOCK, PAa3BUBAIONIMXCS Yy HHUX B pe3yjibTaTe NOJbeMa Ha
MOBEPXHOCTh BOJBI. [Ipu permeHnn mocTaBIeHHBIX 3a7a9 Mbl PYKOBOJACTBOBAIIUCH
HE TOJIbKO JaHHBIMH JINTEPATYPhl, HO U TEeMH KPUTEPUSMHU OIEHKH CTPYKTYPHO-
(GYHKIIMOHATILHOTO COCTOSIHUS PEIETITOPHBIX KIETOK, KOTOPhIE paHee HaM yAaJIOCh

BBISIBUTH Y Ipyrux npencrasuresnein Cottoidel — y Gaiikanbckux sxentokpbuiok (C.
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grewingki) Ha pasHbIX 3Tamax MX >Ku3HeHHOro nukia [Kocurpin u ap., 1990;
Kocunpia, KiaumenkoB, 1994], uro B METOHOJOTMYCCKOM ILIAHE TaKKe
MPE/ICTABIIICTCS HAM BechMa OMpaBlaHHbIM. Mcxoas u3 3TOro, HUTOIOrHYECKUE
OCOOEHHOCTH, CBONCTBEHHBIC [JIsi OOOHSITENIbHBIX KIIETOK >KEJIITOKPBUIOK, HE
UCIBITHIBAIONINX TEPENajoB TUAPOCTATUYECKUX JABICHUM B MEpUOJ UX
MPUOPEKHOTO CYIIECTBOBAHHUS, MbI UCTIOJIb30BAJIA B KAUECTBE KOHTPOJISL.

Bonvwasn 2onomanxa (C. baicalensis). 1lutornazma onopHbIX (MEpUATEIEHBIX H
CEKPETOPHBIX) KIIETOK XapaKTepU3yeTCs TOBBIIIEHHOW Oazoduiueii, Oiaromaps
YeMy MX BHYTPHUKJIETOUHbIE KOMIIOHEHTHI MPAKTUUECKU HEPA3IUUYUMbBI U 00pa3yroT
IJIOTHYIO OCMUO(DUIIbHYIO Maccy. PerienTopHbie KIETKH, B TOM UM HHOU CTETICHH,
UMEIOT YJIBTPACTPYKTYpPHBIE TPHU3HAKK HU3KON (HYHKIIMOHATBHOW AaKTUBHOCTH.
MHorue u3 HUX UMEIOT MPOCBETIICHHBIN, YaCTO 00OCTHEHHbI BHYTPUKIETOUHBIMU
CTPYKTypamMHu MaTpHKC, OJ1arogaps 4eMy OHHM XOpOUIO BBIJIETSAIOTCS Ha (poHE OoJee
AJIEKTPOHOIUIOTHBIX OMOPHBIX KJIETOK AMUTEIUS. Sp0 OOBIYHO COAEPKHUT OJIHO—
Ba c1ab0 BBIPAXKEHHBIX SAPBIIIKA C LEHTPAJIbHBIM, JUOO MPUMEMOPAHHBIM
pacnoyio)keHrueM. B OOJIBITMHCTBE KJIETOK MO BCEH TUIOMIAIH SIIEPHON MEMOpaHbI B
IPOMEXKYTKAaX MEXAy NOp NEpPUHYKJIEAPHOE NPOCTPAHCTBO CYLIECTBEHHO
pacIIMPEHO, YTO SIBJISIETCS OJHMM U3 MPOSBICHUN JIET€HEPAaTUBHBIX M3MEHEHUMN
kiaetku (puc. 90; 91, a). B GONBIIMHCTBE XEMOUYYBCTBUTEIIBHBIX KJIETOK aImapar
[Nonbmxu HeakTMBeH. OH pacnojiaraetcsi B MPUSACPHON 30HE W TPEJICTABICH B
BUJIE MJIOTHO MPUKATHIX JPYT K APYry AUCKOB M HEOOJBIIOTO KOJIMYECTBA MEJIKUX
Be3uKynl auamerpoM 10 0,15 mxM. B nuromnasme KIETOK 4YacTO BBISBISIFOTCS
rpaHyyibl JUNO(PYCIIMHA U HEMHOTOYMCIIEHHBIE, TJIaBHBIM 00pa3oM, CBOOOJHBIE
pubocomsl (Puc. 91, 6). XapakTepHo, 4TO B MEPUKAPUOHE MHOTUX PEIENTOPHBIX
KJIETOK COJEpkKaTcsi MHOTOYMCIICHHBIE BaKyoOJIETIOAOOHbIE O00pa3oBaHUs C
HEPOBHBIMU KPasiMU M CBETJIBIM COJICPKUMBIM. PazMep Takux CTPYKTyp B pa3HbIX
kieTkax kosnednercs ot 0,2 g0 2 mxMm u Oonee. Cyas mo BceMy, OHU HE BCerja
SBJIIOTCS TPOM3BOJIHBIMU anmapatra [onbpIKH, a BO3HUKAIOT BCIIEJCTBUE
dparmMeHTanMK U BaKyOJM3allMM  PACMHOJOXKEHHBIX  37€Ch  KaHaJOB

HHAOIUIA3MATUYECKOTO PEeTUKYJIyMa. MIHOrna BaKyosIu BINTIOTHYIO TPUMBIKAIOT
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Pucynok 90. YibTpacTpyKTypHBIE OCOOCHHOCTH OOOHSTEIIBHOTO SIUTEIHS y OOBIION
TOJIOMSIHKU. A—T — TeJla HeUPOHOB OKPY>KEHBI IJIOTHBIM AJIEKTPOHOTIOTHBIM MaTPUKCOM
OTIOPHBIX KJIETOK. B MpOCBETICHHON IUTOIIa3Me BUIHBI KPYITHBIC BAKYOIU CO CBETIIBIM
COJICPKUMBIM. YCJIOBHbIE O0O3HAUEHHUS: PK — pEHEeNTOpHas KJIeTKa, OK — OIOpHas

KJIeTKa; B — BaKyosu. Macmra0: 2 MKM.



Pucynox 91. VYupTpacTpyKTypHbIE OCOOCHHOCTH MPHSIEPONM 30HBI M TEpPMUHAIEH
JCHJIPUTOB PEIENITOPHBIX KJIETOK B OJb(AKTOPHOM JIUTEIUN Y OOJBIION MOJOMSHKH. A
— SIIPO C CHJIBHO PAaCIIMPEHEHHBIM NEPUHYKIEAPHBIM IPOCTPAHCTBOM M SIPBILIIKOM B
neHtpe; O — KpymnHas rpaHyia JunodycurHa u amnmapar [ompmxku co  cinaboif
CEKPETOPHOM aKTHBHOCTBIO; B — OOOHsATENbHas OylaBa 4YyBCTBUTEJIBHON KIIETKU
KI'YTUKOBOTO THIIA C INMPU3HAKAMM JIET€HEPATUBHBIX M3MEHEHUN U COXPAaHUBLIMMUCS
0a3aJIbHBIMU TEJIbLAMM; T — BEPUIMHA KJIETKU C PECHUYKON. Y CIOBHbIE 0003HAUEHUS: OK
— OTMOpHas KJeTKa; ar — annapat ['oapmku; 00 — oboHsTenbHAs OynaBa; OT — Oa3aibHOE

tenple. Macirad: 1 MKM.
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JpYT K ApYTY, 3al0JHss NPAKTUYECKH BCE CBOOOJAHOE MPOCTPAHCTBO LIUTOILIA3MbI
BOMM3M sAapa. B HEKOTOpHIX HeMpoHax Takue oOpa3oBaHUS OOHAPYKMBAIOTCS HE
TOJIBKO B LIEHTPAJIbHON YacCTH, BOJIM3U SApa, HO U HA BCEM NPOTSHKEHUU JIEHApPUTA
(mepugepryueckoro OTpoCTKa), BKIOYas BEPIIMHY KIETKA. BaXkHO OTMETUTH, UTO
BAaKyOJM HE BCTPAMBAIOTCA B IMOBEPXHOCTHYIO MeMOpaHy KIETKH, OCTaBasCh B
openenax €€ anMKalpHOro  ydactka. OOonsarenpHass — OylaBa  TakHMX
BAKYOJIN3UPOBAHHBIX PELENTOPHBIX KIETOK, KaK IIPaBWIO, HMEET HU3KYIO
AJIEKTPOHHYIO IUIOTHOCTh W HE COAEPKUT UEJIOCTHBIX Oa3albHbIX TeNel |
XKTI'YTUKOB, a y KJIETOK MUKPOBHJUIIPHOIO THNA — MUKPOBWIUL. HyXHO OTMETUTS,
YTO B Mpeaenax 3MUTeNus OOHapYKHMBAIOTCS TAKXKE PELENTOPHBIE HEUPOHBI CO
CXOOHBIMM BHYTPHUKJIETOYHBIMU JIETEHEPATUBHBIMU W3MEHEHUSIMH, OJHAKO HX
BEpUIMHBI €II€ COXPAHAIOT CBOMCTBEHHBIA UM IUIOTHBI OCMUO(PWIBHBIA MaTPUKC
U YETKO BBIPAXKEHHBI XEMOUYBCTBHUTENbHBIM anmapar (puc. 91, B, 1). B
OpUSIEPHONH 30HE M B NEpUPEPUUECKOM OTPOCTKE OOOHSTENBHBIX KIIETOK
roJjomMsiHku  pacnojaraiorcss  menkue (0,2—0,3 MKM) HEMHOTOYHUCJIEHHbIE
MUTOXOHJIPUM OKPYTJIOM WM BBITAHYTOH (OpPMBI C pEAKUMHU KpucTtamu 0Oe3
NpU3HAKOB HaOyxaHUs U JlereHepanuu. JJaHHble KOH(POKATBbHOM MHKPOCKOIHH, B
KoTopoii  ucmonb3oBaics ~ MitoTracker® Red,  okpammBaromuii  TOJBKO
(YHKIIMOHAJIBHO aKTUBHBIE MUTOXOHJIPHH, CBUJETEIIbCTBYIOT O BBICOKOM CTENEHU
COXPAaHHOCTH JaHHBIX opraHei1 (puc. 92). Meauana ux o0bema B 1x10°  mxm®
smuTenus coctapmsier 10640 MM (puc. 100, a). HecmoTpsi Ha cna0blii YpOBCHb
pa3BUTHS BHYTPUKIETOYHBIX OpPraHeUl, B PELENTOPHBIX KJIETKaX BbISBIIIOTCS
OTUETJIMBO BBIPAKEHHBIE JJIEMEHThl LUTOCKENETa — MHUKpOTpyOouku. OHu
o0pa3yloT IUIOTHBIE TYYKH B JACHAPUTE KIETKH, pacrlojaraich MExXIy
HaxXOJSIIMMUCA 3[1€Chb BAKYOJSIMH M MUTOXOHJPHUSAMH, IMPOHUKAS B BEPIINHY
KJIETKH — OOOHSTENbHYIO OynaBy. Ha monepeuHsix cpe3ax IEHIPUTOB BUIHO, YTO
KpOME MPOJIOJIBHO PACHOJIOKEHHBIX MUKPOTPYOOUEK 371€Ch JIOKAIM3YIOTCS TaKKe
Y HEMHOTI'OYMCIIEHHbIE, TOPU30HTAILHO OPUEHTHPOBAaHHbIE HelpoduiamMeTsl. OHU

MMpCACTAaBJICHLI B BUJIC OITMHOYHBIX PAa3HOHAIIPABJIICHHBIX HI/ITeI\/'I, KOTOPBIC B
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Pucynok 92. IluToXuMHYECKOE OKpalIMBaHUE YYaCTKOB OJb()AKTOPHOTO SIUTEIUS Y
O0JBIION TOJOMSHKU (KOH(pOKaATbHAS MUKPOCKOMHS). A — pexKHUM «Ha MpocBeT»; 6 — 3D-
peKkoHCTpyKuMsl ¢parmMeHTa TkaHu. Sapa kietok (cuHHMi) okpamensl  DAPI,

MHUTOXOHIpuH (KpacHkIi) — MitoTracker® Orange.

MNONMEepEYHOM HaIIPaBJICHUU IIPOCIICKHUBAIOTCA Ha BCEM IPOTAXKCHHUHU ACHAPHUTA

(puc. 93).



Pucynoxk 93. OcoOeHHOCTM JIOKaJU3allMU MHUKPOTPYOOUYEeK B JEHApPUTAX
OOOHATEIBHBIX KJIETOK Y OOJBIION FOJOMAHKH. A — B — TIONIEPEYHbIE CPE3bI ACHIPUTOB; T
— CX€Ma B3aUMHOM OpHMEHTAlMM MUKpPOTPYyOOUeK B JEHAPUTE PELEHTOPHBIX KIIETOK.
VYcinoBHble 0003HAUEHUS: OK — OMOPHBIE KJIETKH; M — MHUTOXOHIPHUHU; B — BaKyOJH;
(GuUrypHble CTpEIKH — IOMNEPEYHOE; MPOCTbIE CTPEIKU — IMPOJOJBHOE PACIOJIOKEHUE

MUKPOTPYOOUYEK OTHOCUTEIHHO BEPTUKAIBHON OCH AeHApUTa. Macmitad: 1 MKM.
Jlnunnoxpeinas wmuporonooka (C. inermis).
Kak u y romomMsHkm, UTOIIIa3Ma MHOTHX OTIOPHBIX KJIETOK OOBIYHO MMEET

MOBBIIIIEHHYI0O OCMHO(UIBHOCTh, Oyarojaps d4YeMy Ha HUX (OHE OTYETIUBO

BBISIBIISTFOTCS T€J1a U OTPOCTKH O0JIee CBETIBIX OOOHATEIBHBIX HEHPOHOB. Y POBEHB
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BHYTPUKIIETOYHOI'O Pa3BUTHSI UYYBCTBUTEIBHBIX KIETOK B LEJIOM aHAJOTHYEH
TaKOBOMY Yy TOJIOMSHOK. Kpome KJIeTOK ¢ BBIPaKEHHBIMH JAECTPYKTUBHBIMU
U3MEHEHUSIMU B DIHTEIMU TakkKe OOHApYKMBAIOTCA KIETKH C OoJiee-MeHee
COXpaHHBIMHU TEJaMM W WX JCHJpPUTAMH, BKIOYas BepmnHy (puc. 94). B
MPOCBETICHHOM MAaTPUKCE LUTOIUIA3Mbl BBISBISETCA HEAKTUBHBIA ammapar
['ompkM W paclIMpEeHHBbIE KaHajbl SHJIOIJIA3MAaTUYECKOTO PpPETHKYJIyMa C
NpU3HAKaMH BaKyoJu3aluu. B nepudeprnyeckoM OTpoCTKE HEHPOHOB COJIEPKATCS
MHOTOYHMCJICHHbIE Bakyolu pasznuyHoro auametrpa (0,1-0,7 MKM) U CBETIBIM
COJIEPKUMBIM. AHAJIOTUYHBIE M0 Pa3MEPaM M JIEKTPOHHOM IUIOTHOCTHU IMy3bIPHKH
B OOJIBILIOM KOJMYECTBE OOHAPYKUBAIOTCSI TaKXe€ M B ONOPHBIX KIETKaX,
MPEUMYIIECTBEHHO B  BEpPXHUX cJosix osnurenusa. Kpome Toro, Ha
Pa3HOIUIOCKOCTHBIX Cpe€3axX XOpOILIO BHUAHO, YTO B JEHIAPUTAX PELENTOPHBIX
KJIETOK BBISIBJIIIOTCS XOPOIIO BBIPAXKEHHBIE MUKPOTPYOOUKHU U OPUEHTHUPOBAHHBIC
BJIOJb JEHAPUTA MUTOXOHAPHUHM, COXPAHUBIIME CBOK YJIBTPACTPYKTYPHYIO
opranuzauuio (puc. 95). XapakTepHo, 4YTO B OTAEIbHBIX YYACTKaX SIUTEIHS CPEIU
AJIEKTPOHOIUIOTHBIX ~ OMOPHBIX KJIETOK YacTo OOHAapyKuUBarOTCi Mpoduiu
PELENTOPHBIX KIETOK C OYEHb KPYNHBIMM BaKyOJISIMH, 3aHUMAOUIMMU
CYILIECTBEHHbI 00beM Nepudepruueckoro OTpocTka KieTku. [Ipuuem, xapakTepHo,
YTO Ja)K€ MPU TAKOW 3HAUYUTENIbHOW BAKyOJIM3alMU ACHAPUTOB, B COXPAHUBIINXCS
y4acTKaX IUTOIUIa3Mbl MHUTOXOHJIPUU TOJAJIEPKUBAIOT CBOIO CTPYKTYypy. OHU
UMEIOT CBOMCTBEHHYIO ISl HUX (DOPMY, HEMHOTOUHMCIICHHBIE KPUCTHI U OTIEIbHbIC
rpaHysbl ThukoreHa (puc. 96, a, 6). KondokanbHas MUKPOCKOIHS TOATBEPKIAET
WX BBICOKYIO (PYHKIIMOHAJIBHYIO CTaOWJIBHOCTH (puc. 96, B, I) Ha 3HAYUTEIBHBIX
1o 00beMy yJacTKax OOOHSITEIbHOTO dMHUTENUs (MeIraHa B 1x10° MkM® srmrenus
paBHa 9337 mxm®) (puc. 100, 6).

B osnurenuu BBISBISIIOTCS TakKe OOIIMPHBIC 30HBI, TAEC JOKATU3YHOTCS
HE3aMoJHEHHBIC BHYTPUKICTOYHBIM MAaTEPUATIOM IYCThI€ MPOPUIN PEIETTOPHBIX
KiIeToK. O TOM, 4YTO 3[I€Ch paHbIIE PacCHoJarajiCb HEMPOHBI, HATIOMUHAIOT HX

XapaKTCPHBIC KOHTYPHLI U, UHOT 14, HACTUYIHO COXPAHUBIIMCCSA OPTaHCILIbI.



Pucynox 94. Iluronornueckue 0COOCHHOCTH PELENTOPHBIX KIETOK y JIMHHOKPBLION

[TUPOKOJIOOKU. A — alMKaIbHBIN Yy9aCTOK PEIENTOPHOM KJIETKH MUKPOBHJLIIPHOTO THIA
B KOHTAKTE C BEPIIMHAMH OMOPHBIX KJIETOK (CTpelKaMu MOKa3aHbl MUKPOTPYOOUKH); O, B
— TIOTIEPEYHBIE M MPOJIOJIbHBIE MPOQUIN YyBCTBUTEIBHBIX KIETOK, OKPYKCHHBIC TeJIaMU
OMOPHBIX KJETOK; T' — IMTOIIa3Ma PELEenTOPHOro HelpoHa ¢ MpU3HAKAMH CHJIbBHON
BaKyOJIHM3aI[MK OpraHeil. YCIOBHbIE OOO3HAUEHHUS: PK — peLenTopHas KIETKa; OK —
OMOpHas KJeTKa; ar — anmapaTt ['oJapmKku; 3p — 2HIOIUIa3MATHUYECKUI PETUKYIYyM; I —

[IEHTPUOJIN; B — BaKyoJib. Macmital: 1 MKM.



Pucynok 95. Bakyonu3zanusi OMOpPHBIX U PELENTOPHBIX KIETOK (Cpe3bl HAa YPOBHE

NEHJAPUTOB) Y IITMHHOKPBUIOW IMUPOKOIOOKH. A, 6 — GOJIBIIIOE KOJIUYECTBO MYy3bIPHKOB
MEXIy COXpaHHBIMA MHTOXOHJPHSIMH, B — Pa3IUYHBIM OOpa3oM OPHEHTHPOBAaHHBIC
MUKPOTPYOOUKH TOKa3aHbl CTPEIKaMHU. YCJIOBHBIE O0O3HAYEHHUS: PK — pElEnTOpHas

KJIETKa; OK — OMOpHAas KJIETKa; B — BaKyoJib. MacimTab: 2 MKM.
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Pucynox 96. [luroxumuyeckre O0COOEHHOCTH IUTOIUIA3Mbl PELENTOPHBIX U OMOPHBIX
KJIETOK B OJb(AKTOPHOM ammapare y JUIMHHOKPBUIOH IIMPOKOJOOKH. A — BHIHBI
pacIIMpeHHbIe KaHAJbl MIEPOXOBATOTO IHAOIUIA3MATHYECKOTO PETHKYIyMa, BaKyOJIH H
COXpaHHBbIE MUTOXOHJPUU (TIOKa3aHbI CTpeNKaMu); O — KpyMHas BaKyoJb B IIUTOILIa3Me
JCHJIPUTA W COXPAHUBIIIHE CBOIO CTPYKTYPY MHTOXOHJIPHH C TpaHyJaMH TJIUKOT€HA; B, T
— HUTOXUMHYECKOE OKPALIMBAHHE YYaCTKOB OJb(AKTOPHOTO 3MUTENHs (KOH(OKaIbHAS
MHUKPOCKOIIHS); B — PEXHUM «Ha TPOcBeT»; T — 3D-pexoHCTpyKIMs (PparMeHTa TKaHHU.
Snpa knetok (cunuit) okpamensl DAPI, mutoxonmpuu (kpacHbeiit) — MitoTracker®
Orange. YcnoBHbIe 0003HaYEHHS: PK — PELENTOPHAs KJIETKA; OK — OMOpHAas KJIETKa; B —

BaKyoJIb; M — MUTOXOHApUH. Macmtab: a, 0 — 1 Mkm; B — 25 MKM.
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WNHTepecHO, 4YTO B TAaKUX Y4YacTKax OHIUTENUs JIer€HEpaTUBHbIE W3MEHEHUS
YYBCTBUTEIBHBIX KIETOK HE PAaCIpOCTPAHSIIUCh Ha ONU3NIEKAIIUE OMOpPHBIC

KJIETKH, COXPAHSIOIINE CBOW I'PAHULIbI U YIUIOTHEHHBIN MaTpUKC (puc. 97).

Pucynox 97. HeiiponerenepaTuBHble MPOLECCH B OJb()AKTOPHOM SIUTENUS Y
JUIMHHOKPBUIOW INHUPOKONOOKH. A — mycTble HOpoQWIM MHOTOYHUCIEHHBIX
PELIETITOPHBIX HEHMPOHOB B OKPYXEHHM OIOPHBIX KIETOK; O — 1Ba psIOM
PacCIOJIOKEHHBIX TeJla HEHPOHOB C PAa3JIMYHBIM COCTOSHHUEM LUTOILIA3MBI; B —
KOHTYpBI Tella U nepudepruieckoro oTpocTka 0OOHITENFHONU KIETKUA ¢ YaCTUYHO
COXPAaHUBUIMMUCA KOMIIOHEHTaMHU fA1pa. YCJIOBHble OOO3HAueHUs:: pK —

petiennitopHas kietka. Macmrab: a — 10 MkM; 6 — 2 MKM; B — 5 MKM.
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Kupnasa wupokonooka (B. nikolskii).

B oTinume or menarndyeckux pniO, pELENTOPHbIE KIETKH OOOHSTEIBHOIO
AIUTENHS KUPHOU MIHUPOKOIOOKH COAEPKAT XOPOIIO Pa3BUTHIN armapaT [onbmku
M HaChIIEHbl KaK CBOOOJHBIMHM, TaK M CBA3AaHHBIMM C KaHajgaMu
HHAOIIA3MATHYECKOTO PETUKYJyMa puOOcOMaMu. XapaKTepHON OCOOEHHOCTHIO
KJIETOYHBIX 3JEMEHTOB JIUTENUS SBISAETCS HAIMYWE€ B HUX MHOTOYHMCIEHHBIX
rpanyn aunodycuuna (puc. 98, a—B). B uyBCTBUTENBHBIX KIJIETKAX MUTMEHTHbBIC
BKJIFOYCHHUS] OOBIYHO JIOKAJIM3YIOTCS KaK B Teje, TaK U B Pa3HbIX Y4YacTKax
nenapurta. Kak mnpaBuiio, Takue TpaHydbl HUMEIOT HENpaBWIbHYIO GoOpMy U
MOBBIIICHHYIO JJICKTPOHHYIO IUIOTHOCTh. Pa3smep NMUTMEHTHBIX 0Opa3oBaHUU B
cpenneM coctasisieT oT 0,2 1o 1 mxM. KpynHble arperarsl Junogyciuia 00ObIYHO
pacrnoJiaratoTcs B TeJ€ KJIETKH M 4acTO MO BEJIMYMHE COM3MEPUMBI C pazMepoM
anpa. BHyTpu oTaenbHON 4yBCTBUTEIBHON KJIETKA WHOTJA BBIABIISIIOTCS TTpoduiin
2-4 Takmx 0Opa3oBaHWi. AHATW3 Pa3HOIUIOCKOCTHBIX  CpPE30B  dYepes
OJIb()aKTOPHYIO PO3ETKY MOKAa3bIBAET, YTO B IIEJIOM 00BEM JAHHOTO MUTMEHTa B
UCCJIENYEMOM MaTepHUalie JIOBOJIBHO 3HAYUTEIEH W B OJMHAKOBOM CTENEHU
BBISIBJISIETCA B IIUTOIIA3ME KAaK PELENTOPHBIX, TAK M ONOPHBIX KJIeToK. B 0boux
TUTAX KJIETOK HaOmomaercss ¢parMeHTanuss ¢ BaKyoJM3alusi KaHAJIOB
HHAOIIA3MATHYECKOTO PETUKYJIYyMa, a TAKXKE YaCTUYHOE, WU MOJHOE HabyxaHHe
MutoxoHaApui (puc. 98, r; 99, a). OcoGeHHO 3TO KacaeTcss HEPBHBIX KIIETOK, TeJa
KOTOPBIX pPAacHoyiaraloTcsi B HWKHUX ciosx osnurenua. Cyas 1mo BceMy, B
pe3ynbTaTe BaKyoOJIM3allMd MHUTOXOHJIPUU TEPSIOT CBOIO AKTUBHOCTh M Jaliee
nojBepraioTcst pacnany. OO0 3TOM ke CBUACTEIbCTBYIOT JaHHbIE KOH(POKAIbHON
MUKPOCKOIIMH, NP KOTOPOU BBISBISAECTCS HE3HAUYUTEILHOE YUCIIO LIMTOXUMUYECKU
OKpaIIeHHbIX MUTOXOHApU (puc. 99, 6, B). AHAIN3 coJiepKaHUSI MUTOXOHAPUM B
Z-cTekax OOOHSATENBHOTO JMHTENNs KUPHOW IUPOKOJIOOKHA TOKA3hIBAaeT, UYTO B
CPAaBHEHUU C  BBIIICONHUCAHHBIMU  TEJIArMYECKUMHU  PblOaMHU,  KOJIUYECTBO

(YHKIIMOHAJIBPHO aKTUBHBIX MUTOXOHJIPUI B CEHCOPHOM 3IMUTEINH CHUKEHO B 2
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Pucynoxk 98. Mopdomornyeckue 0COOEHHOCTH OOOHSITEIBHOTO AMUTENUS Yy KXUPHOU
IIMPOKOJIOOKH, KOTOpas BeAET MPHIOHHBIA 00pa3 JKuW3HU. A — B — IUTOIUIA3Ma
PEIENTOPHBIX ~ KIETOK C TpaHylaMd JMINOQyCIMHA W BaKyOJIW3UPOBAHHBIM
SHJIOMJIA3MATHYECKAM PETUKYJIYMOM; T — BEpIIMHA KJIETKH C JECTPYKTUBHBIMHU
U3MCHCHHUSIMH MHUTOXOHAPUHU. YCIIOBHBbIE 0003HAYCHHUS: PK — PELENTOpPHAs KJICTKa; JT —
JM30COMBI; 3p — OJHJAOIUIA3MATHYCCKHH PETHKYJIyM; OK — OIOpHAas KieTka; OT —

OasanpHOE Teable. MacmTad: a—B — 2 MKM: T — 0,3 MKM.



Pucynok 99. Ilutoxumuyeckue OCOOCHHOCTH OJb()PAKTOPHOTO DSIUTETUS Yy KUPHOU
HMIMPOKOJIOOKHU. A — pparMeHT ACHAPHUTA PELENITOPHON KIETKH C TpaHyoN JunodycurHa
¥ MUTOXOHAPHUSMU C TIPU3HAKAMH BaKyoJIH3alyH; O, B — MUTOXUMHYECKOE OKpAIIMBAHNE
YYaCTKOB OJIb(PAKTOPHOTO JMUTENUS (KOH(POKAIbHAS MHUKPOCKOMUA); O — peXUM «Ha
mpocBeT; B — 3D-peKoHCTpyKIUs PparMeHTa TKaHU. Sapa KIETOK (CHHUIA) OKpalieHbI
DAPI, mutoxonnpuu (kpacHeiii) — MitoTracker® Orange; T — coxpaHHbIe (ITPOCThIC
CTpPEJIKM) ¥ BaKyOJIM3UpPOBaHHBIC ((UTYypHBIE CTPENKH) IIEHTPAIbHBIE OTPOCTKHU
OOOHSTENBHBIX HEUPOHOB B 0a3alibHBIX OTxenax snutenus. Macmrab: a — 0,5 MMm; 6 —

25 mMm; T — 0,5 MKM.
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paza (p= 0,047) B cpaBHeHUU ¢ TojoMsiHKoi U B 1,7 pa3 (p= 0,119) B cpaBHeHUU ¢

JUTMHHOKPBLION mupokoaookoit (puc. 100, B).
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number of mitochondria, per 1000000 mkm?

Pucynok 100. KonuyecTBOo (yHKIIMOHANIbHO-aKTUBHBIX MHUTOXOHJIPHI B 1x10° um?
OOOHSITENIPHOTO SIUTENUSl Y DHAEMHUYHBIX pbiO o3epa baiikan (a — romomsinka, 6 —
JUIMHHOKpPBLJIasi IIUPOKOJI00Ka, B — dKUpPHas mupokosodka). A —p= 1,000 B cpaBHeHUH ¢
rojomsHkoi; © — p= 0,047 B cpaBHeHuu ¢ ronomsiHkoii; ® — p= 0,119 B cpaBHeHuUU ¢

JUTMHHOKPBLJIOW IIUPOKOJIOOKOM.

Hapymienus CTpyKTypHOH IIEJIOCTHOCTH OOHApY>KMBAIOTCS HE TOJBKO B
JCHIPUTE W TIEPUKAPUOHE PELENTOPHBIX KIETOK, HO M B MX LEHTPAJIbHBIX
OTPOCTKaxX. Y TaKuX HEUPOHOB MPOGHUIM aKCOHOB OOBIYHO B PA3HOW CTEIECHU
paciidpeHbl W XOpOIIO 3aMeTHbhl Ha (H)OHE IEHTPAIBHBIX OTPOCTKOB JAPYTHX,
COXPaHUBIIUX CBOI CTPYKTYpy OOOHATENBHBIX KJIETOK. OHU  JHIICHBI
HEHpOPHUIaMEHTOB, LIETOCTHBIX MUTOXOHPHUI U MO CPABHEHUIO C IEHTPAJIbHBIMU
OTPOCTKAMU  KU3HECIIOCOOHBIX  HEUPOHOB  HMEIOT  SIPKO  BBIPAKEHHYIO

MOHIDKEHHYIO JJIEKTPOHHYIO IUIOTHOCTh akcoruiasmel (pue. 99, r). Ouenka
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MOP(OJIOTUYECKOI0 COCTOSHUSA MOMEPEYHBIX CPE30B MYYKOB aKCOHOB MOKAa3bIBAET,
YTO YHUCIO TMOJBEPTUINXCS JETeHEepal OOOHSTEIbHBIX HEUPOHOB B CpEIHEM
coctaBisieT 5-10 %. B 3Tu uudpsl, BEpOSITHO, BXOJAT U KIETKU, Pa3pylICHHBIC B
npoliecce HX EeCTECTBEHHOM THOeNu, KOTopas, KakK W3BECTHO, TMOCTOSHHO

IIPOUCXOANT B SIUTEIIMKA HA MPOTSHKCHUM BCeW sku3HM kuBoTHOTO [Graziadei G,

Graziadei P, 1979].

7.1 O0mme 3aKOHOMEPHOCTH AANTANMH 0J1b(AKTOPHOI0 anmnapara
POTaTKOBUIAHBIX PbI0 ¢ Pa3HOM cTpaTerueil NMUIIEBOr0 MOBEeAeHUA K

r;1y0OKoBOAHOMY 00pa3y KU3HH

[IpoBeneHHble  HCCAEAOBaHUS  IOKa3bIBAIOT,  4YTO  OCOOEHHOCTH
YIBTPACTPYKTYPHOTO  Pa3BUTHSL  OOOHATENBHBIX  KJIETOK Yy  OallKallbCKHX
NENaru4ecKuX M JOHHBIX PBIO ONpPENENSIIOTCS COBOKYIHBIM JEHCTBUEM pa3HBIX
(GbakTopoB, B TOM YHCIIE€ U CHEU(UKON MX MOBEJIEHUS, KOTOPOE €Ill€ BO MHOIOM
OCTaeTCs MAaJOU3ydyeHHbIM. M3BECTHO, YTO B IMpPOLECCE KUZHEAEATEIbHOCTH
NeJIaru4eckre pblObl OCYIIECTBIISIIOT BEPTHKAIbHBIE MHUIPALMA B TOJIIE BOJBI,
UCIIBITHIBASI TIPU 3TOM pE3KHME M3MEHEHHUs THJpOCTaTHYecKuX naBiieHuid. Kpome
TOTO, B baiikane CymecTByeT rpaiueHT paclpeesIeHUs] OpPraHUYECKHUX BEILECTB: C
YBEIMYEHHEM TIIYOMHBI MX KOHILIEHTpalWs NaJaeT U TOJbKO HEMOCPEIACTBEHHO Y
rpyHTa BHOBb BO3pPACTaeT 3a CUET NMPOJIYKTOB pacraja AUaTOMOBBIX BOJAOPOCIIEH,
300IJITAHKTOHA, @ TaKXKe JOHHBIX TUAPOOMOHTOB U  MPOAYKTOB  HX
xusHeaesTensHoctn [Tapacosa, 1975; BorunueB u ap., 1975]. Ilpuuem, Takoe
pacnpeziesieHue OMOT€HHBIX BEIECTB HEYCTONYMBO BCIEACTBUE MEpPEMEIINBaHUs
BOJIBI M CE30HHBIX KOJIcOaHUH MX MOTpeOsIeHUs U pereHepanuu Ouoroit [['payes,
2002; Howmsbrmesa, 2009]. Kak moka3siBalOT HEIABHUE HWCCIICAOBaHUS, YPOBCHb
pa3BUTHUS OJb(PAKTOPHON CHUCTEMBI KHUBOTHBIX BO MHOTOM IpEAOIpENeseTCs] He
TOJIBKO BO3PAacTOM, HO ¥ WHAMBUAYAJIbHBIM OIIBITOM HX B3aUMOACUCTBUS C
obonsTensHBIME cTUMYJIaMu [Mandairon et. al., 2006]. Otu aganTuBHBIC CBOKCTBA

XEMOPEIIETITOPHOTO amnmapaTa BaKHBI OCOOCHHO /IS TIEIarndecKux pol0, KOTOPHIE
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IIEPEMEILAIOTCA B Pa3HbIE BOJHBIC TOPU3OHTHI, B CBS3U C YEM, UX PELIENTOPHBIE
KJIETKA HAaXOJITCS B TOCTOSHHO MEHSIOUINXCA (PU3UKO-XUMUYECKUX YCIOBHSIX
BHEIIHEW cpenbl. Bo3MOXKHO, YTO BCE BBINIENIEPEUNUCICHHBIE (AKTOPHI MOTYT
CYILLIECTBEHHO OTPAXKATBCA Ha YIBTPACTPYKTYPHBIX [IOKa3aTeIAX
XEMOUYYBCTBHUTEIBHBIX KJIETOK PHIO.

YCTaHOBJIEHO, YTO BBICOKUH YPOBEHb JIETEHEPATUBHBIX W3MECHEHUH,
BBISIBJICHHBI B KJIETKaX OOOHATEIBHOIO SMUTEINS y MCCIEJOBAaHHBIX PbIO, HE
XapaKTEepEeH M1 HUX B HOpMeE. BeposTHO, 5TH NIEpECTPOUKU BO3HUKIIU B IIPOLECCE
rUNnoOoapuyecKo TMIOKCUM, pa3BUBAIOLICHCS Y pbIO IpU OBICTPOM MOABEME Ha
IOBEPXHOCTh A1 0TOOpa mMarepuana. HenaBHue ucciieoBaHus OKa3bIBAIOT, YTO
OOOHSTENbHBIE PO3ETKH OYEHb YYBCTBUTENIBbHBI K JACPUIMUTY KHUCIOpPOJA U B
YCIOBUSX THUIIOKCMA B HHUX 3HAYUTEIBHO BO3PACTAIOT IIPOLIECCHI alloONTO3a HU
cBsizaHHOro ¢ HUM Heiiporenesa [Kuciel, 2014]. Ha mpemaparax BHIHO, YTO
LUTOJIOTUYECKUE HaApYyIICHUs, IMPOUCXOIAIINE B IPOLECCE ICKOMIIPECCUU, B
pa3HOM CTENEeHW MNPOSIBISIOTCS BO BCEX KJIETOUHBIX 3J€MEHTaxX OOOHATEIbHOTO
snutenusi. OCOOEHHO OHM KacaloTcs HEMPOHOB, XOPOILO BBIACIAIOMMXCS Ha (poHe
OCMUOQWIBHBIX ONOPHBIX KJEeTOK. [lpuueM, ecnu mpociaenuTh CTENEHb
YIBTPACTPYKTYPHBIX TMOBPEKICHUM KIETOK II0 BBICOTE HX PaCIOJI0KEHUS
OTHOCUTENIbHO 0a3zajgbHOW MEMOpaHbl, TO MOXHO BHJIETh, YTO IPOLIECCHI
JECTPYKLMH KJIETOK Pa3BUBAJIUCH 10 HAIIPABJICHUIO OT HYKHUX CJIOEB DIIUTENUSA K
€ro IIOBEpXHOCTU. BcnexncrBue 53TOro, Ha TOTAJbHBIX MPOJMOJBHBIX Cpe3ax
AMUTENUS MOXHO HaOJI0/1aTh, YTO BHYTPHUKJIETOUHbBIE OPTraHEeIIbl IEPUKAPHOHOB
YyBCTBUTEJIBHBIX HEUPOHOB B TOW WIM HHOW CTENEHU YKE IOABEPIVIUCH
pa3pylleHHio, a aluKajJbHble (pParMEHThl OTXOASAMIMX OT HHUX JCHIPUTOB
COXPaHSIOT CBOIO LIEIOCTHOCTb, BKJIFOUAs XEMOUYYBCTBUTEIbHbIE PECHUYKH (1100
MUKpOBUJUIBI). KpoMe TOro, B OT/IEIBHBIX YYAaCTKAX SMUTENNS BBISBISIUCH TAKXKe
Oonpliie 30HBI C MNPOPUIAMH HEHPOHOB C TOJHOCTBIO OTCYTCTBYIOIIUM
COJIEPKUMBIM.

Takum 00pa3om, MOXHO OTMETHTb, YTO, JIET€HEPATHUBHBIE W3MEHEHHS

PELENTOPHBIX KJIETOK YaCTO HOCHJIM HEOJHOPOIHBIN, BEIOOpOUHBI XapakTep. OO
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ATOM K€ CBUAETEIBCTBYET ()EHOMEH M30MPATEIbHBIX JECTPYKTUBHBIX MEPECTPOEK
HEHTPAJIBHBIX OTPOCTKOB PEHENTOPHBIX KIETOK, HanboJee spKO MPOSBUBIIHUICS B
0J16()aKTOPHOM 3IUTENNH Y KUPHOM HmMpokosnodku. Kpome toro, oOpamaror Ha
ce0s BHUMaHHE XOPOUIO BBIPAKEHHBIE TOJBKO Yy MEJarMyecKux pblO0 (aKThl
CTPYKTYPHOM CTaOMJIBHOCTH OJHOTO M3 (DYHKIHMOHAJIBHO Ba)KHBIX KOMIIOHEHTOB
KJIETOK — MMTOXOHJApUM, SBISAIOUIMXCSA, KaK HU3BECTHO, HauOoiyiee ysI3BUMOMN
MUIIeHbIO TipH Tuokcuu [Vettier et. al., 2006]. Dto mosoxeHne MOATBEPKTACTCS
TaK)K€ M CPaBHUTEJIBHBIMHU OLICHKAMH KOJMYECTBa (YHKIMOHAJIBHO AKTHUBHBIX
MUTOXOHJIPUM, COAEPKAIIMXCS B OJIMHAKOBBIX 00BEMaxX OOOHATEIBLHOTO AMUTEIUS
uccnenoBanHbix peid (pue. 100.3 ). Ha mpexpcraBieHHBIX rpadukax XOpOIIOo
BUJTHO, YTO Y MEJIAaru4eCcKuX pbl0 MIOTHOCTh COXPAHHBIX MUTOXOHJAPUI B CPEIHEM
B 2 pasa BbIlIE, YEM Y PbIO, KOTOPBIE BEYT NPUIOHHBIA 00pa3 KU3HU. B cBsI3M C
3THM, BO3HHUKAET BOMPOC — CYIIECTBYIOT JIM Ha ypOBHE MepuepruuecKoro oTaena
OOOHSITENILHOTO aHaJIM3aTopa phI0 crenualbHble MEXaHU3MbI, KOTOPbIE MOTJIN OBl
B DKCTPEMAJIbHBIX YCIOBHSIX OCTPOM TUTIOKCHH 00€CTIeYnBaTh COXPAHHOCTH KJIETOK
U UX OpraHeil, B 4aCTHOCTH, MUTOXOHIpuii? Kak yxe oTMeuanoch, neaarundyeckue
pBIOBI B XOJ€ MUIIEBOrO MOBEACHUS MEPUOJUYECKH NepeMelatoTcsl BCiea 3a
O00BEKTAaMU CBOETO MHUTAHUS M3 TIYyOWHBI B 00JaCTh HU3KUX THUIPOCTATHYECKHUX
naBieHud ¥ HaoOOpoT. He HCKI0YeHO, YTO TakoW, MOBTOPSIOIMIUMCS PEKUM
JNEHCTBUS BBICOKMX W HHU3KHX JaBICHUW MOT OOECIeYUTh B HBOJIOIHHA PHIO
dbopMUpOBaHHE COOTBETCTBYIOIIMX MeTabonmueckux amanrtanuii. O HaIuguu
TaKUX MPUCIIOCOOJIECHUIN TOBOPSAT SKCIIEPUMEHTHI, B KOTOPBIX MPUOPEIKHBIE PHIOBI
npuoOpeTaid YCTOMYMBOCTh K JIEWCTBHIO BBICOKHUX IABJICHUN W COXPAHSIU 3TO
CBOMCTBO B TeUCHHME HECKOJIBKHX cyTok [Simon et. al., 1989]. Ucxons u3 3toro,
MOXKHO  TPEANOJOXKUTh, YTO XOpOIlas COXPAaHHOCTh MHUTOXOHIPUA B
YyBCTBUTEIBHBIX KIIETKAX MHUTPHPYIOIIMX B Toimle baiikama pei0 MOXeT OBITh
oOycIioBIeHa MPOTEKTUBHBIM s dexTom TUITOKCHYECKOTO
IPEKOHIUIIMOHUPOBAHUS, OOHAPY)KEHHOM HEJABHO B OKCIIEPUMEHTAX Ha
MJICKOTIMTAIOMMX. Tak, MOKa3aHO, YTO COJAEPKAHME >KUBOTHBIX B YCJIOBHAX

HHTepBaJII)HOI;'I FHHO63pPI‘-I€CKOI>i T'MIIOKCHUH TPUBOJUT K AKTHBAIIUH aA1alITUBHBIX
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TFeHEeTUYECKUX MEXaHW3MOB, MOBBIIIAIONIMX YCTOMYMBOCTh MO3ra K Je(ULUTY
kucinopona [Camoiinos, 2007; PeiommkoBa w ap., 2007]. VYcraHOBJIEHO, YTO
IpoLIeCChl  HEUPOMPOTEKIMH  BKIIOYAIOT  AKTUBAIMI0O  pPAaHHUX  T'EHOB,
aHTUATIONTO3HBIX ¢dakTopos, IUTO30JIbHBIX u MUTOXOHIPUATBHBIX
AHTUOKCUIAHTOB, METAJNIONPOTEa3, OEJKOB TEIUIOBOTO MIOKA U JIPYTUX
KOMITOHEHTOB, O0€CIEUMBAIONINX YCTOMUYMBOCTh HEPBHBIX KIETOK K JEHCTBUIO
HETaTUBHBIX ()aKTOPOB MPU OCTPHIX UIIEMHUYECKHX MOBPEXIECHUAX Mo3ra. HyxHo
CKa3aTb, YTO O3TH JaHHbIE ObUIM MOJIyYEHBI B HKCIEPUMEHTaX Ha HA3E€MHBIX
MJIEKOTIUTAOIIUX, SBOJIIOIIMOHHO HE MPUCHOCOOJEHHBIX K TUIOKCHUH, T.K. HX
KU3HEIEATEIbHOCTh BCEI/Ia MPOTEKAET B YCJIOBHUSX OTHOCHUTENIBHO CTAaOMJIBHBIX
naBieHui. Ha ocHOBaHMM 3TOrO0 MOXKHO IoJlaraThb, 4TO Y pblO, OOMTAIOUINX B
IIMPOKOM  JIMANa30He€ TUJPOCTATUYECKUX JIaBJICHHUHA, MOTYT CYLIECTBOBATh
MEXaHU3MbI, KOTOpblE O0ECHeuMBalOT HMX O0Jiee BBICOKYIO PE3HCTEHTHOCTh K
HEJOCTATKy KHUCJIOPOJa, YTO IPEACTABIISIET HE TOJBKO BBICOKMII HAY4YHBIM, HO U
npakTudeckuil uatepec. [IpuknagHoe 3HaY€HUE ITUX UCCIETOBAHUM MOXKET OBbITh
00yCIIOBIJIEHO NEPCIEKTUBON BBISIBJICHUS y  pblO MOJIEKYJISIPHBIX
HEHPONPOTEKTOPOB, MNOBBIAIINX YCTOWYMBOCTh MO3ra K MIIEMHYECKUM
MOBPEXJIECHUAM, KOTOpbIe, KAaK W3BECTHO, COMNPSDKEHbl C pPa3BUTHEM psla
COIMAJIbHO 3HAYMMBIX HeWpojereHepaTHBHBIX 3a0oseBanuii  [Pluta, 2004].
Pemenue 3Tux BonpocoB TpeOyeT AaIbHEWIINX HccieqoBaHuil. TeM He MeHee, Ha
OCHOBAHMH MOJYYEHHBIX JAHHBIX MOXHO CKa3aTh, YTO OaliKalbCKUE MeJarnyecKue
THUJIPOOMOHTHI SBJISIIOTCA BO MHOTIOM YHUKAJIBbHBIMH HPHUPOJHBIMH OOBEKTaMHU,
KOTOpbIE MOTYT OBITb MCIOJB30BAHBI HE TOJIBKO MJIi HM3Yy4YEHHUS aJlallTUBHBIX
MEXaHU3MOB OOOHSATEIBHON CUCTEMBI, HO M MO3Ta B II€JIOM.

CpaBHuTenbHbIE MOP(HOJIOTMYECKUE MCCIEI0OBAHUSA CBHUJIETEIBCTBYIOT O
TOM, YTO OOOHSTENIbHBIE KJIETKU >KHUPHOM IIUPOKOJIOOKH UMEIOT 00Jiee BBICOKUHI
YPOBEHb pPa3BHUTHSA, YEM aHAJOTMYHbIE KJETKHM Yy Tmenarudeckux pbid. OHu
collepKaT Pa3BUTYI0 CETh KaHAJIOB OHHAOIJIA3MATHUYECKOTO PETUKYJIyMa H
BBICOKYIO IIJIOTHOCTb, KaK CBOOOJHBIX, TaK U CBA3aHHBIX C KaHaJaMu

HHIOIUIA3MATHYECKOTO peTukyinyma pudocom. Ilo-Bumumomy, 310 00yCIOBICHO
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TEM, YTO B OTJIMYHME OT MEJArHYeCKUX BHUJIOB, JKUPHAS IIMPOKOJIOOKA HAXOAUTCS B
YCIIOBHSIX BBICOKON CEHCOpPHOW HArpy3ku Ha OOOHSIHHE B CBSI3M C €€ JOHHBIM
oOpa3oM JKM3HH B aOCONIOTHOW TEMHOTE, THe cpeda Oojee HachIeHa
OpPraHUYECKUMU BEIIECTBAMH PA3IMUIHOTO MPOUCXOXKICHUSI.

XapakTepHO, 4YTO KIETKH TMepupepudecKoro OoTAeia OJab(HaKTOPHOM
CHUCTEMBI TJIyOOKOBOJHBIX PBIO CONEpKaT JIOBOJBHO OOJBIIOE KOJUYECTBO
munodycurHa. Hamnyuume maHHOTO NMHTMEHTa B OOOHSITEIIBHOM JIUTEIHH YXKE
JaBHO OTMEYAIOCh BO MHOTHX pabotax [Graziadei G., Graziadei P., 1979; Naguro,
Iwashita, 1992]. B wHacrosiiee BpemMs HET OJHO3HAYHOIO TOJKOBAHUS
OTHOCHUTEIHHO TPOWCXOXKICHUSI W POJU JHMODYCIIMHA BO BHYTPUKICTOYHOM
obmeHe. Pa3Hble aBTOpPBI OTHOCAT €ro JinOo K MUrMeHTy crapenus [Double et. al.,
2008; Sulzer et. al., 2008], 1100 K BKIIIOUEHUSAM, TOSBICHUE KOTOPBIX CBSA3AHO C
pa3BUTHEM IMATOJIOTMYECKUX MPOIIECCOB B KJIETKAX JKMBOTHBIX, HE3aBUCHMO OT MX
Bo3pacta [Tyynela, 2004]. /lanHble MPOTEOMHOIO aHaIW3a JIMMOQPYCIIMHA MO3ra
YEeIOBeKa W KPBICHI CBUICTEIBCTBYIOT O HAJWYMM B €Tr0 COCTaBe OEIKOB
MUTOXOHJIPHH, IMUTOCKEIEeTa M IIa3MaTUYeCKOW MEMOpaHbl, 4YTO OOBEKTHBHO
XapaKTepU3yeT NaHHBIM IMHUTMEHT KaK MPOMYKT AeTpajalud TaHHBIX OpTaHesll
[Ottis et. al., 2012]. B oToii cBs3H, JJOTMYHO TPEINOIOKHUTh, YTO YBEINYCHHOEC
cojiep)kaHue JUMOMYCIIMHA B OOOHATEIBHOM DSIHUTEIMH TIyOOKOBOJHBIX PhIO
MOXXET YKa3blBaTh Ha YCHJICHHBIC TIPOIECChI ayTodaruv, HEOOXOAMMOU IS
YTHJIU3AIUA BHYTPUKJICTOYHBIX KOMIIOHCHTOB, IIOBPEXJICHHBIX B YCIOBHSIX
TIEPeTIaioB THAPOCTATUYCCKUX IABJICHUH U THIIOKCHA. VI3BeCTHO, 4To Hambosee
HEraTUBHBIM JJIs KJIETKH 3(P¢deKToM 0051aal0T PYHKIIMOHAIBHO MOBPEXKIECHHBIE
MUTOXOHJIPHH, KOTOPBIE MPOAYIHPYIOT aKTUBHBIE (OPMBI KHCIIOpoda |
BBICBOOOJKIAIOT B IIMTO30Jb MHAYKTOPHI armonTo3a [Braun et. al., 2012]. ITo stoii
NPUYUHE, MPOIECC CBOECBPEMCHHOW YTHIIM3ALMU MOBPEKICHHBIX MHTOXOHAPUI
MOJKET OBITh Ba)XHBIM 3BCHOM B TIOJJCPXKAHUH BHYTPHUKJICTOYHOTO TOMEOCTa3a
IpU TUTIOKCHH. MOXXHO MPEAIoJIOKHUTh, YTO HaOII0JaeMOe HaMH HAaKOILICHHUE

aunodyciuHa Ha (HoHe MOP(OTOTHUECKH COXPAaHHBIX MHUTOXOHAPUMN SBIIAETCA
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CJIEJICTBUEM BBICOKOW MHTEHCHUBHOCTH OJHOBPEMEHHO MPOTEKAIOIIUX B KJIETKaX
IpoIEeccCOB MUTOGArnu U OUOreHe3a MUTOXOHAPHUH.

B cBa3u ¢ oOHapyxeHHeM B COCTaBe JIMNMOMYCHUHOBBIX TpaHyl
KapOTHUHOUJIOB ObLIO TAK)KE BBICKA3aHO MPEIOJIOKEHHE O TOM, UTO KApOTHUHOU/IBI
MOTYT BBIIOJIHATH (PYHKIMIO TEMTOHUPOBAHUS KUCIOPO/AA, MO3BOJISIOIIETO KIETKaM
KOMIIEHCUPOBATh MaJIyl0 CKOPOCTb MOCTYIJIEHUS KHUCIOpOAa MPU €Tr0 HHU3KOM
napruansHoM AasiieHun [Kaprayxos, 1971]. [Ipu riryO0OKOBOJHOM MOTPYKEHUH
Ha JIHO 03€pa MOYKHO OBLJIO BHJIETh, YTO JKUPHBIC MIMPOKOIOOKH B OCHOBHOM
MaJIONOJIBUKHBI M HAXOJATCSA Ha TPYHTE, YACTHUYHO MOTPY3UBIIKMCH B Wi. JlaHHbIE
TUJIPOXUMHM TIOKAa3bIBAKOT, YTO COAEPKaHHUE KHCJIOpoJa B Bojae baitkana
cocraBisieT oT 9 10 14 mr O,/1, a HEMOCPEACTBEHHO B NOTPAHUYHOM C TPYHTOM
CJIO€ BOJIbI, TJI€ Yallle BCEr0 HAXOAATCS NOHHbIE OBIYKH, CYHIECTBEHHO CHUYKAETCS.
[Martin et. al., 1998]. He umes qanHbIX 00 0COOCHHOCTSIX 0OMEHA ra30B B TKAHSX,
MBI HE MOKEM JOCTOBEPHO TOBOPUTH O TOM, UYTO PHIObI B TAKUX YCIIOBUSAX MOTYT
UCIIBITHIBATh THUIOKCHUIO M B CBA3M C O3TUM, C T[OMOINIbIO JKMIO(QYCIMHA,
aKKyMYJUPYIOT HEOOXOIHMMOE KOJIMYECTBO KHCIOpOAa. DTO TakkKe Kacaercs |
NEJIaru4ecKuX pbl0, OCYHIECTBISAIOMINX MEPUOINIECKUE BEPTUKAIBLHBIE MUTPALIUU
B TOJIIE BOJAbl. TOJBKO HAa OCHOBAaHUU MOP(POJOTMYECKHX IAHHBIX CIIOKHO
ONpPENETUTh — 4YeM OOYCJIOBJIIEHO BBICOKOE COJIEp)KaHHWE MHUTMEHTa B KIIETKax
OOOHSITENBHBIX PO3ETOK TIyOOKOBOAHBIX OalKanbCKUX pPbIO: BO3PACTHBIMH
U3MEHEHUsIMHU, JUO00 ATOT (PEHOMEH HOCUT aJaNTUBHBIA XapaKTep M CBS3aH C
HNOJIepKAaHUEM  OKHUCIUTENbHBIX  NPOLECCOB B  HEHPOAIUTENWH, W/ MU
MOBBIIIICHHBIM BHYTPUKIIETOYHBIM YPOBHEM ayTo(daruu.

JHpyroii BakHOW OCOOCHHOCTHIO OOOHSTEIHHBIX HEHPOHOB METArUYECKUX
ppi0  SABASETCS HaIM4yMe B MX JEHAPUTAX XOPOIIO Pa3BUTOW CHCTEMBbI
MUKpOTpyOouek. M3BecCTHO, 4TO B cOCTaBe HEHPOHOB IIUTOCKENET BBIMOJHSET
OYCHb BAXKHYIO CTPYKTYpPHO-(GYHKIIMOHAIBHYIO Harpy3Ky [Kocuisia, 1976; Conde,
Céceres, 2009]. Ou npemonpeaenseT MPOCTPAHCTBEHHYIO MOJIIPH3AIMIO KICTKH U
B COCTaB€  JEHAPHUTOB OOBIYHO  XapakTepu3yeTcs  JIUHAMHYECKOU

HECTaOUIIBHOCTHIO, TPUPOJAa KOTOPOW B TOCIEAHEE BpeMsl TJaBHBIM 00pazoM
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UCCIeayeTcs B JCHAPUTUYECKHX INMIKKAX LEHTPaJbHBIX HehpoHoB [Burbank,
Mitchison, 2006; Urbanska et. al., 2012]. Yrto xacaeTcsi MOJICKYJISIPHBIX
MEXaHH3MOB PEryJISIHH COOPKM MHKPOTPYOOYCK M HX y4acThs B OOCCIICUCHHUH
PELCHTOPHBIX CBOMCTB OOOHSATEIBHBIX KJIETOK, TO J0O HACTOSIIEIO BPEMEHH JTOT
Bompoc eme ciaabo ocesmeHn [Burton, 1992]. B atom cwmbicie, Ui U3ydeHUs
IUTOCKEJIETa HHTEPECHBIMU MOT'YT OBITH HE TOJIKO JaHHBIE, IOJydYeHHBIE N Vitro
Ha W30JIMPOBAHHBIX KYJIbTypax oOoHsATenbHOro smutenms [Goetze et. al., 2002;
Micholt et. al., 2012], Ho u pe3ynbTaThl HCCICAOBAHUSA AJANTHBHBIX CBOWCTB
PELENTOPHBIX KJIETOK Y JKMBOTHBIX, B3AThIX KaK W3 €CTECTBEHHOH CpEJbl, TaK U
IOCIIE WX COJCP)KaHUSA B KOHTPOJUPYEMBIX (U3HKO-XUMHUUYCCKHX YCIOBHSX
[Drazen, et. al., 2005].

Kak yxe ObUIO cKa3aHO BBIIIE, MUKPOTPYOOUKH SIBISIOTCS HauboJsiee
XapaKTePHbIMA KOMITOHEHTAMH OTPOCTKOB HEPBHBIX KJICTOK HE TOJIBKO Y
THJIPOOMOHTOB, HO M Yy APYIHMX TPYII >XUBOTHBIX. II0ATOMYy MBI HE MOXKEM
CBSI3BIBATh HAJIMYUE MHKPOTPYOOYCK B PELENTOPHBIX KIETKaX TIIyOOKOBOIHBIX
pBIO C MX MPHUCIIOCOOJICHUEM K JACHCTBUIO BRICOKUX TMAPOCTATUYCCKUX JIABJICHHH.
B rmaBe 4 oTMEYanoch, YTO 3JIEMEHTHI IIMTOCKEJIETa B OOOHSATEIBHBIX KIIETKAX
NPUOPEXKHBIX OalKaIbCKUX POTAaTKOBUIIHBIX PbIO OOHAPYKHMBAIOTCS TOJIBKO B
HEPECTOBBIA IEPHOJ] — MPH MX HACTPOHKE HAa BOCHPHATHE IOJOBBIX (PEPOMOHOB
[Kocumein u ap., 1990; Kocuupeia, Kioumenkor, 1994]. Kpome TOro, Hamu
YCTAHOBJICHO, YTO MHKPOTPYOOYKH B JCHIPHUTAX XEMOPEICHTOPHBIX KJICTOK PhIO
(Barbus tetrazona tetrazona Bleeker) dopmupyrorcs nocie ux maurenabHoro (7
CYTOK) COJEp)KaHHs B OOCAHCHHOH OpPraHMYECKHMH BEIIECTBAMH  BOJC
[KaumenkoB, Kocumbia, 2008]. BakHO OTMETHTH, YTO B JaHHBIX YCJIOBHAX
dbopMupoBaHHe HEUPOPHIAMEHTOB MPOUCXOAMIO Ha (OHE B3HAYUTEIHHOTO
CHIDKEHHS 3JIEKTPOHHOM IMJIOTHOCTH ITUTOILIa3Mbl M CYIIIECTBEHHOT'O YMEHBIIICHHS
YPOBHSI Pa3BUTHS JPYTUX BHYTPHUKIICTOUHBIX OpTaHEIUL. OKCIEPUMEHTBI C
JUIATEIbHBIM COZCPKAHHEM PHIO B JAHHBIX YCIOBUSAX CPEIbl MOKA3bIBAIOT, YTO
XOpOIII0 OpraHW30BaHHAs CHCTEMa IPOJOJBHBIX M IONEPEYHBIX 3JIEMEHTOB

IUTOCKEIJICTAa B ACHAPUTAX 00OHSATEIBHBIX KJIETOK FHY6OKOBOI[HBIX pBI6 ABJIACTCA
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HEOOXOAUMBIM (PAKTOPOM TMOJACPKAHUS HUX CTPYKTYPHOH UEIOCTHOCTH TMIpH
HU3KOM COJICP’)KaHUH B BOJIC OOOHSATEIBHBIX CTUMYJIOB — OPTAHMYECKUX BEIIECTB,
YTO XapaKTEpHO Ui oaurorpodHoro ozepa baiikan.

N3BecTHO, UYTO  MHUKpPOTPYOOUKM  HEMOCPEACTBEHHO  O0ECrneYnBaloT
BE3UKYJSIPHBIN TPAHCTIOPT YYACTBYIOMIUX B PEIEITOPHOM IMPOIIECCE MOJIEKYI U UX
KOMIUIEKCOB OT MeCTa CHHTEe3a B Telie KJIETKH K ee BepmuHe [Burton, 1992]. B
CBS3M C OTHUM, MOXHO TIPEANOJIOXKUTh, YTO MHUKPOTYOYJSIPHBIM armapar
GyHKIHMOHATBHO ~ OCIAOJIEHHOM  XEMOpPEHEeNTOPHOM  KJIETKH HE  TOJBKO
MPENSTCTBYET JCTCHEPATUBHBIM HM3MEHEHUSIM JIEHIPUTA, HO M OMpPEIeNICHHOE
BpeMsl CIIOCOOCTBYET COXpPaHEHHIO HEOOXOAMMOTO YPOBHS €ro pelenTOpHOM
¢yuknuu. C ydyerom Hamux paHHux pabor [KocumbiH u ap., 1990; Kocwuiiss,
Kimumenkos, 1994], MOXHO cKa3aTh, YTO IIUTOCKEIECT B OOOHSATEIBHBIX HEHPOHAX
MIPUHUMAET BBICOKOCTPYKTYPHUPOBAHHYIO (POPMY HE TOJHKO TIPH X 3HAYUTEIHHBIX
GyHKIHMOHATIBHBIX HArpy3kax B TMEpUOJ] HEpecTa, HO M B YCJOBHUSX HHU3KOTO
collepkKaHUsl B BOJIE¢ OMOJIOTMYECKH 3HAYMMBIX XHMHUYECKHX areHToB. Bce »TH
(bakThl yKa3bIBAIOT Ha TO, YTO Y ITyOOKOBOJHBIX PHIO, OOMTAIONTUX B OOCTHEHHOM
OpraHMYEeCKUMHU BEIECTBAMH Cpelie, MHUKPOTPYOOUYKH MOTYT 0O€cleunBaTh
COXpaHHOCTH OPMBI M 0O0BEMA JCHAPUTA B KIIETKaX, HC BOBJICUCHHBIX B AKTUBHBIE
mpoliecchl  xeMmopereniuu. B pamMkax maHHOrO OOCYXICHUS MOMKHO TaKxkKe
moylaraTh, YTO B  TMpeAenax  OOOHATEIBHOTO  DIUTEIUS  CTPYKTYpPHO-
GyHKIIMOHATbHAS XapaKTEPUCTHKA PEICITOPHBIX HEUWPOHOB I KaXKJIOTO U3 HUX
JIOJDKHA OBITH CTPOTO WHIWBUIyaIbHA U HE MOYKET HOCUTH OOIIUI XapakTep. ITO
CBSI3aHO C TE€M, YTO PEIICTITOPHBIC CBOWCTBA MEPBHYHOYYBCTBYIOIIMX KJIETOK, TIO-
BUJIMMOMY, CYIIECTBEHHO 3aBUCSAT HE TOJBKO OT HMX HCXOJHOW TEHETHYECKH
oOycrnoBieHHO# uyBcTBuTenbHOCTH [Buck, Axel, 1991], HO u oT BiMsAHUS Ha UX
TeHHYI0 JKcrpeccuto (akropoB BHemHeidl cpenbl [Harden et. al., 2006] wu
BO3MOYKHOCTBIO JalibHEHIIIeH cTuMy-3aBucuMon auddepernrposku [Kimumenkos
u jp., 2011].

AHanu3 MONYYEHHBIX PE3yJbTaTOB CBUIETEILCTBYET O TOM, YTO OBICTPHIiA

NObEM  TIyOOKOBOAHBIX  PBIO  Ha  TIOBEPXHOCTh  COMPOBOXKIAETCS
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JIEreHepaTUBHBIMU U3MEHEHUSIMU B CTPYKTYpe OOOHATENbHBIX KieTOK. [lokazaHo,
YTO CTENEHb TAKUX MEPECTPOEK CYIIECTBEHHO 3aBUCUT OT o0Opa3a >KMU3HU PHIO.
Mopdonoruyueckue  ucciaeqoBaHUs, a TakKe KOJUYECTBEHHBIM  aHaIM3
(GYHKIMOHATBPHO AaKTUBHBIX MHUTOXOHJPUH B KJIETKAX CEHCOPHOTO SIUTETUS
CBUJETENBCTBYIOT O TOM, YTO B XOJ€ TI'MIOOapUYECKON THUIIOKCHH KIIETKH
OJIb(PAKTOPHOTO AMUTENHS KUPHON MIUPOKOJIOOKHA (TUMUYHOTO MPEACTABUTEIS
JIOHHBIX OailKalbCKUX PBHIO C MaJIOMOJBMKHBIM 00pa3oM JKHU3HH) MPETEPHEBAIOT
HauOoJsiee BhIpAXKEHHBIE E€CTPYKTUBHbBIC NEPECTPOUKHU. B cpaBHEHUM C JOHHBIMU
peibaMu, OOOHSTEIBHBIM ammapaT OOJIBIION TOJIOMSHKH W JIJIMHHOKPBUIKH,
IIAIIEBOE TOBEACHUE KOTOPBIX COIPSIKEHO C TNOCTOSIHHBIMH BEPTHKAJIbHBIMU
MUTPALMSIMU U U3MEHEHUSIMU PEKUMOB THAPOCTATUYECKUX JaBJICHUH, B OOJIbIICH
CTENEHU aJalTUPOBaH [JIsl TMOIJECPXKAHUSA €ro CTPYKTYPHO-(DYHKIIMOHATIbHON
LHETOCTHOCTH. [loydeHHBIE LHUTOJOTMYECKHE JAHHBIE MOTYT HMETh Ba)XKHOE
3HaYCHUE Ji1 TMOHUMaHUS (PYHIAMEHTAJIbHBIX MEXaHH3MOB, 00ECHEUMBAIOIINX
YCTOWYMBOE (PYHKIMOHUPOBAHHE OOOHSATEIBLHON CUCTEMBI JKUBOTHBIX IIPHU Pa3HBIX

YCIOBHAX UX CYHICCTBOBAHMA.



259

I'JIABA 8. CPABHUTEJIbHASI XAPAKTEPUCTHUKA CJIYXOBOI'O
CAKKYJISIPHOI'O AIIMMAPATA Y POTATKOBUJIHBIX (CEM.
COTTIDAE) M1 CHT'OBBIX (CEM. COREGONIDAE) PbIB O3EPA
BAHUKAJI

8.1 Mopdoaornyeckasi Opranu3anus CaKKyJIH0ca y pOraTKOBHIHBIX PbI0

8.1.1 YabTpacTpyKTypa CEHCOPHBIX KJIETOK U 0COOEHHOCTH UX

TonorpaqmquKoro PACHOJI0KCHUA B CAKKYJIAPHOM J3IIUTEC/INA

VY uccnenoBaHHBIX BHUIOB POTAaTKOBUAHBIX PBIO CaKKyJspHas MakyJa
pacrionaraeTcsi Ha MEIUAJIIBHOW CTOPOHE OTOJIUTOBOIO OPraHa, UMEET BBITSIHYTYIO
(mo 0,8 MM) dopMy U OpUEHTHPOBaHA B POCTPO-KAayJadbHOM HaIpaBlICHUH. Y
OONBIION M MaJloMl TOJOMSHOK MakKCHMaibHas LIMPUHA MakKyJibl, KaK IpaBHIIO,
MIPUXOJIUTCS HA POCTPAJIbHYIO YacTh M B cpenHeM pasHa 0,2 mMm. K kxaynaneHOMY
KOHIly MaKkyJia cyxaercs 10 0,1 mm. MakcruManbHas IIAPUHA MaKyJIbl y KAMEHHOU
IIMPOKOJIOOKM M ceBepoOalKaIbCKOM >KEATOKphUIKM cocTaBisger 0,2 MM u
MPUXOAUTCS Ha LIEHTPAJbHYIO YacTh, @ MUHUMaNIbHAs (0,1 MM) — Ha KayJIajdbHYIO
30HY.

B coctaB Makysbl BXOJSAT BOJOCKOBBIE (PELENTOPHBIE) U OMOPHBIE KJIETKH —
MUKPOBUJUISIPHBIE ~ SMUTEIMOLMUTHI. Y HU3YYEHHBIX BHJIOB pbIO IUIOTHOCTb
BOJIOCKOBBIX KIJIETOK Ha €JIWHHUIY ITOBEPXHOCTH CEHCOPHOIO JIUTENMS, Kak
NPaBUJIO, BBIIIC B POCTPATBHOM U KayJaIbHOM y4acTKax MakyJisl (puc. 101).

B uneHTpasbHOM 30HE Makysbl BOJIOCKOBBIE KIIETKH pACIOJIAraroTcs Ha
3HAYUTEILHOM PACCTOSIHUU JIPYT OT Apyra, oCOOCHHO y rojioMsiHOK (puc. 102).
CpenHssi INIOTHOCTh BOJIOCKOBBIX KJIETOK COCTaBHIIA: Y OOJIBIION rOJIOMSIHKH — 28
TBIC. KJICTOK/MM’, y Maloil TONOMSHKH — 27 ThiC. KICTOK/MM’; Y
CEeBEPOOANKAIBCKON IKEJITOKPBUIKM — 46 ThIC. KIETOK /MM?> M Yy KaMEHHOM

HMIMPOKOJIOOKH — 34 THIC. KIETOK /MM? (Tad1. 2).
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Pucynox 101. PaznuuHas IUIOTHOCTH pacIOJIOKEHHS BOJIOCKOBBIX KJIIETOK B
nepuepuyeckux ydacTKax CAKKYJSIPHOM Makyjbl y OONbIION TOJOMSHKU (a), Majiou

ronoMsiHKU (0), ceBepoOalKalbCKON JKENTOKPBUIKK (B) M1 KAMEHHOW IUPOKOIOOKH (T).
Macmra6: 10 mxm. COM.



261

Pucynox 102. Pa3nmuynas MIOTHOCTH PACIOJIOXKEHHSI BOJOCKOBBIX KIETOK B
HEHTPAIBHOM YYacTKE CaKKYyJSPHOM Makylbl y OOJNBIION Yy TOJOMSHKM (a), Majoi
rojoMsiHKU (0), ceBepoOalKabCKOW JKENTOKPBUIKU (B) M KaMEHHOW IIMPOKOJIOOKH (T).

Macmra6o: 10 mem. COM.

HecMoTps Ha ol1miee cXOACTBO yIbTPACTPYKTYpPbl MaKyJ, U3y4YE€HHbIE BUJIbI
OTVIMYAKOTCSA, NPEXKAE BCEro, JUIMHOM CTEPEOLWIMM W KUHOLWIMM Y
nepu(eprUuecKiX U MEHTPAIBHBIX BOJOCKOBBIX KieTOK (puc. 103). C momoirsio
KJIACTEPHOT0 aHajiu3a MO HauOoJiee 3HAYMMBIM M BapbUPYIOLIUM NpPHU3HAKAM —
JUTMHE KUHOIWIMK (K) W JUTMHE HanOoJiee BBICOKOW cTepeonuiuu (C) BBIACICHO
IECTh TUIIOB BOJIOCKOBBIX CAKKYJISIpHBIX KiIeTOK: K13c9, k9c¢8, k14c4, k8c4, k9c2,
kllcl (uudpsl oO03HAYAIOT IMHY KUHOLWJIMM W MaKCUMaJbHOW MO JIMHE
cTrepeonuianu B Mukpomerpax) (puc. 103), (tada. 2).

[Tonmy4yeHHble pe3yabTaThl CBUAECTEIBCTBYIOT O TOM, YTO MAakKpo- H

YIBTPACTPYKTYpa CAKKYJISIPHBIX MAKYJ y UCCICOBAHHBIX PHIO SBIISETCS
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Tadamma 2. Mopdonornueckue mokas3aTead BOJOCKOBBIX  KIIETOK
CaKKYJISIPHOU MaKyJbl y OalKaJIbCKUX POTaTKOBUIHBIX PhIO.
Brst Toman [TnoTHOCTH J1oms CakKyJIIpHOW MaKyJIbl,
N pAacmoJIOKEHUS | 3aHUMAaeMasi pa3HbIMU TUIIAMU
BOJIOCKOBBIX BOJIOCKOBBIX KJIETOK, %0*
MaKYJIbI,
v KJIETOK B
MaKyJie
(xomnuectBO | k13c | k9c|kldc k8¢ | K9c¢ kllc
KJIETOK Ha 1 9 8 4 4 | 2 1
MMZ, M+m)
6 0.27£0.0 28100+1232 0 |53 0 47 0 0
oJibIlIas
01
rOJIOMSIHKA
0.24+£0.0| 27600511 0 67 0 33| 0 0
Manas
01
rOJIOMSIHKA
. 0.09+£0.0| 46000%795 0 0 0O |77, 23 0
ceBepoOaika
01
bCKast
KEITOKPBLIKA
0.33+0.0| 34400+358
KaMEeHHas
03
IHPOKOIO0Ka 18 |14 11 126 22 9

* Ilpumeuanue. [udper B HazBanmm THNoB kieTok (k13c9, xk9c8, xldc4,
k8c4, k9c2, kllcl) obo3HayalOT CpPEeAHIO [JIMHY KUHOUMWIUM (K) U CPEIHIOI0
JUTMHY HanboJee BBICOKOW CTepEeOUInU (C) B MUKPOMETpaX.
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Pucynok 103. BojgoCKOBbI€ KJIETKU C PA3HOUN JJIMHOW CTEPEOIUINNA U KUHOLMIIUU
B CAKKYJSIPHOU MakyJie y poraTkoBUIHBIX pbi0: k13¢9 (a), k9¢c8 (6), k14c4 (B), k8c4 (1),
k9¢c2 (n), xllcl (e), rme k — cpeaHsiss JAJIMHA KUHOLIWIIMM, MKM; C — CPEIHSISl JIJIMHA

MaKCUMaJIbHOH cTepeoiuiny, MKkM. Macmrad: 10 mxm. COM.
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Bunocnenupuanoi. OpHako, [ peiO, OOWTAIOMUX B  OJMHAKOBBIX
HKOJIOTHYECKUX  YCIOBUAX  03€pa, HaOMIOAaloTCs  HEKOTOphle  oOuue
MOpPQOJOTUYECKHE OCOOCHHOCTH, Kacaroluecs Pa3sHOBUIAHOCTEH BOJIOCKOBBIX
KJIIETOK, IUIOTHOCTH WX pACHOJIOKEHUS, a TakXKe JJIMHE CTEpPEolInil u
KuHOUMIuH. [{ns nenarmdeckux poiO (Oosbllias U Maasi TOJIOMSIHKH) XapaKTepHBI
Ooonpme 1o momanu (O6osmee 50 %) ydacTKM B CaKKYyJSIPHOM MakyJe,
3aHUMAaeMbl€ BOJIOCKOBBIMH KJIIETKAMH C YJIJIUHEHHbIMH (OO 8 MKM)
CTepeoInsIMU. B oTiauune oT 3TOoro, y npuoOpeXxHOW KaMEHHOW IIMPOKOJIOOKHA U
y oOuTaromeid B NPUCKIOHOBOM 30HE CEBEpPOOAWKAIbCKON KEITOKPBUIKU
JIOMUHUPYIOT YYaCTKH C BOJIOCKOBBIMHU KJIETKaMH, HECYIIMMH Oojiee KOpOTKHE
crepeoruinn (< 4 mMxMm) — 100 % u 68 % coorBercTBeHHo. Ilpeobnananue y
MEeJaru4ecKuX TOJIOMSHOK BOJIOCKOBBIX KJIETOK C JUIMHHBIMU CTEPEOIUIUSIMU,
BEPOSITHO, CBSI3aHO C AaKyCTUYECKHMMHU  YCIOBUSIMH, XapaKTEpHBIMH  JIJIs
INIyOOKOBOJHBIX ~MECT HX OOWTaHUs, UYTO CIOCOOCTBYET  BOCHIPUSITHIO
HU3KOYACTOTHBIX 3BYKOBBIX KOJIeOaHUH. AKYCTHMYECKHI CIIEKTp B TieJaruaiu
MPEJICTaBJIEH B OCHOBHOM HM3KOYacCTOTHBIMM 3ByKamu — 10 300 I'm [Kapmuk,
Mapanynen, 2004]. Takue 3ByKH 3aTyXawT ciabee, 4eM BBICOKOYACTOTHBIC, U
MO3TOMY B YCIOBHUSX TE€Jardajd pPaclpoCTPaHAIOTCS Ha OOJbIINE PACCTOSHUS.
BricokouacToTHasi KOMIIOHEHTa B aKyCTHYECKOM CIIEKTPE OTKPBITOM Mejiaruaiu
BOJIOEMOB TIPAaKTUYECKH OTCYTCTBYET [ Ypuk, 1978].

Ha ocHOBaHWU TaHHBIX CKAHUPYIOIIEH MUKPOCKONUHU PACCUMTAHA TUIOIIA/b,
3aHMMaeMas TOJIIMU BOJIOCKOBBIX KJIETOK paszHoro tuma (puc. 104). IIpouentHoe
COOTHOIIICHHE TAKUX TOJIEH, XapaKTePHBIX JJIsI POTaTKOBUIHBIX PHIO MPUBEIICHO B
tabauie 2. Heo0xoaumMo OTMETUTD, YTO y KaXKJI0TO BUJA PIO JEJICHHE MaKyJIbl Ha
30HBI C Pa3HBIMU THUIAMU BOJIOCKOBBIX KJIETOK HE BCEr/a COBIAJAET C JACICHUEM
Makyjgbl Ha 30HBI, OOpa3yemMble BOJIOCKOBHIMH KIETKAMH C  pa3HOU
MOPGhOIOTHYECKON MOJIApU3AIIUCH.

B ortnmmuwne ot menaruanu, mpuOpekHas 30HA XapaKTEPHUIYETCS IIyMaMu C

mupokuM crektpom vyactot ot 0,05 go 16 k' [Kapnuk, Mapamynen, 2004 ].
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Pucynok 104. CxeMbl 30HATBHOTO pacIpeieNieHus] BOJIOCKOBBIX KJIETOK pa3HOTO

TUNIA B CAKKYJSIPHOM Makyjie M OCOOEHHOCTH HMX MOP(OJIOTHYECKON NOJspU3alun
(OTMEYeHBl YEPHBIMU CTpEJIKaMH) y OOJIBIION TOJIOMSAHKH (@), MaJoll ToJoMsHKHU (0),
CeBEepOOANKAIbCKON KENTOKPBHUIKK (B) M KaMeHHOW mmupokosooku (T). Ilo maHHBIM
COM. [IlyHKTHpHOW JHMHUEH HaHECEHBI 30HBI MaKyJd C Pa3HOH MOPQOIOTHUECKO

MOJISIpU3allied BOJIOCKOBBIX KJIETOK, BEKTOP MOJSPU3ALMU YyKa3aH CTpeiakoud. P —

pocTpasbHasi CTOpOHA MaKyJibl; B — BeHTpaibHast CTOpOHA MaKYyJIbI.

bnaronapss HeoIHOPOJHOCTH penbeda W BBHICOKOM IUIOTHOCTH OEHTOCHOTO
CHEKTP PUOPEKHOM 30HBI HACBIIIECH

KOJIeOaHUsIMHU,  KOTOpHIE

HaCCJICHUA aKYCTI/I‘ICCKI/Iﬁ
3BYKOBBIMHU Jyqe, 4CM

BBICOKOYAaCTOTHBIMH
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HU3KOYACTOTHBIEC, PACIPOCTPAHSIOTCS B MEIKOBOJHOM 30HE BOJOEMOB U HMEIOT
JUTSI MHOTUX BOJHBIX XKHUBOTHBIX CHUTHAJIBHBIN Xapaktep. [lo-BuamMomMy, IMEHHO
TOM OCOOEHHOCTBHIO MEJIKOBOJIbSI OOBSACHSETCS TO, 4YTO JJisi KaMEHHOM
HIMPOKOJIOOKK U CeBepoOalKalIbCKOM KENTOKPBUIKM 0OoJiee TUIIMYHBIMU B
CaKKYJSIDHOM  MakyJie  SIBISIIOTCS ~ BOJIOCKOBBIE  KJIETKH C  KOPOTKHUMH
CTEPEOLUITUSIMHU.

HuskouacToTHbIe KOeOaHMS OT BOJIHOBOTO MPUOO0S CO37aeT MTyMOBOU (OH,
KOTOPBIN CHOCOOEH CKPBITh KOMMYHHUKATHBHBIC aKyCTHUECKHE CHUTHAIBI [YPUK,
1978]. BepossTHO, WMEHHO IO O3TOW MNPUYHUHE THUIUYHBIC MPEIACTABUTEIIH
pPOTAaTKOBHJIHBIX TIPUOPEKHOW 30HBI HMEIOT aJamnTallid, HampaBlIeHHbIC Ha
BBICOKOU((epeHINPOBAHHOE BOCIIPUSITHE OHMOJIOTHYECKU 3HAYMUMBIX
aKyCTHYECKUX CHUTHAJIOB B YCJIOBHUAX IIymMa. Y KaMEHHOW IIUPOKOJIOOKH K TaKOTO
poJa ajanTaiusM MOXHO OTHECTH HE TOJBKO OOJIBIINE MO IJIOMAAN yYaCTKU
MaKyJibl, 3aHSTHIE BOJIOCKOBBIMHU KJIETKAMH C KOPOTKMMHU CTEPEOIMIUSIMH, HO U
OTHOCHUTEJIbHO  OOJbIIyl0  OOIIYyI0  TUIOMIAJb  MaKyJibl,  IOBBIIIEHHOE
Mop(osoruueckoe pasHooOpa3ue THUIOB BOJOCKOBBIX KJIETOK M HUX BBICOKYIO
mwioTHOCTh. Kpome Toro, myis mpuOpeKHbIX OallKaabCKUX pPbIO XapaKTEpHO
HaJIMYME TaK Ha3bIBAEMbIX aOEppaHTHBIX (BATEPUTOBBIX) OTOJHUTOB, KOTOpHIE
OTIIMYAIOTCA OT OOBIYHBIX (APAarOHUTOBBIX), TEOMETPUEH KPHUCTAIJIOB M HHU3KOM
wioTHOCTHIO. [To MHEHHMIO HeKOTOPBIX aBTOopoB [OXman et al., 2007], au3kas (2,65
r/cM®) IIOTHOCTh BATEPHTHOTO OTOIHMTA IO CPABHEHMIO C aparoHMTHBIM (2,93
r/cm®) TOro e pasMepa, BBI3BIBACT OCNAOICHHE CBA3M BATEPHTHOIO OTONHTA C
CCHCOPHBIM IMHUTEITUEM H CHUKACT aKyCTUIECKYIO YyBCTBUTEIHLHOCTH PHIO.

Hamu mokazaHo, 4to aOeppaHTHBIE OTOJUTHI PACTyT HEPABHOMEPHO
OTHOCHTENIFHO WX TEpPBUYHOTO IIEHTPA 3aKIaJKH 3a CUET TaK Ha3bIBACMbIX
OTOKOHHAJIBHBIX MAacC, aJCOpOIUsi KOTOPBIX MPOUCXOIUT HA Mepudeprn OTOIUTA
(Puc. 105). IIpupoct nepudepruyeckoii 30HbI MaKyJIbl y TPUOPEKHBIX PbIO MOXKET
pacUIMPUTh YYBCTBUTEIBHOCTh ATHUX PhI0 B BBICOKOYACTOTHOM OOJACTH CHEKTpa
IpY HAUTMYUW a0EPPAaHTHBIX OTOJUTOB U CHUKCHUU YYBCTBUTEIBHOCTH K HU3KHUM

qacTOoTaM.
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Pucynok 105. Cxema pacrmoyio)keHHsl BOJOCKOBBIX KIIETOK pa3HOro THIA B
CaKKYJISIPHOW Makyjie ¢ a0eppaHTHBIM OTOJUTOM Yy OallKalbCKUX POTATKOBUIHBIX PHIO.
BosockoBble KIETKM TNEpeMexaroTcss € ONOpHBIMU 3iemMeHTamu. Han snurenuem

pacnojaaracTcs OTOJIHUT, KOJICOaHHMS KOTOPOTO MEpCAar0oTCs Ha CCHCOPHBIC KIICTKU.

8.1.2 OcobeHHOCTH TMPEKIMOHHOM YYBCTBUTEJIbHOCTH CAKKYJIIOCA

AHaM3 B3aUMHOIO PACIOJOKEHUS CTEPEOLWIMM M KUHOLUMIMK Ha
anMKaJIbHOM MOBEPXHOCTH BOJIOCKOBBIX KJIETOK IOKa3all, YTO Yy HCCIIEJOBaHHbBIX
POTaTKOBUAHBIX PBIO CXEMbl MOP(OJIOTUYECKONW TMOJSPHU3AIUN  CEHCOPHBIX
AIIEMEHTOB ATHUTENHUS OTINYAOTCS OT YK€ ONMUCAHHBIX PaHee Y IPYTHX KOCTUCTBIX
poi0 (pazmen 1.6.1).

Ha puc 104 npencraBieHbl 0COOEHHOCTH MOPGOIOrHYECKON MOJIIPU3ALNU
CEHCOPHBIX 3JIEMEHTOB B CAaKKYJISIPHOM MakyJie y poraTKOBUAHBIX pbIO, TPUUEM Ha
CXeMe coxpaHeHa ee HaTuBHas (opma, Kotopas Omm3ka (opme xkenoba sulcus
acoustics COOTBETCTBYIOIIETO CaKKyJIsipHOro oTonurta. Kaxnmas wmakyna Obuia
nojipa3ziesiecHa Ha POCTPAIbHYIO, KayJadbHYI0 M LEHTPAJIbHYIO 30HBI, KOTOPbHIE

COOTBCTCTBYIOT HAIIPABJIICHUSAM K POCTPAJIbHOMY M KayJaJbHOMY KOHIAM pBI6BI.
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['opu3oHTanbHass  OpPUEHTALMS  CEHCOPHBIX  IYYKOB  MPEANOJIAraer  Hx
HaIIPaBJIEHHOCTh MO POCTPOKAYIaJbHON OCH MaKyJjbl U PBHIOBI COOTBETCTBEHHO;
BEPTHUKAJIbHASA — 10 JOPCOBEHTPAIILHON OCH.

Ocobennoct MOpGOJIOrHYECKOW MOJSPU3ALUUA  PELENTOPHOIO armmapara
CEHCOPHBIX KJIETOK Yy MeIarnuecKoi OOJBIION TOJIOMSHKU COCTOAT B CIEAYIOIIEM:
pocTpanbHas M KayJajibHas 00JIaCTM MaKyJibl UMEIOT IO JBE CMEXHbIE 30HbI
TOPU30HTAJIBHO  OPUEHTUPOBAHHBIX W  IPOTUBOIIOJIOKHO  HANPABICHHBIX
CEHCOPHBIX DJIEMEHTOB BOJOCKOBBIX KjeToK (puc. 104, a; 106, a, 6). B
LIEHTPAJIbHOM 30HE C JOPCaJIbHOM CTOPOHBI PELENTOPHBIE IIYYKHM HMEIOT
TOPU30HTAJIBHYI0 OPUEHTALIMI0 W HAIPaBJIEHBI TaK )K€, KaK U B POCTPAJIBbHOM U
Kay/JaJJbHOM KOHIIAaX JTOM CcTOpoHbl. TakuMm oOpa3zom, JopcajbHas CTOpPOHA
MaKyJibl TMOJIIPU30BaHAa B OJHOM HalpaBJICHUHW. BEHTpalbHAs 4YacThb MAaKyJbl
nojApas3feiceHa Ha TPU ydyacTKa: POCTPAIbHBIA M KayJdaJdbHbI KOHIBI (C
TOPU30HTAIBHON OpPUEHTALIMEN M MPOTHBOMOJIOAKHBIM HAIPABICHUEM ITyYKOB IIO
CPAaBHEHUIO C MOJSPU3ALMUEH IMMYYKOB JOPCATbHOM CTOPOHBI) U LIEHTPAJIbHBIN
dbparMeHT ¢ BEpTUKAJIBLHON OpUEHTAIMEH MYyYKOB M HAIPABJICHHEM MOJIPU3AINH
OT IIEHTpa MaKyJbl K nepudepun. B HEKOTOPBIX 00JIaCTSIX MAKYJIbl TOJISAPU3ALIHS
CEHCOPHBIX AJIEMEHTOB MaKyJibl y OOJIBIION TOJIOMSHKH MOX0Ka Ha «yIBOCHHBIN»
tun Mopdonoruueckoit nonspusamuu [Popper, Coombs, 1982].

JInss BTOPOTO M3YYEHHOTO BHJA — MEJIaru4ecKol Majoll TOJOMSHKA
XapakTepHAa NOJIIpU3aLUs C pa3/IeICHUEM MAKyJbl Ha IIECTh 30H (puc. 104, 60). Ha
POCTpPaJbHOM KOHIIE KapTHHA MOJSIPU3ALUUA MOBTOPSET «UEPEIYIOLIYHOCS
[Popper, Coombs, 1982] ¢ HanuuueMm IOTMOJHUTEIBHBIX YYaCTKOB BOJIOCKOBBIX
KJIETOK C BEPTUKAIBLHON OpHEHTaIMeld Ha mepudepur MakyJbl ¢ HalmpaBJICHUEM
MOJISIPU3alMM CEHCOPHBIX NYYKOB OT LIEHTpa Makyisbl. Ha kayganbHOM KOHIE
IIYYKU CTEPEOLMJIMM JOPCAIBHOM M BEHTPAJIBHOM CTOPOH NOJSPU30BAHBI HE
BEPTUKAJIBHO, KaK MPU «UEPEAYIOIIEMCS» TUIE MOJIIPU3ALMUA, & TOPU3OHTAIBHO.
[Ipu 5TOM, Ny4YKH CTEPEOLMIIUM NOPCATBHOWM W BEHTPAJIbHOU CTOPOH MAKYJIbI

HampaBJICHBI ITPOTUBOITIOJIOKHO.



Pucynok 106. OcobGeHHocTH MOPGOIOTHUUECKON TONMSPU3AUN  BOJIOCKOBBIX
KJIETOK CaKKYyJSpHOrO OJMUTeNusi y OalKaJlbCKMX pOTaTKOBUIHBIX pbIO. A, 06 -
pocTpaibHast 00jacTb Makydbl OOJBIION TOJOMSHKA CO CMEXKHBIMU 30HAMHU
TOPU30HTAIBHO OPUEHTHPOBAHHBIX W TPOTHBOIIOJIIOKHO HAIMPABJICHHBIX CEHCOPHBIX
JJIEMEHTOB BOJIOCKOBBIX KIJIETOK; B, I' — mepudepudeckuil (QpparMeHT BEHTPaAIbHOU
CTOPOHBI MAaKyJbl KaMEHHOW IIMPOKOJOOKM C BEPTHKAIBHOW OpHEHTAIMed U
OJTHOHAIIPABIICHHOW MOJISIpU3AIMel CEHCOPHBIX J3JEMEHTOB BOJOCKOBBIX KJIETOK.
[Tynktupom oOO03HaueHa TpaHHMLA MEXIYy pa3IUYHBIMH 30HAMHU TOJSPU3ALUN
BOJIOCKOBBIX KJIeTOK. O003HaueHus: ¢ — CTepEOMIINY, K — KUHOImiIus. Macmra0: a, B —

10 mxMm; 0, T — 5 Mmkm. COM.
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[Tonspuzamuss Makynbl y  OCEHTONENAarMuyecKkod  ceBepoOalKalbCKOU
KEINTOKPBUIKA OJIM3Ka K paHee OMHCAaHHOMY «yIBOCHHOMY» THITy [Popper,
Coombs, 1982]. Cneuuduueckas OCOOCHHOCTh 3aKJIIOUACTCS B TOM, YTO
CEHCOPHBIEC MyYKHU KayJaJIbHOTO U POCTPAIBHOTO KOHIIOB MaKyJIbl OpPHEHTUPOBAHBI
B IPOTHBOINOJOXKHBIX HamnpasieHusx (puc. 104, B). Ha pocrpansHOM ydacTke
CEHCOPHBIEC MyYKHU JOPCATBHOW M BEHTPAJIbHOM CTOPOH MaKyJbl OPHEHTHUPOBAHBI
TOPU30HTAJIBHO M HANpaBJICHbl K LEHTPY Makyidbl. OTiauuus B MOJSpU3aLUU
COCTOST TAK)KE B CIIEIYIOLIEM: B [IEHTPAJIBHON 30HE JOPCAJIBbHON CTOPOHBI MAKYJIBI
uMeeTcsl JABe O00JacTh MPOTHUBOIOJIOKHO HAMNpaBICHHBIX U BEPTUKAIBHO
OPUEHTHUPOBAHHBIX CEHCOPHBIX Iy4ykoB. B TOW oOnactu, 4to Ommke K
pOCTpallbHOMY Y4YacTKy, CEHCOPHBIE ITyYKH HaIlPaBJICHbl K LIEHTPY MakKyJjbl, a Ha
TOH, 4TO ONMKE K KayJaJlbHOU 00JIaCTH — K IEpU(PEPUH.

Y  OeHTHYeCKOM KaMEHHOM  IIMPOKOJOOKH  «BEPTUKAJIBHBIN»  THI
nossipusanuu [o Popper, Coombs, 1982] xapakrepen ais ee eHTPaIbHOW YacTH
u nepudeprudeckux (parMeHTOB BEHTPAJIBHOW U JIOPCATILHOM CTOPOH MAaKYJIbI
(puc. 104, r; 106 B, r). Ha pocTpaibHOM U KaynajlbHOM KOHIIAX MAaKyJbl MyYKH
UUJIMHA BOJIOCKOBBIX KIJIETOK TOPU30HTAJIbHO OPUEHTHUPOBAHbI M HAIPABICHBI K
nepudepun Makyiabl. Bo BHyTpeHHUX OOJacTSX MaKyjidbl MOKHO BBIJIEIHUTH
CEHCOPHBIE ITYYKH, KOTOPbIE TOPU30HTAIBHO OPHUEHTHPOBAHBI U IPOTHUBOIIOJIOAKHO
HaIpaBJ€Hbl OTHOCHUTEIIbHO TNEpUPEPUUYECKUX MYYKOB POCTPAIBHOIO U
KayganbHOro yvactkoB. C AopcanbHOW IMOBEPXHOCTH, ONMKE K KayJalbHOMY
KOHIlYy, =~ MMEETCS  y4aCTOK  CEHCOPHBIX  Iy4YKOB,  OPHUEHTUPOBAHHBIX
MPOTHUBOIIOIOXKHO MO CPABHEHHIO C CEHCOPHBIMU MyYKaMU LIEHTPAIbHOU 30HBI TOM
K€ JIOPCAIIbHON CTOPOHBI.

Ha ocHOBe [aHHBIX, TIOJYyYEHHBIX C TOMONIbIO  CKaHUPYIOIIEH
MUKPOCKOIUH, JJI KKI0H U3 MaKyJl Mbl PACCUMTAIN MPOLUEHTHOE COOTHOILIECHUE
YYaCTKOB C Pa3HOM OpPHUEHTAUHMEN BOJOCKOBBIX KIETOK OTHOCHUTEIBHO BCEU
MaKkyJpl.  JTO  TO3BOJWJIO  MOCTPOUTHh  JWarpaMMbl  JAUPEKIHOHHOU
YYBCTBUTEIBHOCTH CaKKYJIOCAa B CarMTTAJIbHOW IIOCKOCTH. Ha auarpammax B

HarpaBJICHUH, COOTBCTCTBYIOIICM OpPUCHTAOWMHW CCHCOPHBIX IIYYKOB MAKYJIbI
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OTHOCUTEIBHO Tela pbIObl  (POCTpPAJIbHOM, KayJallbHOM, BEHTPAJIbHOM,
JOpCaJbHOM), OTKJIAJbIBaIM B NPOLEHTAaX 3HA4YECHMs IUIOMIAJEH, KOTOpbIE
3aHMMAaJId BOJIOCKOBBIC KJIETKM C pa3HOM mojspuzanueid. Beio miomaas Makyibl
npunumaiu 3a 100 % (puc. 107).

[Ipu cpaBHUTENBHOW OLEHKE MOP(OJIOrHYECKON MOISPHU3ALUU CEHCOPHBIX
AJIEMEHTOB W JUPEKIIMOHHOM UYYyBCTBUTEIBHOCTH CAKKYJIIOCA Yy MPHOPEKHOTO
OCHTHMYECKOr0 BHJA KaMEHHOW IIMPOKOJOOKM M y OEHTOIENaru4eckoro BUAA
ceBepoOaKaIbCKONW JKEATOKPBUIKM OTMEUYEHO JOMHHHUPOBAHHE BEPTUKAJIBHOM
OPUEHTAallUd CEHCOPHBIX IIyYKOB BOJIOCKOBBIX KIJIETOK M, COOTBETCTBEHHO,
YYBCTBUTEIBHOCTH CAKKyJIloOCa K CMEIIEHHUAM OTOJUTAa B BEPTUKAIBHOM
HanpasieHuu (puc. 107, a, 6; 108). XapakTepHOo, YTO TMOAOOHYIO TECHICHIIHIO
MO>KHO YBUJIETh U Ha CaKKYJISIPHOUM MakyJe y paHee HCCIEJOBAaHHBIX OCHTUYECKHUX
peIO: mATHHCTOTO Typamu Trichogaster trichopterus, MopMupoOBBIX pPBIO poja
Gnathonemus [Popper, Coombs, 1982], 3osotoi peioku Carassius auratus (Saidel
et al., 1995) u y Opruka-Oyiiona Taurulus bubalis [Lovell et al., 2005]. Hyxxuo
OTMETHUTh, YTO JIsi YAaCTUYHO CBSI3AHHBIX C JTHOM pbBIO — curoB Coregonus
clupeaformis [Popper, Coombs, 1982], manmumos Lota lota [Popper, 1981] u
tpecku Gadus morhua [Dale, 1976] - xapakrepHa 3HauYUTEIbHAS
Pa3HOHANPABIECHHOCTh CEHCOPHBIX IMYYKOB MaKyJjbl KaK B BEPTUKAJIbHOM, TaK U B
TOPU30HTAJILHOM HampaBieHusX. [logo0Has pa3HOHANPAaBIEHHOCTh CEHCOPHBIX
My4YKOB MaKyJbl CBOMCTBEHHA Takke JUIsi O0arh- U abuccOOCHTaNbHBIX yrpen
rpymmsl Elopomorph [Buran et al., 2005], a takke 1 MOPCKMX MypeH poja
Gymnothorax [Popper, 1979], koTopbie SBISIOTCS AKTUBHBIMU XHUITHUKAMHU-
3acalyuKaMH ¥ OOJIBIIIYIO YAaCTh BPEMEHHU MPOBOJAT, 3aTAMBIIKNCH B TTOJXOISIINAX
1o pa3Mepy YKpbITHsX. Takass 0COOEHHOCTh, BEPOSITHO, CBSI3aHA C TEM, YTO BCEM
BBIIIENIEPEUUCICHHBIM pbl0amM TpeOyIOTCS BBICOKOUYBCTBUTEIbHBIE OTOJMTOBBIE
OpraHbl Il TOTO, YTOOBI COBEpIIATh BOJW3HM MPEMSATCTBUNW U TPyHTA Hambojee
TOHKHE, paccuuTaHHble IBWXKEeHUs [JIbruakoB, 1994] m uyBcTBOBaTh Maseuine
KoJIe0aHUsl TOHHBIX OpraHu3MOB. B oTinyme OoT 3TOro, B MakyJje MmeaarduyecKux

OOJBIION U MAJION FOJIOMSIHOK TOPU30HTAJIbHAS OPUEHTALMS CEHCOPHBIX ITyYKOB
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Pucynox 107. /lmarpammbpl MakCHMalbHON IHPEKIMOHHON YYBCTBUTEIHHOCTU
CaKKyJIloca y KaMEHHOW IIMPOKOJIOOKH (a), ceBepoOalKalbCKON KEATOKPBUIKH (0),
OoJIbIION TONOMSHKU (B) M Manoil rojomsHkM (T). HampaBneHus AMPEKIIMOHHOM
YYBCTBUTEJIBHOCTU: JI — JOPCOBEHTPAIBHOE (BEPTHKAIBHOE), P — POCTPOKAYAAIBHOE

(ropr30HTaNBHOE).
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BOJIOCKOBBIX KJICTOK

Pucynoxk 108. OcobGenHoct MOpP(OIOTHUYECKON MONSPU3ALMN CEHCOPHBIX ITYYKOB
BOJIOCKOBBIX KJIETOK, CBOMCTBEHHOMW Ji JOHHBIX (a) W IMeJarudeckux BUAOB phIO (0).
Cakkymroc OKpalieH KenTeiM 1BeToM; A, ¥ — BepTHUKAIbHAS MOJISIPU3AIUS BOIOCKOBBIX

KeTok; 4, P> — ropu30oHTaIbHAS NOJIIPU3AIMs BOJIOCKOBBIX KIETOK.

MpEBAIUPYET HaJ BepTUuKanbHOU (puc. 107, B, r; 108), yTo CBUAETEILCTBYET O

JIOMUHUPOBAHUM YYBCTBUTEJIIBHOCTH CaKKyJIlOCa K CMEIICHUSM OTOJUTa B
TOPU30HTAJILHOM HampaBieHUU. HecMOTps Ha BepTUKaIbHBIE MUIPALNH,
TOJIOMSIHKM MaJIOIIOJIBMYKHBI B TOJIIIIE BOJBI M HE cBs3aHbl ¢ qHOM [Sideleva, 2003;
MamonToB u ap., 2004]. DTO TOBOPUT O TOM, YTO MOTPEOHOCTH B aHAJIM3E
CUJIBHBIX PBIBKOBBIX YCKOPEHHMM Y HUX HEBEJIMKA, YTO OTMEYaJOCh paHee MpH
CpaBHEHHMH 00pa3a U3HM IMeJIarnuyeCKuX U JOHHBIX BUAOB pbiO [JIbiuakos, 1994].
CxeMbl MOp(}HOTOTHYECKOM TOJSIPU3ANH Y OaKaTbCKUX TOJOMSHOK YHUKAIBHBI U
OTJIMYAIOTCA OT OIMCAaHHBIX PAaHEE Yy ME30MeIarnyeckux OpermarepoBbIX pbIO

pona Bregmaceros [Popper, 1980] u mepiy3oBbix peid poaa Merluccius [Lombarte
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et al., 1992], nnsa cakkyJspHOM MakyJbl KOTOPBIX, OJHAKO, TAK)KE XapaKTEPHO
JOMUHUPOBAHHUE TOPU30HTAIILHON OPUEHTAIIUN CEHCOPHBIX ITYYKOB.
[IpencraBieHHblE CXEMBI MOP(}OIOTHUECKON TOJSPHU3AIUN  CIIYXOBOTO
SMUTENUS] POTATKOBUAHBIX PHIO JAIOT HOBYIO MH(OpMAIHIO, HEOOXOIUMYIO IS
MOHUMAHUS aNalTUBHOTO TIOBEACHHUS PBIO, KOTOPOE TPEIONPENETeTCS WX
CIIyXOBOHM UyBCTBUTEILHOCTBHIO B CBSI3M C XapaKTEPHBIMHU I HUX CTPATETHUSAMH

noBeneHus B 03. baiikai.

8.2 Mopdoaoruyeckasi XapakTepuCTHKA CAKKYJII0CA Y CHTOBBIX PbIO

8.2.1 YabTpacTPpyKTypa CEHCOPHBIX KJIETOK U 0COOEHHOCTH UX

Tonorpa(bnquKoro PACHOI0KEHUA B CAKKYJIAPHOM 3IMUTEINUN

Kak u y OBIUKOBBIX, y OalKaJIbCKUX CHUTOBBIX pbIO Makpo- W
yIBTPACTPYKTypa CIYXOBOTO JSMHTENUS TaKXKe SBISETCS BUIAOCTEIU(PUIHOMN.
MakcuManbHO MIUPOKUN yYacTOK MAaKyJl y BCEX CHUTOBBIX DPbIO, Kak MPaBHUIIO,
NPUXOJINUTCS Ha pocTpaibHbiil oTaen — 0,5 MM, K KayJdaJlbHOMY KOHIy OHa
cyxaercss U cocTtaBigeT B cpegHeM 0,2 mM. AHamoruyHas TEHICHUUS
HAOJIOMAeTCsl U B IUIOTHOCTHU PACHpENICTICHUSI PELENTOPHBIX KJIETOK HA €IUHUILY
MOBEPXHOCTH AIUTENHUSA: Y U3YUCHHBIX BUOB CUTOBBIX PHIO YHCIIO KJIETOK BBIIIE C
POCTPaAIBHOTO W KayaajlbHOro KOHIOB Makyid (puc. 109). B nenrpanbHoii 30He
MaKyJibl BOJIOCKOBBIE KJIETKH PacloJIaratoTcsi Ha 3HAYUTEIBHOM PACCTOSTHUU JIPYT
OT Jipyra, OCOOEHHO Yy TMbDKbSAHA M o03epHOro cura. CpeaHss TIOTHOCTb
BOJIOCKOBBIX KJIETOK COCTaBIISIET: y OalKabCKOro oMyJsi — 571 ThIC. KIETOK/MM?; Y
NbDKbsIHA — 379 ThIC. KIETOK /MM? U 'y 03€pHOT0 cura — 236 kjieTok/Mmm? (TadJa. 3).

Paznuuua nepudepuueckux ¢ UEHTPAIbHBIX  BOJOCKOBBIX  KIIETOK
MIPOSIBIISIFOTCS, TPEXKIE BCET0, B MOP(POJOTUYECKUX MapaMeTpax IUJINN B ITydKe.
Tak ke, Kak ¥ JUIsl pOraTKOBUIHBIX PbIO, KJIACTEPHBIA aHAIU3 JaJl BO3MOXKHOCTh
OOBEIUHUTh CEHCOPHBbIE KIETKM CaKKyJI0Ca CHIOBBIX PBIO B KJIACChl TaKUM

o0Opa3oM, 9TOOBI B OAMH KJIACC MOMAaId MAaKCUMAJIBHO CX0XKHE U3 HUX.
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Pucynoxk 109. Pa3zimnuHasg IUIOTHOCTh PpACHOJOXKEHUS BOJOCKOBBIX KIETOK B
HEHTpaIbHOM (a, B, ) U nepudepuueckom (0, T, €) ydyacTKaxX CAKKyJISIPHOH MaKyjibl y
Oaiikanbckoro omyis (a, 0), MbDKbsSHA (B, T) U 03epHOTO cura (1, €). Macmrad: 10 Mxm.

CoOM.
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B pesynbrare npoBeNEHHOro aHanu3a, y OalKalbCKOTO OMYJsS OBLIO
BBIJICJICHO YETHIPE TUIA CEHCOPHBIX KIIeTOK (k3c2, k11c4, k6¢S, k7¢2), y 03epHOrO
cura — Takxke 4erbipe (k4c3, k6¢c2, k3c2, k2¢2) W y MbDKbSIHA — JiBa THUIIA
CaKKYJSIpHBIX KJIETOK (k4c3, k2¢2), rae uudpamMu IpUBEACHbI JJIMHBI KUHOIUIUHI
(K) 1 MakCUMAJIbHBIX MO JJIMHE CTepeolmianii (¢) B Mukpomerpax (Mkm) (puc.
110). Takum o0Opa3om, ¢ MOMOIIBIO ATOr0 aHAIM3a YAaJ0Ch BBISBHUTH OOJIBIIOE
pazHooOpa3ue TUMOB YYBCTBUTEIBHBIX KJIETOK B MaKyJiax HMCCIEIOBAHHBIX BHUJIOB
pbIO. [Ipu 3TOM y OJTHOTO KOHKPETHOTO BHJIA JICJICHUE MaKyJIbl Ha 30HBI C PA3HBIMU
TUMAMU CEHCOPHBIX KJIETOK HE BCEr/Ja COBNAJAET C JEJICHUEM 3TOM MAaKyJbl Ha
30HBI C UX pa3HON Mopdosiornyeckoi nousipusarueit (puc. 111).

CpaBHUTENBHBIE HUCCIEAOBAaHUS MOKA3bIBAIOT, YTO IUIOMIAJb CEHCOPHOM
MaKyJibl, IJIOTHOCTh PACIMOJIOKEHUSI BOJIOCKOBBIX KJIETOK, UX Pa3HOBUIHOCTH, a
TaKKe€ JUIMHBI CTEPEOLMSIMA W KUHOUWJIMWA Yy PELUENTOPHBIX 3JIEMEHTOB
HEOJIMHAKOBBI Yy CHUTOBBIX pbIO, OOUTAIONIMX B PA3JIUYHBIX OSKOJOTUYECKUX
YCIIOBHSIX 03€pa.

Ha ocHOBe MaHHBIX CKaHUPYIOIIEH MHKPOCKOIHUH CAKKYJISIPHBIX MAaKyJl
CUTOBBIX pBIO TIPOBEJCH CPABHUTEIBHBIM aHANW3 IUIOIMIAJEH, 3aHUMaeMbIX
BOJIOCKOBBIMHM KJIETKAMHM pa3HbIX TUIOB (Tabn. 3). g menaruyeckoro BUJA —
0aiiKaIbCKOro OMYJI — XapaKTEPHBI JOCTAaTOYHO OoJiblue Tuiomanu (okoio 44
%), 3aHMMaeMble CEHCOPHBIMH NMYy4YKaMu C YAJIMHEHHBIMU cTepeousimMu (4-5
MKM), 4TO B CBOI OYe€pe/b CIIOCOOCTBYyeT Haubojee ajJeKBAaTHOMY BOCIPHUSITHIO
MeJarnyecKuMu  phl0aMy  HU3KOYACTOTHBIX aKyCTHYeCKWX BOdH. [lomoOHas
TEHJICHIIUS, KaK ObLIO CKa3aHO BhIIIE, HAOIIOAAETCS U Y MeIarnueCKux OOJIbIION U

MaJIoi rojgoMsHok (paszaen 8.1).



Pucynok 110. BosockoBbie KIETKH ¢ pa3HOM JUIMHOM CTEPEOIMINA U KUHOIWIHH
B CaKKYJSIPHOM MakyJie y CUTOBBIX pbIO: K6c5 (a), k11c4 (0), k5c4 (B), k4¢3 (1), k7c2 (1),
k6c2 (e), k3c2 (x), k2¢2 (3), rae "K" — cpenHss AMHa KUHOLUWINU, MKM; "¢" — cpemaHss

JUTMHA MaKCUMaJIbHOM cTepeonuanu, MkM. Macmta6: 10 mxm. COM.



278

-

/

K2c2! K2c é LY
: ixdc3)
K4§c3 =
i K3c2
kdc3
5 x6c2

Pucynok 111. CxeMbl 30HaIBbHOTO paclpeeIeHusi BOJIOCKOBBIX KIETOK Pa3HOTO
TUTA B CAKKYJSAPHON Makyjlie U UX Mopdojgornueckoil mossipuzanuu y OalKalbCKOTO
omyns (a), neikbsaHA (0) 1 o3epHOoro cura (B). Ha mpencraBieHHBIX cXeMax COXpaHEHa
HaTUBHas ¢opma cakkymaroca. Pa3zmepbl Bceil Makylbl U OTACIBHBIX 30H C pPa3HOM
OpUEHTAIMEll TYyYKOB JaHbl CXEMaTHUeCKu. HampaBieHus MOJISpU3ANN CEHCOPHBIX
KJIIETOK: B — BEHTpaJIbHOE, ]I — JAOpPCaJbHOE, P — POCTpalibHOE, K — KayJaibHoe, 1 —
4 —

pPOCTPOBEHTpalbHOE, 2 — pOCTpoJopcajbHOe, 3 — KayAoJopcaibHOE,

KayZIOBEHTpalbHOE. (]) — BEKTOp mnossipu3anuu (0T crepeoluiuid kK kuHoiwinu). Ilo

maHHeIM COM.
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Ta6mmuma 3. Mopdonornueckue IoKas3aTelld CaKKyJIpHOW MakyJbl y OallKaabCKHUX
CUTOBBIX PBIO.

g 0
B! TMnomams [InoTHOCTH Hons cakkynsipHOil Makybl (%),

PaCIOJIOKCHUA | 3aHMMacMasl pa3HbIMU TUITaMHU

MaKyJIbl,
v BOJIOCKOBBIX  |BOJIOCKOBBIX KJIETOK*
KJIETOK B
MaKyJie

(komnuecTBO  k6¢ Kllc K5¢ k4c |[K7¢ |K6C |K3C |K2C
KJIETOK Ha 1 5 |4 4 3 2 |2 |2 |2

MMZ, M+m)

1.63+0.0 |571500+8975 31 |13 0 0 32 0 24 O
09

OalKabC
KN

OMYJb

1.80+0.0 1379200+4854 0 |0 O 4 0 0 0 |56

BDKbSH
09
. 10.16x0.0 236400+3486 [0 |0 0 |24 [0 |16 |21 |39
O3EPHBIN
03
cur

B otnuume oT memaruyeckux peiO, M MBDKbSHA (TUIMMYHOTO OOMTATENs
MEJIKOBOJIHOM 30HBI) CBOMCTBEHHBI MEHbIIIee MOP(OIOrHIecKoe pazHooOpa3ue u
IJIOTHOCTh PACIOJIOKEHUSI CEHCOPHBIX KJIETOK Ha Makyle. Kpome Toro, s
KJIETOK NBDKBSIHA, a TAKK€ MEJIKOBOJHOIO O3€PHOr0 CUra TUIHYHBI CEHCOpPHbIE
My4YKd C KOPOTKHUMHU cTepeolmiusiMu (< 3 MKM), BOCIPUHHMMAIOIIUMH OoJiee
BBICOKOYACTOTHBIC 3BYKOBBIE KOJICOAHUS, KOTOpPBIE, CyIs 1O BCEMY, JIeT4e
UIeHTUPUIUPYIOTCS Ha (OHE HU3KOYACTOTHOTO IIIyMa B MEIKOBOJIHOM 30HE.

[losiBnenne y mMy3bIpHBIX PBHIO JIOMOTHUTEIBHBIX CIYXOBBIX CTPYKTYP

(Tu1aBaTeNbHBIN MY3bIPh) AAJI0 UM BO3MOXKHOCTh BOCIIPUHUMATH OoJiee
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BBICOKOYACTOTHBIC  3BYKOBbIe  KojeOanus. Takum  oOpasom, Omaromaps
peo0JIaJaHAI0 CEHCOPHBIX KJIETOK C KOPOTKUMH CTEPCOUMIMSIMH (10 2 MKM),
CUTOBBIC pPBIOBI oO3epa baiikam dYyBCTBHTENIBHBI K 0o0Jiee BBICOKOYACTOTHOMY
CTICKTPY, YTO TIOKa3aHO B XOJI€ MOBEJCHUYCCKHUX IKCIICPUMEHTOB IO OMPEACICHUIO
CIICKTpa BOCIPHHHMAaeMbIX MMH dYacToT (pasgen 8.4). Ilo Hamemy MHEHWUIO,
BBISIBJICHHAsT 3aKOHOMEPHOCTh, OOYCJIOBIIEHA HE TOJBKO YJIBTPACTPYKTYPHBIMH
OCOOCHHOCTSIMH CEHCOPHOTO JMHTENUS, HO W HAJINYAEM Y CHIOBBIX PBIO
TUTABATEIILHOTO MTY3bIPsi, KOTOPBINA SBIISIETCS XOPOIIHM PE30HATOPOM aKyCTHICCKUX
CUTHAJIOB U CITIOCOOCTBYET TpaHC(OpMaIMy BHICOKOYACTOTHBIX KOJICOAHUH B JIETKO
BOCIIPUHUMAEMbIC BOJIOCKOBBIMH KJICTKAMHU HH3KOYaCTOTHBIC KojiecOanus [Kenyon
et al., 1998; Popper, Fay, 2011; Yan et al., 2000].

Hy>xHO 00paTuTh BHIMaHUE Ha TO, YTO HA BCEX 30HAX CAKKYJISIPHOU MAKYJIbI
C pa3HOW MOJISIPU3ALMEN BCTPEUYAIOTCA BOJOCKOBBIE KIJIETKM PAa3HbIX TUIIOB. Eciu
0COOEHHOCTH MOP(OJIOTMYECKON MOISPU3AUNA MAKYJbl OTPaXarOT CIOCOOHOCTH
CIIyXOBOTO ammapara pbI0 B ONPEACICHWH HaMpaBleHWsS Ha HCTOYHUK
aKyCTHYECKUX CHUTHAJIOB B BOJE, TO BEPOSATHO, YTO HAJIUYHE TEX WIJIA UHBIX THUIIOB
CCHCOPHBIX KJICTOK (C pa3HbIM IO JUIMHE HAa0OpOM IWJIWK) TpeiornpeaeseT
(GyHKIIMOHATBHBIE BO3MOXXHOCTH CIYXOBOTO aIlliapaTa B OTHOIIEHWW YaCTOTHOTO
KOJAMPOBAHUS TMOCTYIAIOIINX CUTHAJIOB.

CyIecTBYIOT 3KCIEPUMEHTANBHBIC JIOKAa3aTEIhCTBA TOTO, YTO JJIUHHBIC
CTEPEOININN YYaCTBYIOT B BOCHPHITHH HU3KOYACTOTHBIX KOJICOAHWH, TOT/IAa Kak
KOPOTKHE CTEPEOLMIINU CBS3aHBl C BOCHPUITHEM O0J€e BBICOKOYACTOTHBIX
3ByKkoBbIX curHaioB [Pujol et al., 1992; Smith et al., 2011]. Kak yxe orme4anoch
BBIIIIE, PBIOBI OTIWYAIOTCA OOJBIIUM  MHOTO0Opa3zueM MOPQOIOTrHISCKON
OpraHW3allid OpraHa CcjyXa, B CBSA3M C YEeM BOMPOC O MPOCTPAHCTBEHHOM
TOHOTOITMYECKOM KOJHMPOBAHUW aKyCTHUCCKHMX CHUTHAJIOB HAa YPOBHE CAKKYIIOCA
COXpaHSET CBOIO aKTyaJIbHOCTh. B HamMX 3KCIEpUMEHTaX, MPOBEICHHBIX Ha
rubpugax @ NbDKbIHA M O OalKalbCKOrO OMYyIlsi, OOHApYXEHO, YTO IIOCIIE
NpPOJOKUTENbHON (24 4yaca) CTUMYJISIUUM  MHTEHCHUBHBIM  TOHAJbHBIM

BbICOKOYACTOTHBIM 3BykKoM (3000 I'm, 160 nb) mpoucxomsT necTpyKTUBHbIC
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MU3MEHEHHS TOJIbKO OIPEAEICHHBIX THUIOB CEHCOPHBIX KIETOK — Kb6c2 m K3c2,
KOTOpbIe OxBaThiBalOT 10 60 % ot oO0meil 1uromaau makynel (puc. 112). B
YaCTHOCTH, B OTJIEJBHBIX 30HAX MAKYJIbl BBISBICHBI JIOKAJIbHBIE MOBPEKICHHUS
AIUTENHS — JECTPYKTUBHBbIE U3MEHEHHUSI €€ MOBEPXHOCTU. Takue y4yacTKU UMEJH
okpyriyto dhopmy auameTpom ot 0,85 10 5,1 MKM, paBHBIE IUIOMIAIN ANTMKAITBHON
MOBEPXHOCTU CEHCOPHBIX KJIETOK, BBIXOMASIIUX HA MOBEPXHOCTh AMUTENHS (PHC.
113, a, 6). B ornenpHBIX choydasx HaOMIOMANOCh CIWIMAHUE CTEPEOIIINH,
ONKMCAHHOE paHee NpPU TOBPEKIECHUU 3BYKOM OOJBIION HHTEHCHUBHOCTH WM
JieicTBHEM aHTHOMOTHKOB Yy JApyruX >kuBoTHBIX [Gale et al., 2002]. Kpome Toro, B
LEHTpaJbHOM U mepudepruyeckor 30HaX Ha Y4acTKaX C CEHCOPHBIMU KJIETKaMu
TUTOB K6C2 1 K3C2 OTMEYAIIOCH SIBJIEHUE BAKYOJIU3ALUH AITMKAJIIBHOW MOBEPXHOCTH
TUX KIeToK (puc. 113, B, r). XapakTepHO, YTO BOJOCKOBBIC KICTKH C JIIMHHBIMHU
CTEPEOLIWIMSIMUA COXPAHSIM CBOIO IIEJIOCTHOCTh. MBI MojlaraeM, 4YTO TaKue
W3MEHEHHS] KJIETOK BO3HHUKIM B pE3yJNbTaTe JIMTEIBHOTO CTPECCOPHOTO
BO3JICUCTBUSI BBICOKOMHTEHCUBHOW 3BYKOBOW CTHUMYJISIIMM BBICOKOW YaCTOTHI.
[Ipuyem, nereHepaTHBHBIE HW3MEHEHHSI TPOSBISUIMCH OYEHb H30MpATEIHHO W
BO3HHMKAJIHM TOJILKO B YYBCTBUTEIBHBIX K BHICOKOUYACTOTHBIM KOJIEOAHUSIM KIIETKAX,
CHA0)KCHHBIX KOPOTKMMH crepeoruusimMu  (puc. 114). Takum oOpaszom, 3TH
HKCIIEPUMEHTHI TMOATBEPXKIAIOT TMOJIOKEHUE 00 YYaCTHUU KJIETOK C KOPOTKUMHU
CTEPEOLMWIUSIMA B BOCIPUSITHU BBICOKOYACTOTHBIX 3BYKOBBIX KoJyieOaHuii. B
OTJIMYME OT JaHHbIX, mnonydeHHeix Cwmwurom [Smith et al, 2011] o
MPEUMYIIECTBEHHOM JIOKAJIM3AIUH KIIETOK, YyBCTBUTEIBHBIX K BHICOKOUYACTOTHBIM
CUTHaJaM B POCTPAJIbHOM OTJIEJI€ MaKyJbl, HAIl PE3YyJIbTaThl MOKa3bIBAIOT OoJice
CJIOHBIM XapakTep paclpesieiCcHus] TaKuX 30H y CUTOBBIX pbIO. [lo BUamMoOMmYy,
pa3IMuMs B TUX pe3ysibTaTaX MOTYT OBbITh CBS3aHbI HE TOJBKO C pa3iMyaroniencs
MOPGOIOTHYECKOM CrelM(PUKON CAaKKYJISIPHBIX anmnapaToB Y UCCIIEI0BaHHBIX PbIO,
HO U C HEAJEKBATHOCTBIO TeCTa (IECTPYKTUBHBIE M3MEHEHUS LIMIIHI), KOTOPBIN
UCIIOJIB30BAJICS JUIsl KapTUPOBAHUSL AKyCTHUYECKOM UYBCTBUTEJIBHOCTU SIUTEIUS.
[Ipumenenue OoJiee YyBCTBUTENBHBIX (DYHKIIMOHAIBHBIX KPUTEPUEB aKTUBHOCTH

BOJIOCKOBBIX KJIETOK B OyJIyIlleM MOXET AaTh 0oJiee MOJHOE MPECTaBICHUE O
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Pucynok 112. CeHCOpHbIil CaKKYJISPHBIA SMUTEIUNA Y THOPUIOB MbDKbsHA § ©
0alKalbCKOro oMynsi ¢ B KOHTpose (a, B) U mocie ctumyiasnuu (0, T) MHTEHCHBHBIM
ToHaJIbHBIM 3BYKOM (3000 ') B Teuenue 24 4: a, 0 — y4acTOK MakyJibl, IPeICTaBICHHBIN
CEHCOPHBIMM KJI€TKAMH TuIa K3¢2; B, I' — YYacTOK MAaKyJbl, IPEACTaBICHHBII
CEHCOpPHBIMM KJIETKaMH Tumna K6c2. JleCTpyKTHBHbIE H3MEHEHUs KJIETOK >SIUTEIUS

yKazaHbl cTpenkamu. MacmTa6: 10 mxm. COM.

IMPpHUHOUIIAX IPOCTPAHCTBCHHOI'O BOCHPUATHUA AKYCTHUUYCCKUX CHIHAJIOB, KOTOPLIC

MOTYT HPOSIBJIATHCS HA YPOBHE CEHCOPHOTO MUTEIHS.



Pucynox 113. OcoOEHHOCTH NECTPYKTUBHBIX M3MEHEHHU CEHCOPHBIX KIIETOK Yy
rMOpUIOB THDKbAHA § H  GalKaubCKOTO OMYyJs (& BCIEACTBUE CTHMYJISLMH
MHTEHCUBHBIM TOHaJbHBIM 3ByKoM (3000 I'm) B Teuenue 24 wyacoB (yKa3aHbI
CTpENKaMH): pa3pbIBBl CEHCOPHOI'O SMUTENHS Mepudeprudeckoil 30HBI CEHCOPHOTO
snutenusd (a, 0); BaKyoiHn3anusi CCHCOPHBIX KIETOK B IIEHTPAJIBHOW 30HE nuTeNus (B,

r). Macmra6: 10 mxm. COM.



Pucynox 114. WM30OuparenbHOCTh JAECTPYKTUBHBIX HW3MEHEHHH BOJOCKOBBIX
KJIETOK B CAKKYJIKOCE Y TUOPUIOB MBbUKbAHA ¢ W O0alKaIbLCKOTO OMYJs (3 BCIEACTBHE
CTUMYJSILMM HWHTEHCUBHBIM TOHaJIbHBIM 3BYKOoM (3000 I'm) B TeueHue 24 yacos.
[tpuxoBkoii 0003HAYEHBI 30HBI, B KOTOPHIX PACIOJIOKEHBI KIETKHU C KOPOTKUMHU
kuHOLMIUAMH (k3¢2 u K6C2), YyBCTBUTEIBHBIMU K JIEUCTBUIO BBICOKOYACTOTHBIX

AKYCTHUYCCKHX CUTHAJIOB.



285

8.2.2 Oco0eHHOCTH TUPEKIMOHHON YYBCTBUTEJIBLHOCTH CAKKYJIIOCA

[lo paHHBIM  CKaHUpYIOIIEW  MHMKPOCKONIMM Y  CHUTOBBIX  PbIO
MopdoJioThuyecKasi MOJspU3alusi PELUENTOPHBIX KJIETOK B Pa3HbIX 30HAX
CaKKyJSIpHOM MakyJibl HeOoJuWHakoBa. B kauectBe mnpumepa Ha puc. 115
MpeCTaBlIeHbl ()parMeHThl MOBEPXHOCTU CaKKyllyca OailkaabCKOro OMYJIs, Te
XOpOIIO BUAHBI 30HBI C OJHOHAIIPABICHHbIM W CMEXHBIE 30HBI C
pa3HOHANPABIECHHBIM  XapakTepOM  MOJSpPU3AlMM  BOJOCKOBBIX  KIIETOK.
OcobenHoctu MOpGOJIOTUYECKON MOJIIPU3aLUN BOJIOCKOBBIX KJIETOK COCTOSIT B
CIEYIOUIEM: MaKyJly MOKHO YCIOBHO pa3JeluTh HAa CEMb YYacTKOB C
ompeneneHHoW opueHTaruerd (puc. 111, a). PocrtpanpHas oGnacTe uMeeT ABe
CMEXHBIE 30Hbl PA3HOHAIPABICHHBIX TOPU3OHTAIBHO MOJ YIJIOM M CTPOro
BEPTUKAJIbHO  OPUEHTUPOBAHHBIX  CTEPEOLIMJIMA  BOJIOCKOBBIX  KJIETOK. B
[EHTPAIBHON 30HE MaKyJbl C BEHTPAJIbHON CTOPOHBI U B €€ KayJIalbHON 001acTH
pPELENTOPHBIE MYYKH UMEIOT CTPOTO BEPTUKAIBHYIO OpHEHTAalMIO. B 1ieHTpanbHOn
30He, OJMKe K BEHTpPAJIbHOM CTOPOHE, BBLAEISETCS YYaCTOK MAaKyJbl CO CTPOTO
TOPU30HTAIBHOM OpPHUEHTALIMEd CEHCOPHBIX IIy4yKoB. LleHTpanbHass 30Ha ¢
JIOPCaTbHOM CTOPOHBI MMEET CEHCOPHBIE 3JIEMEHTHI, OPUEHTUPOBAHHBIE TIOJ
YIJIOM, MEHSIOIIMMCS B 3aBHCUMOCTH OT PACIOJIOKEHHUS CEHCOPHBIX KIIETOK
OTHOCHUTEIBHO POCTPOKAYAAIBHON OCH.

CeHCOpHBII AIUTENNI MaKyJibl MNbDKbSIHA HMEET JOCTaTOYHO MPOCTYIO
cxemy nosisipuszanuu (puc. 111, 6). Makyiny MOXHO YCIOBHO pa3JI€IUuTh HA YETBIPE
ydacTKa: pocTpajibHasi 00JIaCTh HMMEET JIB€ 30HBI C BOJOCKOBBIMHM KJIETKAMH,
MMEIOIIMMH POCTPOKAyAAIbHYI0 M KAayJOpOCTPaJIbHYIO OPUEHTAIUIO CEHCOPHBIX
nyukoB. KaynanpHas 4acTh Makysbl TakKe MPEACTABICHA JBYMS y4dacTKaMw,
CEHCOPHBIX IMyYKH HA KOTOPBIX OPUEHTUPOBAHBI HE CTPOTO TOPU3OHTAIBHO IO
POCTPOKAYTAITBHOM OCH.

CakkynsspHass Makyja O3€pHOTO CUra HOAPA3AENSIETCS Ha MATh YYacTKOB

(puc. 111, B). OT pocTpaibHOro KOHIIA 10 LIEHTPAJIbHOI 00J1acTH OHA pa3jeneHa



Pucynox 115. Ocobennoct MOpGOJOTHUYECKON MOISPU3ALUU  BOJIOCKOBBIX
KJIETOK B CAKKYJISIPHOM SIUTENNH y OaliKalnbCKOro oMyisi. A — 001U BUA CaKKYJISIpHON
MaKyJibl; 0 — yBeIMUEHHBIN ()parMeHT BbIACICHHON 001acTH pucyHka "a" B IEHTpaIbHON
30HE pOCTpaJbHOW YAaCTU MaKyjbl, B — yBeIuW4eHHbIH (pparment "1" pucynka "0" co
CMEXHBIMU pa3HOHAIPABJIEHHBIMU FOPU30HTAIBHO U BEPTUKAIBHO OPUEHTHPOBAHHBIMU
CEHCOPHBIMH TMyYKaMH BOJOCKOBBIX KJIETOK; T' — YBEJIMYCHHBIA ¢parMeHT "2" pucyHKa
"6" ¢ OJHOHANpPABICHHOW TOPU3OHTAILHON OpPUEHTAIIMEW CEHCOPHBIX  IIHJIMMA
BOJIOCKOBBIX KJIeTOK. [IyHKTHpOoM 000O3HadeHa TpaHUIla MEXAY Pa3IUYHbBIMH 30HAMHU

MOJISIPU3AIIMUA BOJIOCKOBBIX KJIETOK; C — CTEPEOIWINHU, K — KMHOUmMIuu. Macmrab: 10

MEM. COM.
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Ha JIBE CMEXKHbIE 30Hbl C PaA3HOHANPABICHHBIMU U  TOPU30HTAIBHO
OpPUCHTUPOBAHHBIMU CEHCOPHBIMU IMy4YKaMU BOJIOCKOBBIX KieToK. KaynanbHas
30Ha MAakyJibl TakKXe€ HMEET BOJIOCKOBBIE KIETKM € TOPU3OHTAIBHO
OpUEHTUPOBAHHBIMU CEHCOPHBIMU My4YKaMH, HaIlpaBJICHHBIMU B
KayJIOpOCTpalIbHOM HarpaBlieHud. l[eHTpanbHas 30Ha CakKyJroca paslielieHa Ha
JIBA Y4acCTKa C BOJIOCKOBBIMHU KJIETKAMH, CEHCOPHBIE ITyYKH KOTOPBIX C JOPCAIbHON
CTOPOHBI OPUEHTHUPOBAHBI B BEHTPOJOPCATILHOM HAaNpaBJIE€HUU, & C BEHTPAIbHOI
CTOPOHBI UMEIOT POCTPOAOPCAIILHOE HAIIPABIICHUE.

AHanu3 ocobeHHocTe MOP(HOIOTHYECKON MOJIIPU3AIMKA CEHCOPHBIX KJIETOK
y 0alKaJIbCKUX CUTOBBIX PHIO MOKA3bIBAET, UTO CEHCOPHBIN ammapar BOJOCKOBBIX
KJIIETOK MOKET MMETh HE TOJIbKO CTPOr0 TOPU3OHTAIBHYIO WJIM BEPTUKAIBHYIO
OpHEHTAIINIO, Kak ObLIO BhIsABIECHO paHee [Popper, Coombs, 1982; Ricci, 2002], vHo
u Oosiee CIOXHBIE BapvaHThl MX pACMIOJOXEHUSA. ITO YKa3blBaeT Ha
CYIIIECTBOBaHME OoJbllieH BapraOENbHOCTH TMOJSPU3AIMNA CEHCOPHBIX KIIETOK,
Oylarogapsi 4eMy YBEIMYMBAETCS BO3MOXKHOCTh WX CTUMYJIMPOBAHUS B Pa3HbBIX
HaIpaBJICHUSIX.

Kak w s poraTkoBUAHBIX, IS KaXJAOW W3 MaKyJl CHIOBBIX pPBbIO
pacCUMTaHO TMPOILEHTHOE COOTHOIIEHHE YYaCTKOB C pa3HOM opueHTaluen
CEHCOPHBIX IIyYKOB BOJIOCKOBBIX KIJIETOK OTHOCUTEIIBHO BCEM MAaKyJIbl U
MOCTPOCHBI  JHArpaMMbl JTUPEKIIMOHHONW YYBCTBUTEIBHOCTH CaKKyJlOCca B
CaruTTaJIbHOM TUIOCKOCTH.

VY OaiikanbCKOro OMYyJIS JIuarpamMma JUPEKIMOHHOW YYyBCTBUTEIHLHOCTH
CaKKYJIFOCa SIBJIIETCS HauboJiee CI0KHONW M UMEET 3HAYUTEebHbIE MPOSKIIMN KaK B
BEPTUKAJIbHOM, TaK M B TOPU30HTaJbHOM IUIOCKOCTSIX (puc. 116, a). Omynb
o0JiajjaeT JOCTATOYHO CJIOKHBIM IMOBEJACHHEM, 00pa3yeT OBICTPO MUTPUPYIOIIUE
CTal W KPYIIHBIC MPOMBICIOBBIE CKOIUJICHUS, UMEET PACCESHHOE pacrpeiieiicHue,
HaKOHEI, JIJIi HEro XapakTepHbl AKTUBHBIE TOPU30HTAJIbHBIE W BEPTUKAJIbHbBIC
MUTpALMK B MeJlaruaiu o3epa. Tem He MeHee, pa3MHOKeHHEe 0alKalbCKOTO OMYJIs

TECHO CBSI3aHO C PEYHBIMU CUCTEMAaMHU, a €r0 MOIYJISIUOHHAs CTPYKTYypa B



Pucynox 116. Jlmarpammbl JUPEKIMOHHONW YYBCTBUTEIBHOCTH CaKKyJIOCa Y
Oailkanbckoro omyns (a), nebkbsgHa (0) u o3epHoro cura (B). HanpaBnenus
JTUPEKIIMOHHON YYBCTBUTEIBHOCTH: JI — JOPCOBEHTPaJbHOE (BEpTUKAIBHOE), P —

pOCTpoKayiaabHOe (TOPU30HTATIBLHOE).

OOJbIIE CTENEeHH OmpenensieTcss OCOOEHHOCTSIMU apeajla pPa3MHOXKEHHS H
¢bakTopoM npoctpancTBeHHOHN u3oisiuu [Ckpsaoun, 1969; CmupHoB u ap., 2009].
JIMpeKMOHHAss 4YYyBCTBUTEIBHOCTh CAKKYJIOCA Yy MEIarun4ecKol CEJICHTMHCKON
MOMYJISIIUNA 0alKaTbCKOTO OMYJISI TIOKA3bIBAET, YTO ONTUMAJILHBIM HaIPaBICHUEM
JUISL BOCTIPUSITUSL aKyCTUYECKUX CUTHAJIOB SIBJISIETCA TOPU3OHTANIbHAS TIJIOCKOCTh. Y
MPUAOHHO-TITyOOKOBOAHOTO OailkaabCKOro oMyJIsi aKycTU4ecKas

YYBCTBUTCIIBHOCTb, HAIIPOTHUB, YBCIMYMUBACTCA B BepTHKaHBHOﬁ IIJIOCKOCTH, 4YTO
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OIpenensieTcss HeoOXOOUMOCThIO B AKYCTUYECKOW HIAECHTU(UKALNU JIBUKEHUI
JIOHHBIX OPTaHU3MOB.

JIUpEeKIMOHHAsT 4yBCTBUTEJIBHOCTh CAaKKyJIIOCAa Yy CHUra-IbDKbIHA K
aKyCTUYECKMM CHUTHaJaM OPUEHTHUPOBAaHA KAaK B TOPU30HTAJIBHOW, TaKk U B
BepTUKaIbHOU miockocTr (puc. 116, 6). Ero Makyimy yclIOBHO MOHO pa3/ieiHTh
Ha YETBIPE Y4YacTKa: pOCTpajbHas 4YacTb HMMEET JBE 30HBI C BOJIOCKOBBIMH
KJIETKAMH, UMEIOIIMMH POCTPOKAYJAIbHYI0 U KayJIOpOCTPaIbHYIO OPHEHTALMIO,
KayJaJbHas 4YacTb MAakKyJjbl TaKKe IPEACTaBICHA JBYMS Yy4YacTKaMH, KIETKH
KOTOPBIX HAIIPaBJIECHbl HE CTPOr0 TOPU3OHTAJIBHO II0 POCTPOKAYJAIbHOM OCH.
BBISBIIEHHYI0O KapTHHY MOHO CBf3aTh C IPUYPOYEHHOCTHIO TIBDKbSIHA K
MEJIKOBOJHOW 30H€ M €ro OOMTaHHEM MPEUMYIIECTBEHHO B PEUHBIX CHUCTEMax
[CkpsiOun, 1969]. IMeHHO MOATOMY THUIHMYHBIC OOWUTATETH PEK JOJKHBI UMETh
ajanTalyy, HalpaBJICHHbIE Ha BBICOKOAU(P(HEPEHIUPOBAHHOE BOCIPHUITHE
OMOJIOTMYECKH 3HAUYMMBIX aKyCTHUECKMX CHUTHAJOB B YCJIOBMSX IIyMa. Takoro
polla TMPOCTPAHCTBEHHAs M30JSUUsA, CyAsS 1O BCEMY, MO3BOJWIA MbDKbIHY
c(OopMUPOBATH CIYXOBYIO CUCTEMY, OPUEHTHUPOBAHHYIO HAa BOCIPHUITHE CUTHAJIOB
KaK B BEPTUKAJIBHOM, TAK U B TOPU30HTAJIBHOM HAIPABIICHUU.

Jlnarpamma TUpPEKIMOHHON YyBCTBUTEIBHOCTH CAKKYJIFOCA Yy O3€PHOTO CHUTa
3HAYUTEIBHO BapbUPYET B TOPU30HTAIBHOMN IIOCKOCTH, UMES JOCTATOYHO Y3KYIO
MPOEKIUIO B BEPTUKAIBHON IMJIOCKOCTH, U OPraHM30BaHA MPOIIE [0 CPABHEHUIO C
IUarpaMMoi JMPEKIIMOHHOM UYBCTBUTEJIBHOCTH CAKKyJIOca Yy OailkalbCKOro
omyds (puc. 116, B). Kpome Toro, B oTiimumne ot 0alKaJIbCKOTO OMYJIS U TIBDKbSHA,
O3€pHBIA CUI' HE CBA3aH C PEYHBIMH CHUCTEMAaMU M HEPECTUTCS BO BHYTPEHHHUX
yacTsx 3anuBoB baiikana [Ckpsoun, 1969; CmupnoB u ap., 2009]. O3epHbie curu
OoJNbpIIyI0 YacTh roaa oburaroT Ha rayounax 40-100 M, nuTasCh KpYMHBIMHU
dbopmamu amdumnoa u Obrukamu. OCBOMB OOJIBIINUE M0 CPABHEHUIO C MBDKbIHOM

TJIyOWHBI, 03€PHBIC CUTH TaK WJIM HHAYE OOJIBIIE CBSA3aHBI C OTKPHITHIM balikanom.
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8.3 CTpykTypHas cneuu(puKa CaKKyJISIPHbIX OTOJIUTOB Y 0AlKAJIbCKUX PbI0

HecMoTpsi Ha HenmpepbIBHBII pOCT Tena pbIObI, OTOJIUTHI, KakK IpaBUIIoO,
COXPaHSIOT CBOIO CIEHU(PUUECKYIO0, XapaKTePHYIO TOJIBKO JUIsl TAHHOTO BUJA PHIO
dbopmy. DTO CTaBHT BOMPOC O MEXaHU3Max Mop(oreHe3a 0ToMTa y PeI0 B CBSI3H C
UX CIYXOBOH crenuaiv3aliieil Ha pa3HbIX dTanax *XU3HEHHOIO IUKIA U O POJH
GbOpMBI U XUMHUYECKOTO COCTaBa OTOJUTOB B OOECHEYCHUH HMX aKyCTHYECKOTO
noBezieHus1. M3MeHeHne nporeccoB pa3BUTHUSI OTOJIUTA HA MAaKpPO- U MUKPOYPOBHSX
OPUBOAUT K PA3IMYHBIM BapuUalUsM €ro CTPYKTYphl, B TOM 4YHCIE, K
noauMoppu3My KpucTaumzanuu (adeppaiiuu) kapOoHaTa KajlblMs, IPU KOTOPOM
BMECTO TUITUYHOT'O aparoHuTa (GOpMUPYIOTCs ero crerupuyeckue MoaupuKaim
— BateputT wim Kanenut [Parmentier et al.,, 2007]. Otu momuMopdbel kapOoHaTa
KaJIbIIAS OTJIMYAIOTCS, TPEXKIE BCETO, TEOMETPHUEH KPUCTAUIOB. BAaTEPUT HWMEET
IeKCArOHAJIBHYIO  CTPYKTYpPY, KaJdblUT — TPUTOHAIbHYIO, AaparoHUT —
npu3maTrueckyto [Parmentier et al.,, 2007; CamoxuukoBa u jap., 2010].
«Kpucramm3oBanHbie» (a0eppaHTHBIE) OTOJUTHI MOTYT OBITh TMOJHOCTHIO WIIH
YaCTUYHO COCTAaBJIEHBI M3 BaTepUTAa, OTIIMYAIOTCS MEHbIIIEH TONIIUHOMN, OOJbIIEeH
MPO3PAYHOCTBIO, OTCYTCTBHEM YETKOH ONTHYECKOW CTPYKTYPBI, B YaCTHOCTH,
YepelOBaHUs ONTUYECKH IUIOTHBIX (CE30HHBIX OIAKOBBIX) W MPO3PAYHBIX
(ruanuHOBBIX ) 30H [Jolivet et al., 2008; Canoxuukosa u jip., 2008, 2010].

N3yyeHne MeXaHHW3MOB CJIOXKHBIX TIPOIECCOB KPHCTAIIM3AIUA OTOJIMTOB
MPEICTABIACT HMHTEPEC C TOYKU 3PEHUS WCIOJIB30BAHUS OSTUX JaHHBIX TMIPH
W3YYCHUU MEXaHU3MOB CCHCOPHOW YYBCTBUTEIBLHOCTH TE€X BHJIOB pbIO, IS
KOTOPBIX TAaKOrO poja OTOJIUTHI SIBJISIOTCA TUINUYHBIMH [AHOIIKO U 1p., 2007;
Oxman et al., 2007; Morat et al., 2008]. D10 cBs3aHO ¢ Tem, 4TO abepparius
OTOJIMTAa BBI3BIBAET OCIA0JCHUE CBSI3M OTOJIMTA C CCHCOPHBIM DIUTCIHEM W,
COOTBETCTBEHHO, IPUBOJIUT K U3MEHEHHUIO CIIyXOBOW YyBCTBUTEIHHOCTH y PhIO 3a

CUET TOBBIIICHUSI CIIyXOBOTO TMOpora B HU3KodacTtoTHoW obOsmactu [Oxman et al.,

2007].
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8.3.1 Oco6ennoctu popMHUPOBAHHS OTOJIUTOB HA MPUMepPe POraTKOBHIHBIX

PbI0 M3 Pa3HbIX IKOJOTHYECKHUX TPy

VY pbIO BOKPYr CAaKKyJISIPHOTO SMUTENHS PACIOJIaraeTcsi TaK Ha3bIBAEMBI
TPaH3UTHBIA JMUTENHI, B COCTaB KOTOPOTO BXOJAT KIETKH, CEKPETUPYIOIIHE
OOJBIIYI0 YacTh OPraHMYECKOTO M MHUHEPAIbHOTO BEIIECTBA, COCTABJISAIOLIETO
oroiut (pue. 105) [Oxman et al., 2007; Parmentier et al., 2007; CamoxHuKoBa u
ap., 2003]. Ilo maHHBIM PEHTTEHOBCKOH (DOTOAIEKTPOHHON CIIEKTPOCKOIHU
MOKA3aHO, YTO OCHOBHBIM MUHEPAJIbHBIM KOMIIOHEHTOM OTOJIUTA U COCTABJISIOIINX
ero OTOKOHWH sBisercs Kambluii [MuximH u ap., 2010]. Y kameHHoi
IIUPOKOJIOOKM Wy OOJBIION TOJOMSHKUA KaJblUKA-COAEPKAIINE 3IEMEHTHI
00HapYXUBAIOTCS HETOCPEICTBEHHO B TMPHUSAACPHON 30HE NUTOMIA3MBI KIETOK
TPAH3UTHOTO JMUTEIUS B BHUJIE OTHACIBHBIX, HE OrPAaHUYCHHBIX MeMOpaHOU
ANEKTPOHOIUIOTHBIX HUTEW IauHOM 10 1 MkM. Jlokanu3ysicb B LEHTpPaJIbHOM
OTJIeNie KJIETKH, HEKOTOpbIe HUTH OOBEIUHSIOTCA B OoJiee KPYIHBIE OKPYTIIbIE
arperatbl, KOTOpbI€ MNEPEMEHIAIOTCS B AaNUKAJIbHBICE YYAaCTKU KIETKA U Jajiee

BBICBOOOXKIAIOTCS HA TOBEPXHOCTD dnutenus (puc. 117).

Pucynoxk 117. ®opmwupoBanue (a) U JajdbHEWIIee CO3pPEBAHHE KallblLIMii-
coJlep)KallliX DSJIEMEHTOB Ha TIOBEPXHOCTHU TPAH3UTHOIO DSIUTENHS Yy KaMEHHON
mupokosioOoku (0): YcmoBubie 0003HaueHUs: KCO — kanmbluii-comepikaimuye 3JIeMEHTHI,
Mt — MUTOXOHIpHUSA; 3 — dHA0IMM(A; B — Be3ukyna. MacmTad: a — 1 MkmM; 6 — 5 MKM.

COM.
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B kieTkax ¢ MHTEHCUMBHON COOpPKOM TaKMX MHUHEPAIU30BAHHBIX CTPYKTYP
OOBIYHO  BBISBIACTCS  OONBIIOE  KOJMYECTBO MHTOXOHJIPUH C  XOPOIIO
BBIPOKEHHBIMU KPUCTaMH, YTO, BEPOSITHO, TOBOPUT 00 IHEPrOEMKOCTH MPOIECCOB
cCOOpKM M TPAHCHMOPTUPOBKU HTUX oOpa3zoBanuil. Ilocie cekperuu KaiabIuii-
cCoZlep KaluX AJIEMEHTOB M3 HUX nanee (opmupyrorcs 6onee kpymubie (0,9-8,4
MKM) OTOKOHHH, KOTOpbI€ OOHAPYKMBAIOTCS HAa TOBEPXHOCTH CEHCOPHOTO H
TpaH3uTHOTO HruTeaus (puc. 118). YV oTOKOHMH KaMEHHOW IIMPOKOJOOKH
HaOmomaeTcs: BapuaOENbHOCTh HMX TOMOrpauu: Ha HMX TOBEPXHOCTH MOKET
pacronaraTbCs OT OJHOW 10 HECKOJbKUX BbIEMOK. Kpome Toro, mHormja BMeECTO
TUIIUYHON chepruyeckoit GopMbl, OTOKOHHH UMEIOT (POPMY TUCKOB, UTO BEPOATHO
CIIOCOOCTBYET HX 0oJiee YOPsSA0UEHHOMY CKPETIEHUIO MEX]TY COOOiA.

[Ipu netasibHOM H3YyYEHMHM MAaKyJIbl KAMEHHOW IIMPOKOJIOOKH BHJIHO, YTO
MUHEPAJIM30BAHHBIC AJIEMEHThl MOTYT HapacTaThb Ha aluKajdbHOW IMOBEPXHOCTHU
AIUTENHS HE TOJBKO B BUJE OTJEIBHBIX OTOKOHHM, HO U B BUE 00Jee KPYIMHBIX
o0pa3oBaHUl — MOJIMOTOKOHUAIBHBIX Macc. Takue macchl uMerT pazmep ot 10,3
10 51,7 MKM 1 GOPMUPYIOTCS HETIOCPEICTBEHHO HA TPAaH3UTHOM 3muTenu. Kpome
BHYTPHUKJIETOYHBIX O€TKOB B CcOOpKE TaKuX BBICOKOMUHEPAIN30BAHHBIX
KOMIIOHEHTOB ~ KJIETKM, BEPOSITHO, MOTYT TMPUHUMATh yd4acTue U OelKu
9HI0JUMOBI, BEISIBJICHHBIC HEJTABHO B CIIyXOBOM opraHe y kemxwu Salmo trutta u y
amepukanckor manum Salvelinus fontinalis [Morat et al., 2008]. Ilo wmepe
CO3pPEBaHUSl AT MHHEPAIM30BAHHBIC CTPYKTYpPbl OTIEISAIOTCS OT IMOBEPXHOCTHU
SIUTENUA W MNPUKPEIUISIOTCS K ONPEICICHHOMY YYacTKy PacTyIIEro OTOJIUTA.
[lokazaHo, 4TO ajuCcoOpOIMs OTOKOHWW W TMOJUOTOKOHUATIBHBIX OOpa3oBaHUI
MPOUCXOJUT B MECTax MPUPOCTA JOMOIHUTEIBHOM MacChl OTOJIMTA, 3a CYET
KOTOpOM y oTosuTa (DOPMUPYIOTCS XapaKTepHbIe OOpPO3[bI U HEPOBHOCTHU
[Lychakov et al., 2000; Lychakov, Rebane, 2005]. biaromapst ToMy, 4TO OTOJHT
HapacTaeT HEPAaBHOMEPHO OTHOCUTEIBHO TMEPBUYHOTO IIEHTpa 3aKJIAJIKH,
coxpaHsieTcsi ero BujocnenuduuHas, O6onee unu MeHee durypHas dopma. bes

MMPOBCACHUS JOITOJIHUTCIbHBIX I/ICCHeI[OBaHI/Iﬁ HCJIb34 CKa3aTb — KaK JOJII'O
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Pucynoxk 118. TloBepxHOCTh  TPAH3UTHOTO  CAKKYJISIPHOTO  DIUTENHS,
YUaCTBYIOIIETO B CEKPEIHMH KalbIU-COACPKAMUX JJIEMEHTOB H 00pa3OBaHUH
OTJIEJIbHBIX OTOKOHMM W OTOKOHMAJIBHBIX Macc. A — o0mmii Bux M ydacTtok (0)
TPAH3UTHOTO SIUTENUS y KaMEHHOW HIMPOKOJIOOKH C OTOKOHHATBHBIMH MaccaMu Ha
anyKaJIbHOW TMOBEPXHOCTH DJMUTENHS; B — OOMMHA BUJI W y4acTOK (T) TPaH3UTHOTO
snuTeNUs OOJNBIION TOJOMSHKA C OTJEIbHBIMA OTOKOHHMSIMH HA  alUKaJIbHON
MOBEPXHOCTU JIMUTENHS. YCIoBHbIE 0003HaueHus: CO — ceHCOpHBIA snuTenuit, TO —
TpaH3UTHBIN sniuTenuit, OM — oTokoHHanbHBIE Macchl, O — oTokoHuU. MacmTab: a — 10

MKM; 0, B — 100 mxMm; T — 10 Mmxm. COM.

0oOHapyKeHHbIE HaMH MMHEpAJIN30BaHHbIE OOpa30BaHUSI OCTAIOTCS B COCTaBE
MOBEPXHOCTH SNUTENUS. B CKaHUpYIOHIEM 3JIEKTPOHHOM MHKPOCKOIE XOPOIIO
BUJIHO, YTO OHM B pa3HOW CTENEHU TOTPYKEHbl B IMHUTOIJIA3MY KJIIETOK
TpaH3uTHOTO 3nutenus (puc. 118). B cBs3u ¢ 3TUM, MOKHO MPENOJI0XKUTh, YTO
HAXOJIICh B COCTaBE AIlMKAJIbHBIX YYACTKOB KJIETOK SIUTEIUS, OHU MOBBIIIAIOT

KCECTKOCTb TPAH3HUTHOT'O OJIIUTCINA WM TAKHUM O6p2130M CITOCOOHEBI CYHICCTBCHHO
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MOJAYJIMPOBATh aKyCTUYECKYI0 YYBCTBUTEIBHOCTH CEHCOPHOTO snuTenus. Mcxons
U3 JTOr0, HE HWCKJIIOYEHO, YTO JIaHHbIE MHUHEpAIM30BaHHbIE OOpa3oBaHUS,
BCTPOCHHBIC B IMOBEPXHOCTh JBIUTENHUS 10 HUX BBICBOOOXKIEHHUS B SHIOIUMQY,
MOTYT TpPUHUMAaTh HEMOCPEACTBEHHOE YyYacTHE B TMEpPBUYHON 00paboTKe
aKyCTUYECKUX CUTHAJIOB. OTAEIUBIINCH OT MOBEPXHOCTU SMUTENHS, OTOKOHUUA U
OTOKOHHUAJBbHBIE MAacCChl Jajiee MNPUKPEIUIAIOTCS K ONPENeICHHOMY YYacTKy
pactymiero oronuta. Panee Obu10 mokazaHo, 4YTO MPOJIOKAIOIIMNUCS POCT OTOJIUTA
CBSA3aH C YBEIUYMBAIOIIMMCS IIEIOYHBIM TPAJAUEHTOM SHI0JIUMQPATHIECKOM
JKHUIKOCTH TI0 HAaMpaBICHHIO OT »muTenus Kk otoiauty [Mugiya, 1972; Gauldie,
1993]. OTtBepneHne OTONMTA M OTOKOHHMW 3aBUCUT OT XMUMHUYECKOIO COCTaBa
suponuMmdarrueckon kuakoctu [Falini et al., 2005], koropas comepKuT Bce
WOHHBIE TIpeamecTBeHHnKH (Harmpumep, Houbl K +, Ca2 + u HCOs ), a taxxke
KOJJIJAar€H MW  aMHUHOKHUCJIOTBI, CEKPETHUPYEMbI€ TPAH3UTHBIM DIUTEIIHUEM,
MOHOIIMTAMU U, B MEHBIIEH CTENEHU, OMOPHBIMU U CEHCOPHBIMU KJIETKaMH
ciryxoBoro snuteaus [Oxman et al., 2007].

[Tokazano, 4ro y KameHHOW WHMPOKoJoOku (puc. 119) u y Oosbiion
rofioMaHkd (puc. 120) mnpukpenyeHHble K pa3IMYHbBIM Y4YacTKaM OTOJIMTa
OTOKOHUU UMEIOT pa3IMuHbIi pazMmep. OTOKOHHUM 0OJIbIIeTo AuaMeTpa (B CpeIHeM

8,19 MKM) CBOWCTBEHHBI ISl POCTPAIbHON M TOCTPOCTPAJIBLHOM 30HBI
MIPOJIOJITOBATOTO OTOJIMTA KAMEHHOW IMMPOKOJIOOKU U JIJISi XapaKTEPHOTO BBHICTYIIA
Ha OTOJUTE OOJBIION TOJIOMSHKH (B cpeaHeM — 7,2 MKM), YTO COBHAJacT C
KOJIMYECTBEHHBIMH TTOKA3aTEJISIMU MPUPOCTA JOMOTHUTEIBHOW MAacChl OTOJUTOB
OTHOCHUTEJIBHO UX IIEHTPOB (puc. 121).

B omnuuue oT QurypHoro oToiuTa KaMEHHOM IIMPOKOJOOKH, MEHee
penbedHBI  OTOJUT OOJBIION TOJIOMSHKH HE COJCPKUT HAa IOBEPXHOCTU
MOJIMOTOKOHHUATBHBIX Macc.

Ha ocHoBaHuM TOJIy4EHHBIX JAHHBIX MOXKHO 3aKIIOYUTh, YTO OTOKOHUU
(WM WX ompejesieHHas 4acTh), U3HAYAIBHO CIPYNIUPOBAHHBIE HA MOBEPXHOCTH
TPaH3UTHOTO  JMOUTENHs, Jajee IMepeMelialoTcs 4Yepe3  dHAoIUMPYy U

aJIcCOpOMPYIOTCS HAa OTOJIMTE HE TOJIBKO HA HAYAJIBHOM dTane ux (popmupoBanus (B
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Pucynok 119 VYuacTku NOBEPXHOCTH OTOJIMTAa Yy KaMEHHOM IIHMPOKOJIIOOKH C
yKa3aHUEM TuameTpa (B MKM) COCTaBJISIONIMX €Tr0 OTACIBHBIX OTOKOHHMA: OOIIWil BHI
orosinta (a), Jajiee JaHbl OTIENbHbIE 30HBI OTOJHMTAa — MOCTPOCTPYM oTonuTa (0);
narepanbHas (mepudeprueckas) 30Ha (B); IEHTpaibHas 30Ha (T); Sa — sulcus acusticus.
Macmra6: a— 1 mm; 6 — T — 10 mxm. COM.

Pucynox 120. VYdacTKu MOBEPXHOCTHM OTOJUTA y OOJNBIIONW TOJOMSHKH C
yKa3aHHeM JuaMeTpa (B MKM) COCTaBISIOIIMX €r0 OTACNIbHBIX OTOKOHWM: OOIIMHA BHI
orosmta (a), nanee B COOTBETCTBHM C IMPHUBEICHHBIMH YKA3aHUSMHU JaHBl OTAEIHHBIC
30HBI OTOJIUTA; MOCTPOCTpyM oTosuta (0); JmarepanbHas (mepudepudeckas) 30Ha (B);
HeHTpasbHas 30Ha (T); Sa — sulcus acusticus. Macmra6: a — 1 mm; 6 — 1 — 10 mxm. COM.
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Pucynok 121. JluarpaMMbl 30HAJIBHOTO pacIpeaesieHuss OTOKOHMH pPa3HOTo
pa3mepa Ha OTOJIMTaX KaMEHHOUW IMIUPOKOIOOKU M OOJIBIION TOJIOMSHKU. 1 — KOTHMYECTBO
MaJjblX OTOKOHHUM (AuaMerp — MeHee 5 MKM), %; 2 — KOJIMYECTBO OTOKOHUN CPEIHErO
pa3mepa (auameTp — oT 5 10 7 MKM), %; 3 — KOJIMUECTBO OOJBIINX OTOKOHUH (IuaMeTp —

oonee 7 MkMm), %.

smOpuonansHOM nepuoje) [Salem, Zaghloul, 2001], Ho 1 Ha MPOTSHKEHUH BCETO
pocTa pbIObI.

[To mamneiM psga aBTopoB [Lychakov et al., 2000; Lychakov, Rebane,
2005], acMMMeTpUYHBIC OTOJHMTBHI HWMEIOT HHOM IIEHTP MAacChl, HEKEIH
CUMMETpUYHbIE OTONMUTHL. CremoBarenbHO, pazMep M (opMa OTOJUTA MOTYT
BJIUATh Ha JMHAMHUKY HMX MHKPOJBHWKEHHH B OTBET HAa AaKyCTHYECKUE WIH
BeCTUOYIIApHBbIE CTUMYJIBL. Cy/is 10 BCEMY, HATMYUE TTOJMOTOKOHUAIIBHBIX Macc
Ha MOBEPXHOCTU OTOJIUTOB SIBJISIETCS aJalNTHUBHOW OCOOEHHOCTHIO, XapaKTepHOU
JUIsL TIPUOPEKHBIX BUIOB pPbIO B CBSA3M C HMX THOBBIILIEHHON AaKTUBHOCTBIO B
YCIOBUSIX 3HAYUTENBHBIX KOJNE€OaHUN (PU3MUECKHX YCIOBUU JIUTOPATBHOW 30HBI

03€pa — BOJIHOBOM BO3JEHCTBUU U TEMIEPATYpPHOM pexume. Kpome Toro, MoxHO
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IPEINOJIOKNUTh, YTO HAJUYHUE MOJMOTOKOHUAIBHBIX Macc y NMPUOPEXHBIX BHUIOB
peIO  TpemompenenseT  BO3MOXKHOCTH — 00pa3oBaHHUs  KPUCTAJUITM30BAHHOTO
(abeppaHTHOTr0) OTOJIUTA MPU U3MEHEHUH LIEHTPa U BEKTOpa €ro KpUCTALIN3ALUU
(puc. 122).

Hamm naHHbIE MOKA3bIBAKOT, YTO HAJIMYME MOJIMOTOKOHUAIBHBIX Macc, a
Tak)ke abeppaluy OTOJIMTOB — XapaKTepHas uepTa OTOJIMTOBOIO ammnapara y
JOHHBIX oOuTaTened npuOpexHOW 30HBI o3epa baiikan, B 4YacTHOCTH, I
KaMEHHOM MMMpOKOoiIoOKu. [l menarnueckux TIiyOOKOBOJHBIX BHUAOB pPbIO, B
YACTHOCTH, OOJBIION TOJIOMSHKH, MOJIMOTOKOHHMAJIbHBIE Macchl U aOeppaHTHbIE
OTOJUTHl HETUNWYHbl. Ha OCHOBE JaHHBIX MO MHUKPOMEXAHHMKE OTOJIUTA H
MOP(}OJIOrHYECKUX HCCIEA0BaHUN paHee ObLI MPOBEAECH MAaTEMaTHUECKUNA aHaAJIN3
KOJI€OaHHWI OTOJUTA B MOJIE 3BYKOBOW BOJIHBI C LEJIBIO OLICHKU BIHSHHUS (OPMBI
OTOJIMTa HAa aMIUIMTYAY €ro CABUIa OTHOCUTEIBHO CEHCOPHOTO JIHTENUS IOA
Bo3zaelictBueM 3Byka [Lychakov et al., 2000; Lychakov, Rebane, 2005].
Oxkazanock, YTO aMIUTUTYla €r0 MUKPOKOJIEOAHUN 3aBUCUT OT MOP(OIOTHUYECKUX
apamMeTpOB NPUCOEINHEHHBIX Macc. Y CTAaHOBJIEHO, YTO JUIS 3BYKOB C 4aCTOTaMH,
OOJBIIMMU WM PaBHBIMU YAaCTOTE COOCTBEHHBIX KOJICOAHUI OTOJIUTA JUarpaMma
HAIlpaBJICHHOCTH  BOCHPUSTHS 3ByKa C TOMOIIBIO  OTOJUTa  00Osajzaer
CYIIECTBEHHOW aHWU30TPOIMEH, 3aBUCANICH OT ero GopMbel. DTo eme pa3
JIOKa3bIBAET, YTO BapualEIbHOCTh (POPMBI OTOJIUTOB OANKAIBCKUX POTaTKOBUTHBIX
pBIO — MPOIOATOBATON y MPUOPEKHBIX BUJIOB U 00BEMHOU TpUOOBUAHON (POPMBI Y
NEeJIaru4ecKuX roJIOMsIHOK — UMEET MPUCIIOCOOUTENbHOE 3HaUeHHE U 00yCIIOBIICHA
HEOOXOJMMOCTBbIO  HACTPOMKM  OTOJMTOBBIX OpPraHOB Ha  paclio3HaBaHUe
CEHCOPHBIMU KJIETKaMH Pa3JIMYHbIX HAIIPABJICHUM 3BYKa.

Takum o0O0pa3oMm, TNOJIyYEHHBIE JIAaHHBIE CBHUJIETEIBCTBYIOT O TOM, 4YTO
OTOJUTHl HMEIOT CTPOTO OINPEICICHHYIO AapXUTEKTOHUKY W OpPUEHTAlUI0 B
CaKKYJSIDHOM  Makyje, Takke uMeroueil crneuuduyeckne OCOOCHHOCTH
IIPOCTPAHCTBEHHOM IOJISIPULALMU CEHCOPHBIX ITy4KOB BOJIOCKOBBIX KIIETOK. B

npouecce BOCHPUATHUA aKYCTHYCCKNX CUTHAJIOB MUKPOJABUKCHUS OTOJIMTA YCPC3
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Pucynoxk 122. AGeppaHTHBIE OTOJIUTH Y KAMEHHOM MIUPOKOIOOKH KaK THITUIHOTO
MPEICTaBUTENST MPUOPEKHON 30HBI 03. balikan mo JaHHBIM CKaHUpYyHomEed (a — r) u
ATOMHO-CHJIOBOH (T — %) MHUKPOCKOIIUU. A — OOIIHI BU OTOJIUTA; O — pOCTpajbHas 30HA
OTOJIUTA C OOWJIMEM OTOKOHMAJIbHBIX Macc; B, I' — HalpaBlieHUs BEKTOpa MPUpPOCTa
OTOKOHMH Ha TOBEPXHOCTH OTOJMTAa OTMEYEHBI CTpeIKaMH; J — OCOOEHHOCTH
TOTIOTpauyl  apParOHUTHBIX «UTOJBYATHIX)» KPHUCTAJUIOB KapOoHATa KaJIbIUS, € —
ocoOeHHOCcTH Tomorpadun "aOGeppaHTHBIX" BaTEPUTOBBIX KPHCTAUIOB KapOoHaTa
Kanpls. Mukpopenbed moBepxHoctd mo gaHHeIM ACM: g1, e — 2D; x, 3 — 3D
pekoHcTpykimu. Sa — sulcus acusticus, OM — OTOKOHHAJIbHBIE MAacChl M OTICIIbHBIC
oTokoHuM (O) Ha NOBEPXHOCTH KPUCTAJUIM30BaHHOrO oToJuTa. MacmTab: 0,5 MKM.
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OTOJINTOBYI0 MEMOpaHy MOTYT IE€pEeAaBaTbCcs Ha pPa3HbIE BOJOCKOBBIE KIIETKH,
UMEIOIINE COOTBETCTBYIOIIUN THN mNoispuzanuu. [ npubpexHol TOHHON
KaMEHHON IIMPOKOJIOOKM ONTHUMAJIbHBIM SIBJISIETCSI COUYETAHUE BEPTUKAIbHOMN
NOJIAPU3AlMM KUHOLWINK CEHCOPHOTO JIUTEIUS M IUIOCKOTO IIPOJO0JITOBATOrO
OTOJIUTA, a JUIsl TeNaru4eckod OOJIBIION TOJIOMSHKA — TOPHU3OHTAIBHON

MOJISIPU3AIMY KHHOIMIIMKA U 00bEMHOT0 OTOJIUTA ITPUOOBUIHON POPMBI.

8.4 OneHka aKyCTHY€eCKOH YyBCTBUTEIBLHOCTH Y 0aHKAIbCKUX

POraTKOBHAHBIX H CUI'0OBBIX pblﬁ

[Ipy wu3yyeHUMM YpOBHEW aKyCTHUECKOM YYBCTBUTEIBHOCTH Yy PBIO C
MOMOIIBIO  YCJIOBHO-PE(IIEKTOPHOTO  METOJa BO3HHUKAET HEOOXOAMMOCTH
OOBEKTUBHOTO aHAJIM3a MX IMOBEACHHS B KOHTpOJE M B JKcrmepuMmeHTe. B xone
TECTUPOBAHUS (QYHKIMOHAIBHBIX IAPAMETPOB CIIyXOBOT'O BOCIIPUATHUS Y PhIO ObLIH
UCTIONb30BAaHbl ~ QJITOPUTMBI  KAQY€CTBEHHOTO aHAIM3a, KOTOPHIE IO3BOJMIN
pEerucTpupoBaTh MOBEACHUE TUAPOOMOHTOB MPH BO3JAEHCTBUM aKyCTHYECKHX
curHasioB  [KymukoB, Kymukos, 2008, Kymukor, Canoxumkosa, 2011]. C
IIOMOLIBI0 3THUX aAJITOPUTMOB YHAJIOCh OXAapaKTEPU30BATh NPOWUICHHBIM IIyTh,
CPEIHIOI0 CKOPOCTh U MPOCTPAHCTBEHHOE MPEANOYTEHNE PHIO B KOHTPOJIE U TOCTE
IPEIbSIBICHHUS aKyCTHUECKUX CTUMYIOB. [IpoBeeHHBIC CCIeI0OBaHNs TTOKA3alH,
YTO JUANA30H CIIYXOBOW UyBCTBUTEIBHOCTH Y POTATKOBUAHBIX PHIO HAXOIUTCS B
0ojiee HU3KOYACTOTHOM JHara3oHe IO CPaBHEHHIO C CUTOBBIMU pblOaMu (pHC.
123, Tada. 4). brarogapsi HATMYKIO Yy CUTOBBIX TIABATEIBHOTO IMTy3BIPSI, KOTOPBIH
SBJIIETCSI ~ XOPOILIUM  PE30HATOPOM W CIOCOOCTBYET  TpaHc(opManuu
BBICOKOYACTOTHBIX CHTHAJIOB B JIETKO BOCIIPUHHMAEMble CEHCOPHBIMU KIIETKAMHU
HU3Ko4YacToTHBIe KojeOanus [Popper et al., 2003; Popper, Fay, 2011], atu pbIObI
YyBCTBUTEJbHBI K 00Jiee BBICOKOUYACTOTHOMY CHEKTPY aKyCTHUYECKHX CHTHAJIOB,

4TO IMOKAa3aHO B XOJC MMOBCACHUYCCKUX OKCIICPUMCHTOB.
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Pucynok 123. CpaBHHUTEIbHBIE OCOOCHHOCTH ayIUOTPaMM y 0alKaIbCKOTO OMYJIS
(1), mepxwsiHA (3), 03epHOTO cura (4), KaMEHHOW MIMPOKOJIOOKH (5) U ceBepoOaKalbCKOM

KENTOKPBUIKH (6).

Tabauua 4. YacToTHBIC THANMa30HbI CTYXOBOM YYBCTBUTEIIBHOCTH Y OalKaIbCKUX

POraTKOBUIAHBIX U CUTOBBIX pBI6.

Bun, cpenuss nnvna, Mm JlnamazoH MakCMMaJbHON
YyBCTBHUTEIBHOCTH, [ 11

KaMeHHas IH1poKoiIooka, 114 300-700

ceBepoOaiikanbckas xenTokpeuika, | 300-500

116

Oaiikanbckuit omyib, 301 400-800

IBDKBSH, 178 600—800

03epHbIii cur, 154 600-1500

XapakTepHO, 4YTO OO0JacTH MAaKCUMaJIbHOW YYBCTBUTEIBHOCTU Y
W3YUYCHHBIX OallKalbCKUX PBIO OCTATOYHO Y3KHE IO CPAaBHEHUIO C paHee

HCCIICOOBAHHBIMH JHalia3oHaMu CHYXOBOﬁ YYBCTBUTCIIbBHOCTH Y MOPCKHUX pI)I6
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[Ky3nernos, Ky3uneros, 2007; Popper et al., 2005; Smith et al., 2011; Wahlberg,
Westerberg, 2005]. ¥ poratkoBUIHBIX PBIO 3TO MOXET OBITH CBS3aHO C
OTCYTCTBHMEM IIJIaBaTEJIBLHOTO TYy3BIPs, KOTOPHIA, KaK OTMEYaJOCh BBIIIE,
pacmmpseT auana3oH BOCHPHHHMAaeMbIX dacToT. Crenuduyeckue 0COOCHHOCTH
y4acTusl IUIaBaTENbHOTO TIY3bIpSd W JAPYTUX Ta3-CoAEpXKaluX CTPYKTYp B
npeoOpa3oBaHNN aKyCTUYCCKUX CHTHAJIOB y CHTOB elle He M3y4deHbl. Her Tarke
MOJIHBIX CBEJIEHUN 00 OCOOCHHOCTSIX PacIpOCTPAHEHHUs 3BYKOB B BOJHOM TOJIIIIE
baiikana B cBsi3u co cnienu(pukoil ero peiabeda u ApyruMu GU3NKO-XUMHUUECKUMU
OCOOCHHOCTSIMM ~ cpellbl  oOWTaHus u3ydaeMblx pbl0. Kpome Toro, mpwu
CpPaBHUTEIILHONH OLIGHKE CIyXa Yy TPECHOBOJHBIX M MOPCKHUX pbIO HYKHO
YUUTHIBATh, YTO JAHHBIE 10 YYBCTBUTEJIBHOCTU CJIyXa MOTYT OTJIMYaThCS B
3aBUCHUMOCTH OT MPUMEHSIEMOTO METOIa €ro OIleHKU. B HacTosIee BpeMst Hapsay
Cc ANEKTPOHU3NOIOTUYECKUMU [Ramcharitar, Popper, 2004] 151
MOP(OJOTUYECKUMHA METOJaMH, OCHOBAaHHBIMM Ha PELENLHUHU BOJOCKOBBIMU
KJICTKaMU pe30HaHCHBIX 4acToT [Smith et al., 2011], ucmonp3yroTcst pa3IuvHbIC
MOBEIEHYECKUE METOJIbl OIpEeICHHs apaMeTpOB ClyXa: OILEHKA aKyCTHUYECKON
YyBCTBUTEIBHOCTU IOCJIE MPEABAPUTEIBHOIO OOyUYEHHUS K BOCHPHUSITUIO Pa3HBIX
gactotr [Cervi et al., 2012], akycTuyeckre peakiMyd WUCIyTa, MPEUMITYJIbCHOTO
topmoxkeHuss u  (oHorakcuca [Bhandiwad, Sisneros, 2016]. Heo6xomumo
OTMETUTh, YTO aHaJHM3 CIYyXOBOW UYBCTBUTEIBHOCTH Yy OalKalbCKUX PBHIO MBI
IPOBOAMIIN 0€3 ydeTa TOTO, YTO IIOMHUMO BOJIOCKOBBIX KJIETOK BHYTPEHHETO yXa B
BOCHIPUSATUHU 3BYKOBBIX CHUTHAJIOB MOTYT Tak)K€ MPUHUMATh Y4acTHE HEBPOMACTbI
OookoBol (cedicMoceHcopHoi) muHUU. [lo 9STOM mNpuuMHE MBI HE MOXKEM
ONpEeNENUuTh — B Kakoil Mepe MUIIEBOE MOBEACHHUE HKCIEPUMEHTATIbHBIX PBHIO
(BBI3BAaHHOE  JCHCTBMEM  aKyCTUYECKMX  CHUTHAJIOB) ObUIO  OOYCJIOBIIEHO
(GYHKIITMOHUPOBAHUEM TOJIBKO BOJIOCKOBBIX KJIETOK BHYTPEHHETO yXa, 100 B 3TOM
OpOLECCe JOMOJHUTENBHO MOINIM MPUHUMATh Y4YacTHE MEXaHOPEIeNTOpPbI
OokoBoil nuHMHM. Kak W3BeCTHO, HEBPOMACTBl HEMOCPEICTBEHHO BOBJICUCHBI B
MIPOIECCHl PEIENIMA HU3KOYaCTOTHBIX KosieOanuii Bomel [Kalmijn, 1989] u

MOpGOJOTHYECKH XOPOIIo mpeacTaBieHsl kak y curoBbix [Knizhin et al., 2006],
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Tak W y OblYkoB-mofkaMeHIMkoB [CumeneBa, 1982; Sideleva, 2003] Baiikana.
[Tpudem, ¢ MOMOIMIBIO AIEKTPOPHUZNOIOTHIESCKUX METOJOB TTOKA3aHO, YTO Pa3HbIE
HEBpPOMACTHI B Mpejenax ogHOM OOKOBOM JMHUU PbIO MOTYT ObITh HAaCTPOCHBI Ha
BOCIIPUSATHE 3BYKOB pa3iu4HON 4acToThl B mpeaenax ot 20 mo 100 I'm [Weeg,
Bass, 2002]. Kpome Toro, aBTOpBI JaHHOTO MCCIIEAOBAHUS IOJIATAIOT, YTO Y PBIO,
UMEIOIINX Ta3-CoJEpKalllie OpraHbl, TPAHUIbl aKYCTUYECKONW YyBCTBUTEIbHOCTHU
OOKOBOW JIMHUM MOTYT OBITh YBEJIMYEHBI 3a CUET OTPAKEHHOTO CHUTHAajda OT
MJ1aBaTEIBHOTO MY3BIPS.

B cBsi3u C BhIIEIEPEYUCICHHBIMUA OOCTOATEIBLCTBAMH, B IUIAHE H3YyUCHMUS
TOHOTOITMYECKON KapThl BOCIPHUATHAS PA3HOYACTOTHBIX 3BYKOB BOJIOCKOBBIMHU
KJIETKaMH CakKKyJitoca Haumbojee TMEepPCHeKTUBHBIM TOJIXOJIOM MOXKET ObITh
UCIIOJIb30BaHUE ITATOXUMHYIECKHIX METOJIOB perucTpanuu paHHUX
(GYHKIIMOHATBHBIX MEPECTPOCK KIETOK MPHU PE30HAHCHOM BOCHPHSITHH 3BYKOB. B
OTJIMYME OT METOJIOB M30MPATEIIBHOTO pa3pyIICHHs BOJOCKOBBIX KiIeToK [Smith et
al., 2011], atoT moaxoa MOXeET JaTh 0oJiee TOYHBIC CBEICHUSA O CHCHH(PHUSCKUX
OCOOEHHOCTSIX TMPOCTPAHCTBEHHOTO KOJWUPOBAHUS BOCIPHUSATHUS aKyCTHUYECKUX

CUTHAJIOB Y pI;-I6 B CBA3HU C UX aJallTallusIMH K KOHKPCTHBIM YCIIOBUSAM oOuTaHus.
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3AK/IIOYEHUE

VY cTaHOBIIEHO, YTO OCOOEHHOCTU YIBTPACTPYKTYPHOIO PAa3BUTHUS KIIETOK
OOOHSTENILHOTO AMUTENUs y PbIO 3aBUCAT OT (a3bl UX KU3HEHHOTO IuKIia. B
PENPONYKTUBHBIN TIEPHOJ B PEUENTOPHBIX KJIETKaX (OPMHUPYIOTCS aJalTHBHBIC
NEePECTPONKHU, KOTOPhIE BHAYaJIE MOOMIM3YIOT UX JJIs1 BOCIIPUATHS ()EPOMOHOB BO
BpeMSlI XMMHUYECKOM KOMMYHUKAIMU TOJOBBIX MMAPTHEPOB, a BIIOCIEICTBUU
BBIKJIIOUAIOT 3TY QYHKIMIO TIPH MEPEX0Jie CaMIIOB PbIO K oxpaHe UKpHI. [Ipudem,
COOTBETCTBYIOIIUE HW3MEHEHUS OOHApY>KUBAIOTCSI U B OINOPHBIX DJIEMEHTaX
sanuTenus. B MepuatenbHbIX KJIETKaX YBEIUYUBACTCA KOJIUYECTBO MUTOXOHAPUA,
YTO HEOOXOJUMO /IS YCUJICHUS TepeMEeIIMBaHUSI OOOHSTEIBHON CIHU3U |
YBEIIMYECHUS BEPOSTHOCTH Peleniui GEepoMOHOB, ICHUCTBYIONIUX B OUEHb HU3KUX
KOHIIeHTpanusix. TakuM o0pa3om, 3TO TOBOPUT O TOM, YTO CJIOKHOE€ OJIOPAHT-
3aBUCUMOE TIIOBEJCHUE PBIO obOecreynBaeTcsi HE TOJBKO IEHTPaJIbHBIMU
MEXaHU3MaMH HEPBHOM CHUCTEMBbI, HO U MEPECTPOMKAMU, KOTOPhIE€ BO3ZHUKAIOT Ha
YPOBHE CEHCOPHOTO OT/ieNia 0Jh(aKTOPHOTO aHAIN3aTopa.

CpaBHUTENBHBIN aHAIW3 MOJIYYEHHBIX JAHHBIX MOKA3bIBAET, UTO JUHAMHKA
YIBTPACTPYKTYPHBIX MEPECTPOCK OOOHSTEIBHBIX KJIETOK B HEPECTOBBIM MEPUO
CXOJIHA C TaKOBOH y B-muMdOIIMTOB MNMMYHHOI CHCTEMBI B MTPOIIECCE UX CTUMYII-
3aBUCUMON  Au((depeHuMpoBKM B  IUIa3MaTUYecKue KJeTku. Bompoc o
BO3MOXXHOCTH  CYIIIECTBOBAaHUS  OONIMX  MPUHIUMIOB  (DYHKIIMOHUPOBAHUS
UMMYHHBIX U OOOHSTEIBHBIX KIETOK 0OCyXkmaercs yxke aaBHo [Thomas, 1974;
Boyse et al., 1982; Chen, Lancet,1984; Lancet et al.,, 1993; Farbman, 1992;
Shykind, 2005; Kocumbia, Knmumenkos, 1993; Mapkos, Kynukos, 2006; Magklara,
Lomvardas, 2013; Margolis, Getchell, 2013]. I'maBHbIMU apryMeHTaMH B IOJIb3Y
MPOBEJICHUS] TaKOW aHaJOTUW SBIAIOTCA JBa HauOojee 3HAYUMBIX (akTa:
noJIMMOpPGU3M CEeMEICTBA TEHOB, KOJIUPYIOMIMX MEMOpPaHOCBS3aHHBIC OIOPAHT-
cesa3biBaronue  peuentopel  [Buck, Axel, 1991] u wmoHocnenuduaHOCTH
obonsTenpHBIX KIeTOK [Chess, 1994]. Kak moka3pIBalOT HAIlM WMCCIIEIOBAHUSA,

pelenTopHble  HEWPOHBI  O0OJAJalOT eme OJHWM  BaXXHBIM  CBOMCTBOM,


http://www.ncbi.nlm.nih.gov/pubmed/?term=Lancet%20D%5Bauth%5D
http://www.ncbi.nlm.nih.gov/pubmed/?term=Lomvardas%20S%5Bauth%5D
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HAOJIOJAIOUIMMCSL Y CTUMYJIMPOBAHHBIX AHTUI€HOM B-KieTok: OHM Takxke
CHIOCOOHBI TpaHC(OPMUPOBATHCA HA PEKUM AKTUBHOM CEKpEIUH, NMPUYEM TakKas
CEKpelMsl B HEMpoHaX BO3HMKAET CO CTOPOHBI TEPMUHAIM AeHapuTa. Heobxoaumo
OTMETHUTb, YTO IO YJIBTPACTPYKTYPHBIM IIPU3HAKAM OTH HU3MEHEHMUS KIIETOK
pa3BUBAIOTCS KaK METAa0OJMYECKH AaKTUBHBIA IPOLIECC, COMPOBOXKIAOIIMICS
YCWICHHEM  SACPHO-UUTOINIA3MAaTUYECKUX  B3aUMOJCHCTBUN,  YBEIMYECHHEM
KoJM4yecTBa pubocoM U akTHBanueid ammapara [omapmku. DT (dakThl
CBUJETEIBCTBYIOT O TOM, YTO OOOHSTENbHBIE KJIETKH MOTYT HE OTPaHUYMBATHCS
TOJILKO  peuentopHoil  ¢yHknueil.  OTnenbHble,  MOJYYEHHbIE  HaMH
MOP(OJOrHYECKHE TaHHbIE CBUAETEIBCTBYIOT O TOM, YTO JECHAPUTHASI CEKpPELUs
MOXKET OBITh BBI3BaHA TAKXKE MPOJOJDKUTEIBHOW CTUMYIISIIIMEH OJOpaHTaMu,
OJTHAKO JJIsI IOATBEPKICHUS JAHHOTO BBIBOJA HEOOXOAMMBI O0Jiee TIATEIbHbIE
uccienoBanud. Takum o00pa3oM, B HAcTOSALIEE BPEMs CIOKHO OJHO3HAYHO
ONpeneNuTh  (PYHKUMOHAJIBHOE  HA3HAYEHHE CEKPEeTOPHOro  Impolecca B
OOOHSITENBHBIX KJIETKaX, CYMTAIOIIMXCS KIETKAMU CO CTAOWJIBHBIM CTPYKTYpPHO-
(GYHKIIMOHAJIBHBIM CTaTycoM. TeM He MeHee, MOXKHO HPEINOJOXKUTh, YTO
CIIOCOOHOCTh KJIETOK MEPEXOJUTh Ha PEXUM JEHAPUTHOM HeHpOoCeKperuu
BEPOSITHO HOCHUT AJANTHBHBIM XapakTep W HAIIPABJICHA HA peaju3aluio KaKOH-TO
HOBOM crnenuduueckod QyHKuMH. [ BBIABICHUS MOJEKYJISPHBIX MEXaHU3MOB,
KOTOpbIE  BBI3BIBAIOT  TaKWe  MEPECTPOMKH, HEOOXOJIMMBI  CIHEUHUaJIbHbIC
DKCHEPUMEHTAJIbHBIE UCCIEIOBAHUS.

Oxkazanock, YTO aJaNTUBHbIE U3MEHEHHS B OOOHSTEIBHOM SIUTEIUU PHIO
MOTYT BO3HHUKaTh HE TOJIbKO B CBSA3M C (PEPOMOHAIBHOW peryisiquend Hx
penpoaykiuu. OHM MOTYT OBITh BBI3BaHBl TaKXKe BIMSHUEM JPYTUX (PUZHUKO-
XUMHUYECKUX (PaKTOpoB BOIHON cpeapl. Tak, MOKa3aHO, YTO TIyOOKOBOJHBIE
pBIOBI, 3BOJIIOIMOHHO MPUCHOCOOJEHHBIE K pPa3HbIM CTPATETHUSIM MHUILEBOrO
NOBEACHUS, HMMEIOT HEOJMHAKOBYIO PE3UCTEHTHOCTh K T'UI00apUYecKoi
runokcu. [lo cpaBHeHMIO € JOHHBIMU pblOaMH, OJb(GAKTOPHBIA amnmapar
TUAPOOMOHTOB, TMHUIIEBOE MOBEJACHUE KOTOPBIX CBS3aHO C TOCTOSHHBIMU

BCPTUKAJIBHBIMHX MUT'PAOUSAMHU W HU3MCHCHHUAMU PCKUMOB THUAPOCTATUICCKHX
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JaBJICHU, B OOJIBIIEH CTENEHH aJallTUPOBAH JJIsl MOAJIEPKAHMSI €70 CTPYKTYPHO -
GyHKIMOHANBHONU 1ENOCTHOCTH. KpoMe TOro, yCTaHOBJIEHO, 4YTO JACHIPHUTHI
XEMOPEUENTOPHbIX HEHPOHOB TINIyOOKOBOJHBIX PBIO  COJEpKaT  XOPOIIO
OPraHMW30BaHHYI0  CHUCTEMY  LHTOCKENEeTa, 4YTO  BEpPOSATHO  SBIAETCA
JOTIOJTHUTENBHBIM  (DAKTOPOM, OOECMEYMBAIONIEM CTPYKTYPHYIO CTaOMIBHOCTH
KJIETOK C TMOHMXEHHOM ()YHKUHMOHAIbHOW aKTUBHOCTBIO, UYTO HAONIOMAETCS B
YCJIOBHUSX HHU3KOIO COJIEpKaHUs B OaillKadbCKOM BOJE OPraHMYECKHUX BEIIECTB —
IIOTEHLIMAIBHBIX  Pa3JpaXUTEIEH  peLenTOpHBIX  KieTokK.  llomydeHHsie
LUTOJIOTUYECKHE  JaHHble MOTYT OBbITh HHTEPECHBbl i1  HOHUMAaHMS
(byHIaMEHTaIbHBIX MEXaHU3MOB, o0ecrneuynBaroInX YCTONYMBOE
(GYyHKIMOHUPOBAHUE OOOHATENBHON CHCTEMBI THUIPOOMOHTOB B  YCJIOBHSX
BO3JEHUCTBUSA PA3HBIX PEKUMOB THAPOCTATUYECKUX JTABICHUM.

HenpepsiBHOE B3aNMOJICICTBUE 00OHATENBHOTO DIUATENUS c
MHOTOOOpa3HbIMU (aKkTOpaMHM BHELIHEH Ccpeabl JeNaeT €ro YsI3BUMbBIM 110
OTHOIIEHWI® KO  MHOTMM  TOKCHYECKHM  areHTaMm  aHTPOIOTE€HHOTO
IIPOUCXOXKACHUA. Jlake KPaTKOBPEMEHHBIM KOHTAKT IOBEPXHOCTHO AKTHUBHBIX
BEILIECTB, B YAaCTHOCTH, (EHOJIOB, C CEHCOPHBIM OTIEIOM OJb(aKTOPHOU
CUCTEMBI BBI3BIBAET B HEM IITyOOKHE JereHEepaTUBHbIE U3MEHEHUS, YTO TPUBOIUT
K HX WHTEHCUBHOMY HAaKOIUJICHHKO B OpraHU3ME€ U IIEPEHOCY B Jpyrue
Tpopuyeckre ypoBHU. Kpome TOro, mokazaHo, 4TO JJIMTENIbHAs OJOpPAaHTHAs
CTUMYJISALIUS HETOKCUYHBIMU BOJOPACTBOPUMBIMH BEIIECTBAMM TAK)KE IMPUBOJIHUT
K CTPECCHUPOBAHMIO OOOHSTENBHBIX KIETOK M HUX MOCIEAYIOLIEMY arornTo3y.
Takue 1ecTpyKTUBHBIE NTEPECTPOUKN B CEHCOPHOM amliapaTe MOTYT CYIIECTBEHHO
BJIUATh HAa €CTECTBEHHOE COLIMAIBHOE MOBEACHHE pPBIO, MOMCK MUIMM U HX
penponykuuio. B ¢BA3M ¢ 3TUM, HAMHM NPOBEIACHBI JAETAJIBHBIE HCCICIOBAHUS
IIPOLIECCOB KOMIIEHCATOPHOIO HEHPOreHe3a B OOOHATEIBHOM DIUTENINH IPU €ro
IIPOAOJDKUTENBHON CTUMYJISILIUKA BEIIECTBAMU HETOKCUYHOM IMPUPOABI — CMECHIO
AMUHOKHCJIOT U MENTHJI0B. B oTimune oT pacnpocTpaHEHHON NMPaKTUKU pabOTHI €
3aMOPOKEHHBIMU ~ WJIM  Mapa@UHU3UPOBAHHBIMU  Cpe3aMu, Ui  U3YYCHHS

IIPOIIECCOB HelporeHe3a y puid ¢ momonipio BrdU mMbl HCmosib30Baiiv TOJBKO
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LEJIOCTHBIE OOOHATENbHBbIE po3eTku. HeOonbumoit o0beM mnpenapaTtoB JaBaj
BO3MOXKHOCTh IPOBOJUTH TaKUE HCCIENOBAaHUS 0€3 MOBPEKICHHS MX HATUBHOM
CTPYKTYphl Me€TOJaMU KOH(OKaIbHOM MHUKpOCKONUU. Vcronb3oBaHue 3TOro
I0JIX0/1a MTO3BOJIMJIO HE TOJIBKO PETUCTPUPOBATH MHTEHCUBHOCTh HEHPOreHe3a, HO
U OTPEAEIATh AUHAMUKY TOMOTpadUyecKoro pacmpeneiaeHus HoBooOOpa30BaHHBIX
KJIETOK B JIUTEIMUM BO BPEMEHU. B 4YacTHOCTH, yCTaHOBJIEHO, YTO IPOLECCHI
€CTECTBEHHOI'O HEWporeHe3a MOryT OBbITh AKTHUBU3MPOBAaHbI HE TOJBKO IIOCIE
OCTPBIX, HapyLIAIOIIUX OOOHATEIbHOE BOCIPHUSATHE BO3JIEHCTBUN, HO U IOCTE
JUINTEIBHON CTUMYJISIIUM HETOKCUYHBIMU 3al1aXOBBIMU CTUMYJIAMHU.

Kpome Toro, Onaromapst aHanu3zy OCOOEHHOCTEH pa3BUTHS MPOIECCOB
HelporeHe3a BO BPEMEHM, BIIEPBBIE YAAJIOCh YBUAETb, YTO MOJIOJbIE KIJIETKU
BHayaje CTPYKTYpPUPYIOTCA B OTAEJIbHbIE HEOOJbIIME KIacTepbl, a 3aTeM B
BEPXHUX CJIOSIX SMUTENIUS OHU 00pa3yroT 0oJiee KPYIHbIE KJIETOUYHbIE CKOILIEHUS —
JOMeHbl. Mpl TojaraeM, YTO TakKWe MPOCTPAHCTBEHHO pa3rpaHUUCHHBIE
MAaCCUBHBIC TOMYJISIIIUA OMOPHBIX M PEIENTOPHBIX KIETOK, CHHXPOHU3UPOBAHHBIC
OTHOCUTEJIPHO  Hayajla MX O KM3HEHHOIO  IMKJIa, MOTYT  CTa0WIJIbHO
(GYHKIIMOHUPOBATh B  KayeCTBE OTHENbHBIX  (PYHKIMOHAIbHBIX  €IUWHUL.
[TomyuenHbie pe3yabTaThl MOTYT OBITH BaXKHBI B CBSA3HM C aKTyalbHOCTBIO BOMPOCA
O BO3MOYKHOCTHU CYIIIE€CTBOBAHUS MPOCTPAHCTBEHHOI'O KOJa BOCHPHUATHUS 3allaxoB,
KOTOPBIA MOET OCYHIECTBISATHCA HE TOJBKO B OOOHATENIHLHOM JIyKOBHULIE, HO U Ha
ypOBHE Mepr(EepUISCKOro oTaeaa XxeMoceHcopHo cucteMbl [Buck, 1996; Mori et
al., 2006; Arzi, Sobel, 2011].

VYcraHoBI€HO, 4YTO OOOHSATENbHBIE KIETKH, BO3HUKIIME B Oa3alibHBIX
OTJeNIax JMUTEIHsl TOCjie JIeJICHHUs] CTBOJOBBIX KIETOK, MpPETepreBaeT psij
[MUTOXUMHYECKHX TIEPECTPOCK, KOTOPhbIE HAMpaBiICHbl HA WX JATbHEUIIYIO
mMurpanuio u audpdepeHunpoBky. [Ipudyem, BriepBbie 00HaAPYKEHO, YTO KIHOYEBYIO
pOJIb B 3TUX Mpolleccax MpUOOpeTaloT akTHHOBBIE MUKpoduiIaMenTsl. [lokaszaHo,
4YTO [Mepe]l MUrpalued MOJOJ0oro HeHpoHa B €ro JAEHIPUTHOM OTPOCTKE
IIPOUCXOJNUT YIUIOTHEHUE NPUMEMOpaHHOro ciosi F-akTuHa, Omaromaps udemy

BHYTPb JCHApPUTA IMEpEMEIIAeTCs HauOoJee MacCHBHAas YacTb KIETKH — SJIPO.
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Takas TpaHcopmalus KJIETKM TpuiaeT el Haubosee yaoOHyr dopMy s
YCIHEUIHOTO MEPEIBUKEHUS U TTO3UIIMOHUPOBAHUS B MEKKIIETOYHOM MTPOCTPAHCTBE
CEHCOPHOTIO arapara.

[locne 3akpemyieHusT TMEpPEIHEro ydacTKa JEHAPUTA B IOBEPXHOCTU
AMUTENHSI, B €r0 amuKaJIbHOM y49acTKe (OPMHUPYETCS TUIOTHBIA MPHUMEMOpPaHHBIN
CJIOW aKTMHOBBIX MUKPO(UIAMEHTOB C MOPOM, MPOCBET KOTOPOM OTKPHIBACTCS B
nurorasmy. Kakyio (yHKIIMOHAJIBHYIO HArpy3Ky BBINOJHSIET 3TOT, HE
3aMOJHEHHBIM F-akTMHOM TNpUMEMOpaHHBIM y4YacTOK KIETKH — HEU3BECTHO.
Bo3MoxHO, 4TO uepe3 mopy OT MEMOpPAHOCBS3aHHBIX PELENTOPOB MPOXOJUT
NIEPBBI BHYTPUKJIETOUHBIA CUTHAJ, UCXOMSUIMN OT OJOPAHTOB BHEIIHEW CPEIBI.
Pe3ynpTaThl 3THUX HCCIIEIOBAHUNA OYEHb BAXKHBI B CBA3U C OOCYXXIAIOIIUMCS B
MocJeaHee BpeMsi BOIIPOCOM O MEXaHU3Max, KOTOpble 00€CIIEYNBAIOT MOHOTE€HHYIO
1 MOHOQAIJIEIBHYIO IKCIPECCUI0 TEHOB, KOJUPYIOIMIUX OOOHSATEIIbHBIE PEIEHTOPbI
[Tan et al., 2015; Monahan, Lomvardas, 2015; Nagai et al., 2016]. B sactHocTH,
HauOojiee BaXXHBIMU TMPEACTABISAIOTCA JaHHBIE O TOM, YTO JIUTECHETHYECKas
perymnsius orObopa TaKOro €IWHUYHOTO T'eHa 3aIllyCKaeTcs MpU 00s3aTeIbHOM
ydqacTu  (YHKIMOHAIBHOTO  PEILENTOpa, PACIOJIOKEHHOTO B COCTaBe
YyBCTBHUTEILHOTO yuacTKa jaeHaputa [Lewcock, Reed, 2004; Serizawa et al., 2003;
Serizawa et al., 2004; Shykind, 2005; Shykind et al., 2004; Ferreira et al., 2014;
Monahan, Lomvardas, 2015].

Bocnpusitue XUMUYECKUX CHUTHAJIOB WHTETPUPOBAHO c
(GYHKIIMOHUPOBAHUEM JPYTHX CEHCOPHBIX MOJAIBHOCTEH, B YAaCTHOCTH, CO
CIIyXOBOM CHCTEMOM, YTO IMO3BOJISIET >KUBOTHBIM 00JIe€ TOJHO aHAJIU3UPOBATH
nocTynHyo uH(popmaiuioo o BHerrHed cpeae [Budinger, Scheich, 2009; Wesson,
Wilson, 2010; Kulahci et al., 2014]. Jlns u3yyeHus: afanTUBHBIX OCOOCHHOCTEH B
nepudepuueckoM OTIeNie aKyCTHYECKOro aHajiu3aropa Mbl HCIOJIB30BAIU
MPEACTaBUTENICH W3 Pa3HBIX TAKCOHOMHUYECKHX Tpymnm pbei0 o3epa baiikan ¢
XapaKTEPHBIMU OCOOEHHOCTH MX MOBEACHUS U IKOJIOTHH.

C noMouIpl0 CKaHUPYIOIIEH 3IEKTPOHHON MUKPOCKOMUU YCTAHOBJIEHO, YTO

JUTSL CAKKYJISIPHOW MaKyJibl pblO, OOMTAIONINX B MEJIKOBOJIHOM 30HE, TUIIMYHBIMU
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SBJISIIOTCSI CEHCOPHBIE KJIETKH C IIPEUMYILECTBEHHO KOPOTKUMHM CTEPEOLUIIUAMM,
BOCIIPUHUMAIOIIMMH BBICOKOYACTOTHBIE 3BYKOBBIE KOJIEOAHHsI, CBSI3aHHBIE C
rpyHTOM. B OTiamume OT 3TOro, i MENaru4eckKux BUAOB CHUIOBBIX DPBIO U
TOJOMSIHOK CBOMCTBEHHBI OOJIbIIME IO IUIOIIAAM MAaKyJjbl, 3aHUMAaeMble
BOJIOCKOBBIMU KJIETKAaMH C YJIJIMHEHHBIMH CTE€PEOLMIIUSAMHU, YTO CIOCOOCTBYET
BOCHPUATHIO HU3KOYACTOTHBIX AKYCTUYECKHUX KOJI€OaHUH, CBOMCTBEHHBIX IS
rIyOOKOBOJHOM 30HBI baiikana.

Takue e 3JI€eMEHTBl CXOACTBAa y Ppa3HBIX Ipynn pblO, OOUTAIOLUX B
CXOAHBIX OuoTomax, HaOMIOJAIOTCSI U B OTHOLIEHWH OCOOEHHOCTEH HUX
JUPEKIIMOHHOW aKyCTUYECKOM YYBCTBUTEIBHOCTH. Tak, y HPUOPEKHOIO
OCHTUUYECKOr0 BHAA KAaMEHHOM IIHPOKOJIOOKM M y OEHTONEeNaruyeckoro BHJA
CeBEpOOANKAIIBCKON KEITOKPBUIKH BBISIBIIEHO JOMUHHUPOBAaHHE BEPTUKAIBHOU
MOP(OJIOTHYECKON TMOJAPU3ALMN CEHCOPHBIX IYYKOB, YTO OOECHeYMBaET
BOCIIPUATHE AKYCTUYECKUX CHUTHAJOB, PACHPOCTPAHAKOUIUXCA B  JOPCO-
BEHTPAJIbHOM HampaBj€HUU BOJIUM3M CO JHOM. B cpaBHeHMM C 3TUM, B
CaKKYJISIpHOW MakyJe y MeJaruueckuX CUTOBBIX PbIO, a Takke y rTyOOKOBOJHBIX
00JbIION U MaJION FOJIOMSIHOK TOPU30HTANIbHAS OPUEHTAIUS BOJIOCKOBBIX KJIETOK
pEeBAMPYET HaJ BepTUKAIbHOU. Takas mossipu3aiusi peuenToOpHbIX 3JIEMEHTOB
ppI0 HampaBlieHa Ha BOCIPUSATHE 3BYKOBBIX BOJH, PacHpOCTPaHSIOLIUXCS
MPEUMYIIECTBEHHO B POCTPO-KayAalbHOM HalpaBJIEHUU.

CpaBHUTEIBHO-MOP(POJIOTHYECKUE HCCIETOBAHUS TOBOPSAT O TOM, HTO,
HECMOTpPsSI Ha TaKCOHOMHUYECKHE pa3iuuus, pbIObI, OOMTAIOIIME B CXOJHBIX
ouoronax, UMEIT MOpPQOJOrHYecCKH OJM3KME TapaMeTphl  YCTpOICTBa
PELENTUBHOTO YYacTKa BOJIOCKOBBIX KJIETOK KaK B OTHOIIEHHHM MX Mopdosoruu,
TaK W JUPEKIIMOHHOW YYBCTBUTENBbHOCTU. M3 3TOro cnemayer, 4To CTPYKTypa
YYBCTBUTENIbHBIX KJIETOK B OOJIbIIEW CTENEHU NPeAOINpenensiercs He
CUCTEMaTHYECKUM TOJOKEHHEM pbIO, a OCOOCHHOCTSIMH 3aHUMAaeMOM HMHU
DKOJIOTHYECKOM HUIIM. DTO €Ile pa3 MOATBEPKAAET U3BECTHBIA 3BOJIFOLMOHHBIN
OPUHLUII O TOM, YTO CYIIECTBOBAHWE OPraHW3MOB B OJIMHAKOBBIX YCJIOBHUSAX

cpensl OpUBOIUT K (OPMHPOBAHUIO CTPYKTYp, HMEIOUIUX CXOJHbBIE
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Mop(doaornyeckue 0coOeHHOCTU. B 1aHHOM cilydae, Takue 3JIEMEHThI CXOJCTBa
HaOII0JAI0TCS B CTPYKTYpE W MOJSIPU3aLMM IUIMAPHOTO ammnapara B COCTaBe
CaKKYJISIPHBIX MaKyJ Y BOJIOCKOBBIX KJIETOK.

Takum o006pa3oM, CyIIECTBEHHBbIE OTIMYMA 00pa3a >KU3HM Yy Ppa3IUYHbIX
rpynm OalKalbCKUX PbIO OBUIM HMCIOJIB30BAHBI HAMH B KAaYECTBE €CTECTBEHHOM
MOJIETHN ISl BBIABICHUS MOP(O-(pyHKINOHAIBHBIX aJanTaluii OOOHATEIBLHOTO U
CIIyXOBOT'0 aHAJIU3aTOPOB y THAPOOHOHTOB, 3BOJIFOIMOHHO MPUCIOCOOJEHHBIX K
KU3HEACATEIIbBHOCTY B Pa3HbIX JKOJIOTMYECKUX YCIOBUSX. B JgaHHBIX
uccienoBanusx baiikan BpICTymaeT He Kak 03epo, Ooratoe 3HAEMHUKaMHU, a Kak
METO/I, METOAOJOTUYECKHUI MOIX0/, KOTOPBII JaeT HaM MOJENbHbIE OOBEKTHI, Ha
KOTOPBIX MOXXHO H3y4aTh IpPOOJIEMBI, CBA3aHHBIE C M3YyYEHUEM Te€X, WM HHBIX
¢dusnonornyeckux agantanuid. OTAENbHBIE BOIPOCHI, KACAIOMIMECS HW3YYEHUS
IIPOLIECCOB HEMpPOreHe3a, B MOJEIbHBIX SKCHEPUMEHTAX pEIIAIUCh TaKXke Ha
Ipyrux, Oojee HENPUXOTIMBBIX K COACPKAHUIO aKBapUyMHBIX BHJAX pbIO.
Pe3synbrarel TIpOBEJCHHBIX HMCCIEAOBAHUN IOKA3bIBAIOT, UYTO TMepuepruecKue
OTJIEJIbl KaK OOOHATENHFHOTO, TaK U CIIYXOBOIO ammapara pbl0 001a1atoT OOJIbIITUM
IPUCIIOCOOUTENIbHBIM TOTEHIMAIOM, TO3BOJISIOIIMM UM aJalTUPOBAThCS K
MEHSIOIUMCSL  YCJIOBHSIM ~ BHeImHeH cpenpl. [lomydeHHble cBeneHUs HE
UCUEPIBIBAIOT TOTO CTPYKTYPHO-(PYHKIIMOHAIBHOIO MHOT000pa3usi CBOMCTB,
KOTOpBIC 3aKJIIOUYEHbI B OJTUX CHCTEMax M MOTYT OBITh HCIOJNB30BAHBI IS
JANBbHEUIIETO W3y4YeHUs CIOXKHBIX TPOIECCOB WX (PYHKIMOHUPOBAHUSA U

MEKCEHCOPHBIX B3aUMOJICHCTBHM.
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BbIBO/IbI:

1. B cMeHe (a3 ci0XKHOrO penpoAyKTHMBHOIO MOBEAEHHUS PbIO BaXKHYIO DPOJIb
UTpaAOT  aJlallTUBHBIE NEPECTPOMKHU NepUuepruuecKoro otaesaa OOOHATEIBHOIO
aHaJIM3aTopa.

2. OOOHATENBHBIN AMUTEINI NENTarn4eckux ppl0 MMEET CYIIECTBEHHO OOJbIIYIO,
YeM y OCHTOCHBIX, CTPYKTYPHO-(PYHKIHOHAIBHYIO YCTOMYMBOCTh K BO3ICHCTBUIO
rUINoO0apuYecKoi TUIIOKCUH, YTO, BEPOSITHO, SIBJISIETCS PE3yJIbTaTOM UX aJarTaluu
K CE30HHBIM M CYTOYHBIM BEPTHKAJbHBIM MHIPAlUsAM B IPOLECCE NUIIEBOTO
MOBEACHMUS.

3. [luTockener B ACHIPUTAX PELENTOPHBIX KIETOK (POPMHUPYETCS HE TOJBKO MPHU
3HAYUTEIBHBIX (PYHKIMOHAIBHBIX Harpy3Kax B IEPHO] HEPECTa, HO U IPHU HUZKOU
KOHIICHTPAIlMM OJOPAaHTOB BO BHemHen cpene. lIpu ceHcopHon nenpuBanuu
CUCTEMa MUKPOTPYOOUEK SIBISETCS BA)XKHBIM KOMIIOHEHTOM, O0€CIeYHBAIOLIEM
CTPYKTYPHO-(DYHKIITMOHAJIBHYIO LIEJIOCTHOCTh PELIENTOPHBIX KIIETOK.

4. JnurtenbHash OJOpaHTHAsE CTUMYJSALUS PHIO HETOKCHYHBIMU BEIIECTBAMU
BBI3BIBACT M30MpATENbHYIO TU(DPEPEHIIMPOBKY U MPOTrPAMMHUPOBAHHYIO THOEIb
OTJIEIBHBIX KJIETOK OOOHSATEIBHOTO AMUTENHNS, YTO MPUBOAUT K KOMIEHCATOPHOMY
YCWJICHHIO IIPOLIECCOB HEWPOreHe3a.

5. O0oHsTENbHbIE HEUPOHBI MOTYT TPAaHC(HOPMUPOBATHCS B KJIETKU C ACHAPUTHOM
HEHpOCeKpelel, YTO CBUIETEIBCTBYET 00 UX CIOCOOHOCTU K MEPEKIIOYEHUIO Ha
Opyroi Tin (pyHKIHOHAIBHOM crienrain3alim.

6. B X0/1¢ KOHCTUTYTUBHOTO HEWpOreHe3a HOBOOOPA30BaHHBIE KIETKU MUTPUPYIOT
K anuKaJbHOW MOBEPXHOCTH OOOHSATEIBHOIO JMHUTENHs, IA€ OHU (HOPMUPYIOT
MPOCTPAHCTBEHHO pa3rpaHUYCHHbIE JOMEHbI, KOTOpbIE, BO3MOXHO, MOTYT
(GyHKIMOHUPOBATh B KauecTBE MOP(PO-PYHKIIMOHAIBHBIX €IMHULI.

7. B mpomecce muddepeHIUPOBKH M MHUTPAIMH  MOJIOAOTO OOOHSATEIBHOTO
HElpoHa 3HAuUUTENIbHAs JOJsl €ro SIEpPHOro MaTepuana IPOHUKAET BHYTPb

ACHApUTa C XOpOoIO BbIPAKCHHBIM HpI/IMeM6paHHBIM CJIOEM AKTHHOBBIX
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MUKpOHUIAMEHTOB, OJlarojapsi ueMmy KjeTka MNpUHUMaeT Haubojiee yI00HYIO
dbopMy 1JIsI MUTPAITUU B MEKKIETOYHOM MTPOCTPAHCTBE.

8. Ilocne ycTaHOBIIEHUs] KOHTaKTa OOOHSATENbHOW KJIETKU C BHEIIHEH Cpeiou, B
npuMeMOpaHHOM ciioe F-akTuHa TepMuHamM JeHapuTa GopMUPYETCs Topa, Yyepes
KOTOPYIO OT OJIOPAHT-CBSI3BIBAIOIINX PEIENTOPOB MOXKET MPOXOIUTH TEPBBINA
BHYTPUKJICTOUYHBIH CHUTHAJ, HEOOXOAMMBIM JJId CTaOWIM3AIlMd IKCIPECCUHU
OOOHSITEIBHBIX PEIETITOPOB.

9. V OailkaibCKuX OCHTUYECKUX M OCHTO-TIEIATMYECKUX PBIO CIyXOBOM
CaKKYJISIPHBIA STUTEINNU MPEJACTAaBICH CEHCOPHBIMHM KIIETKAMH C BEPTHUKAIBHOMN
MOJISIpU3aITHCH U IPEUMYIIIECTBEHHO KOPOTKUMH CTEPEOIIITHIMH,
BOCIIPMHUMAIOIIMMU BBICOKOYACTOTHBIE 3BYKOBBIE KOJI€OaHUs, CBA3aHHBIE CO
THOM. B oTimmume oT 3TOTOo, AJIs MeJarn4ecKuX roJIOMSTHOK M CUTOBBIX BHUJIOB PBIO
CBOMCTBEHHBI BOJIOCKOBBIC KJETKM C TOPHU30HTAJbHOM MOJSpU3ALUEd U
YJIMHEHHBIMU  CTEPEOLIMJIUSIMU, UYTO CIOCOOCTBYET Haubojiee aJeKBaTHOMY

BOCITPHUATHUIO HU3KOYACTOTHBIX dAKYCTUUCCKHUX CUT'HAJIOB B TOJIIIC BOABI.
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