HU3BECTHA PAH. CEPUA BUOJIOTHYECKAA, 2022, Ne 2, c. 160—165

VIK 591.481.11:591.5

300J10Iru-a

M3MEHEHUS TUIIIIOKAMIIA B CBA3U C JTMHAMUKOM
IJIOTHOCTU MONYJIAIINN PHLXKEN ITOJEBKU

© 2022 r.

B. A. ckun®

Mockosckuii eocyoapcmeennsiii ynusepcumem um. M. B. Jlomonocosa, Mockea, 119991 Poccus
@E-mail: yaskin_v@mail.ru

IMoctynuna B penakuuio 11.05.2020 r.
ITocne nopa6otku 08.07.2020 r.
IMpunsara k myonukaumu 08.07.2020 1.

M3yyanu M3MEeHYMBOCTh TMIIIOKAMIIA B CBSI3U C MHOTOJIETHUM LIMKJIOM IIJIOTHOCTH MOITYJISILIUU U T€CTBU -
€M, CBSI3aHHBIX C IIOBEIEHNEM TUIOTHOCTHO-3aBUCUMBIX MEXaHM3MOB aBTOperynsanuu. MccaenoBanue mo-
JIEBBIX COOPOB MOP(MOIOTMYECKOro MaTepuaa peixkux mojeBok ( Clethrionomys glareolus, Rodentia) BbIsIBU-
JIO TOIOBYIO MU3MEHUYMBOCTD pa3Mepa TMITIIOKaMITa Ha (poHe M3BMEHEHMIA TNIOTHOCTH ITOITYJISIIIAN. AGCOTIOT-
Hasl ¥ OTHOCUTEJIbHAs Macca TUIIOKaMIla ObUIM JOCTOBEPHO OOJIBIIE Y MOJIOABIX OCEHHUX MOJIEBOK B IO,
ITMKa YUCIIEHHOCTH Ha (hOHE BHIPAXKEHHOM CTpecC-peakni, MPOSIBIISBIIEIHCS B YBETMUEHHOM Macce Hall-
MMOYEYHUKOB. DTa 0COOEHHOCTH MOP(HOJIOTUH FOJIOBHOTO MO3ra COXpaHsJIach B TEYEHME KU3HEHHOIO LIUK-
JIa XKUBOTHBIX, PONUBILKXCS B TOII ITMKa YMCIeHHOCTA. OOCYKIaI0TCs BO3MOXHBIE (PaKTOPBI M MEXaHU3MBI
W3MEHYMBOCTU FMIITOKAMIIA B CBSI3U C JUHAMUKON IUIOTHOCTU IOITYJISILIAM.

Karouegoie crosa: TUIIIOKaMIl, USMCHYMUBOCTb, IMHAMMKA ITJIOTHOCTU IIOITYJIALIUMU, COLIMaJIbHBIN CTpECC,

pbIXasi MojieBKa
DOI: 10.31857/51026347022020159

HccnenoBaHue ITOCIENCTBII COLIMAIBHOIO CTpecca
Ha MOJIIEJIA Pa3BUTHUS MO3ra B IIPUPOTHOI MOITYJISILINA
XKMBOTHBIX ITOMHUMO TEOPETUYECKOIO MOXET HMETh
TaKKe W MPUKIIATHON MHTEPEC, IIOCKOIbKY M3BECTHO,
YTO OOJIBIIMHCTBO CTPECCOBBIX CTUMYJIOB, BEMYIIIUX K
IICUXOMNATOJIOTUM Y JIIOJAei, MMEIOT COLIMAIbHYIO
npupony (Bjorkqvist, 2001). TunmokamMm — oTaen
Mo3ra, (pyHKIIMOHAJIbHO CBSI3aHHBIH C TIPOCTPAaHCTBEH-
HBIM TTOBEICHUEM U MaMSThIO, SMOLIMOHAIBHBIMU Pe-
aKIMSIMU XXMBOTHBIX, PETYJIMPOBAHMEM pEaKIUM Ha
CTpecc — TPaAULIMOHHO IpUBJIEKACT BHUMAaHUE OOJIb-
IIOTO 4Mcia ucciaegoBarencii. Ha gaboparopHbIx
KHMBOTHBIX 3KCIIEPUMEHTAJIbHO IIOKAa3aHO, YTO 3Ta
4acTh MO3Tra XapaKTepu3yeTcsl MOpPQOIIOTHYECKOM
IUIACTUYHOCTHIO, B TOM YMCJIE, B CBSI3U C BIUSTHUEM
CE30HHBIX (PAKTOPOB, TaKMX KakK JJIMHA CBETOBOIO
ITHSI, U3MEHEHMWE YPOBHS ITOJIOBBIX TOpMOHOB (Shors
etal.,2001; Galea, 2008; Workman et al., 2011). B no-
cliefHUe TOoAbl BCe OOMbIIE TOSIBISICTCS TTOAOOHBIX
HCClIeOBaHUI HA XKUBOTHBIX U3 MPUPOIHBIX TTOITYJIsI-
1uii. Ce30HHBIC pa3nyusi B MOPMOIOruY TMITIoKaMIa
JIUKUX BUIOB MEJIKMX MJICKOITUTAIOIINX OTMEUYCHBI B
psine pa6ot (Yaskin, 1984, 2013, 2019; Lavenex ef al.,
2000; Burger ef al., 2013; Spritzer, 2017; Lazaro et al.,
2018). UccmenoBaHus, ITOCBSAIIEHHBIE XpOHOTpaduye-
CKOI U3MEHYMBOCTH 1 MOP(OJIOTMIECKOM TIIaCTUIHO-
CTU THUIIIOKAMIIA B CBSI3U C IMHAMMKOW IUIOTHOCTU
NPUPOOHBIX HOMYJISILUIA JKWBOTHBIX U IEHICTBUEM, CBSI-

3aHHBIX C TIOBEIEHUEM MIOTHOCTHO-3aBUCHUMBbIX M€~
XaHU3MOB aBTOPETYJISILINU, PaHee He TTPOBOIUIINC.

Lems pabOTHI — M3yYeHNE N3MEHYNBOCTH pa3Me-
pa TUIIIOKAMIIa B CBSI3U C YPOBHEM ITONYJISIIMOHHOM
IUIOTHOCTH B TIPUPOTHON MOMY/SIINU PhIKE MTOJIeB-
KM Ha (poHe TpearioaracMoro IeicTBUS 3aBUCUMBIX
OT IVIOTHOCTU MEXaHMU3MOB aBTOPETYJISILIUH.

MATEPHAJIBI U METO/1bI

IMonesbie cOOpbl MOP(OTOTMUECKOr0 MaTepraia
B IPpUPOOHOM MONYJISIUU PhLKUX nojieBoK (Clethri-
onomys glareolus) ObLIN TIPOBEAECHBI B MOMME PEKU
IMTemmmer (CpennHee 3aypanbe) B 1975—1978 rr. O6u-
Jiue OLIeHUBaJIM METOJIOM OTJIOBA B JIOBYLIKM ['epo co
CTaHIAPTHOI TIPMMAaHKON Ha JMHUIX (KOJIMYECTBO
ak3eMIuIsIipoB Ha 100 noBymko-cyTok). Ob6cnenona-
HU€ XMBOTHBIX U 00paboTKa MOpP(OJOrniecKoro
MaTepuasia OblIM TPOBENEeHbI MO €AMHON METOIUKE
(Sckun, 2016; Yaskin, 1984). Maccy Haanmo4YeYHUKOB
oIpeIensuii ¢ TOYHOCTHIO 10 0.2 Mr. OTHOCUTENbHAS
Macca HaJloYeYHUKOB 110 OTHOLIIEHUIO K Macce Tesa
BbIpaXkKeHa B MI'/T. MO3T )KMBOTHBIX 0€3 TBEpI0ii MO3-
roBOI 000JIOUKU B3BEIIMBAIU C TOUHOCTHIO 10 1 MT' 1
3ateM ¢ukcupoBaiu B 10%-nom popmanuHe. Kax-
JIBI1 MO3T XpaHWJIM B OTAEJIbHOI MPOOUPKE C ITUKET-
koii. [IpenaprupoBaHue Mo3ra U BbleJIEHUE TUIIIIO-
KamIia MpoOBOAWJIM C UCTIOJIb30BAaHMEM MMKPOCKOTA
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Ywucnao ocobeii Ha 100 JIOBYIIIKO-CYTOK
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Mecsiiibl, ronbl

Puc. 1. I[I/IHaMI/IKa OTHOCUTEJIbHOU YMCIIEHHOCTU PBIKHX
ITIOJIEBOK.

MBC-2 He paHee yeM yepe3 Mecsl] ¢ MOMeHTa (pUK-
cauyu. OTOeIbl MO3Ta B3BEIIMBAIK C TOYHOCTBIO IO
0.2 m1. Yepes koadpdunneHT nepecyera, onpeaeiieH-
HBIH OTACJIBHO IJIsd KaXXJoro mogsra, IOJYYEHHBIC
3HAUEHUS MEePeBOAUIIM B HATUBHYIO Maccy (SIckuH,
2016). Macca roJIoBHOTO MO3Tra M TUITITIOKaMIia ObLia
onpeneyieHa y 597 pbXXKUX MOJIEBOK.

Bce moneBku ObuIM pa3neiaeHBI HA ABE T'PYIIIILL:
8eceHHUe — OBICTPO CO3pEBaJid 1 y9aCTBOBAIU B pa3-
MHOXEHUM B IOl CBOEI0 POXIECHUS, K OCEHU B OC-
HOBHOI Macce BEIMUPAJIN; U 0CeHHUe — B TOI CBOETO
POXIEHMST MOJIOBOI 3PEJIOCTA HE AOCTUTAIM, COCTaB-
JISIZTA OCHOBHYIO YaCTh 3MMYIOIIEH ITOITYJISILIMU 1, COOT-
BETCTBEHHO, TPYIIIIHI IIEPE3MMOBABIIIMX Ha CJICTYIOLIIA
roa (Sckun, 2020). s CTaTUCTUYECKOM OLIEHK! H0-
CTOBEPHOCTHM pa3JIM4YMii NPU3HAKOB MCIIONIb30BaIU
t-xputepuit CtelonenTa. HopMallbHOCTE pacripenesie-
HUS olieHMBaIM MeTtogoM Koimoroposa-CMupHOBA.
ITpu 06paboTKe MaTepurasia Oblia MCIIOJIb30BaHa IMPO-
rpamma Statistica 8. [TogcunThIBaI CpegHEee U CTaH-
JIapTHYIO OIIMOKY cpemHeit (M = m), mipeaesbl, Ko-
sdduumenT Bapuaunu npusHakos (Cv, %). OTHOCH-
TeJIbHasi Macca Mo3Tra II0 OTHOIIIEHMIO K Macce Tejla
BbIpaxkeHa B MI/T. OTHOCUTEIbHAs Macca TMIIIIOKaM-
I1a 110 OTHOIIEHMIO K MacCe BCEro MO3ra BhIpaxkeHa B
npomuinie (%o).

PE3VIIBTATBI MCCIIEJOBAHHNA

Ilepuon coopa MaTepuraaa OXBaTUI NEPUOALI HU3-
KOM, CpEIHEN U BBICOKOM YMCJIEHHOCTH PbIKEN MO-
JeBKu (puc. 1). 3a Bech II€pUOI YJIOB MOJEBOK KOJIe-
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Oancd B mpenenax 4—35 sk3emuisgpoB Ha 100 noBymI-
KO-CYTOK. MUHHMMaJIbHBIM 3TOT ITOKa3aTesb ObLI B
1975 1. B 1976 1. mporcxonnio OBICTpOe HapacTaHKe
YHUCJIEHHOCTA — C WIOHSI IO OKTSIOPh OHA YBEJINYU-
Jack B 4 paza. B 1977 r., B ron HauOOIbIIE YUCTICH-
HOCTH, C Masl IO UIOHb IPOM3O0IILIO IBYyKPAaTHOE YBE-
JINYeHNE YUCIeHHOCTH. Bo BTOpOIT monoBuHe JeTa
npu noragaeMocT 3BepbkoB 30—35 3k3. Ha 100 j10-
BYILIKO-CYTOK POCT YMCJIEHHOCTU ocTaHoBmics. Ha
CIIeAYIOIINIA TON TOIagaeMOCTh MOJIEBOK ObLla 3a-
MeTHO Hke. B repuon pocra uncinenHoctu (1976 1.)
oOpamana Ha cebss BHMMAaHHME BBICOKAasi MHTESHCUB-
HOCTh Pa3MHOXEHUsI MOJIOMBIX, B UIOHE U UIOJIE TTOJI0-
BO3peJIble CaMLbl COCTaBISIIN 62—67%, pasMHOXAIO-
myecs caMku 58—65%. B ron HauboJbIIEe YMCIeHHO-
ctu (1977 1.) IpOLIEHT YYaCTBYIOIINX B pa3MHOXEHU N
ceroJjieTok ObLI 3aMeTHO Huxke. Eciu B utoHe 1977 r.
noJyioBo3pelibiMu 6611 30% BCeX MOJIOOBIX CaMIIOB,
YTO 3HAYUTEJBHO HILKE, YeM B JPyrue roibl, TO B
UIOJIE UX YMCJIO COKPATUIIOCh 10 5%. YuacTBylolue B
pa3MHOXEHUM MOJIOAbIE CaMKM COCTaBJISIIM B
nioHe—wmioJie roga muka 8—30%, Torga Kak B IIpebl-
IVIIAI U TOCTEAYIOIUNA roasl — 58—85%. O0yciioB-
JIEHO 3TO TEM, YTO IPAKTUISCKU BCE 3BEPhKU U3 BTO-
pPBIX TIOMETOB, B OOBIYHBIC TOIOBI YYAaCTBOBABIINE B
Pa3sMHOXEHUM, He OOCTUTAJIM MOJOBOI 3peoCTU B
TOJI MUKa.

CrenmyeT OTMETUTH U3MEHEHME pPa3MepoB HaIIO-
YEYHUKOB B CBSI3U C IMHAMUWKOM TNIOTHOCTH MOITYJISI-
uuu. M3BecTHO, UTO B YCIIOBUSIX TIepeHACEICHHOCTU
Y BBICIIMX MO3BOHOYHEIX IIPOUCXOIUT yBEJIUUYECHUE
HaJIMOYEYHUKOB B CBSI3U C COLIMOT€HHBIM CTPECCOM U
MOBBILIEHHOM TMPOAYKIIME NIIOKOKOPTUKOUTHBIX
ropMoHoOB B KopkoBoMm cioe (LlBapi u ap., 1968;
Christian, 1971). B rom mmka 4mMCI€HHOCTHM Macca
HaAITOYEYHUKOB TI0JICBOK OKa3ajlach 3aMETHO U CTa-
TUCTUYECKU JOCTOBEPHO BBIIIIE, YEM B JPYTrUe TOJbI.
OTHoOcUTeIbHAs Macca HAaAIMOYEeYHUKOB MOJIOIBIX
OCEHHUX TII0JIEBOK B OKTs10pe roma muka (0.198 =+
+ 0.007 mr/T, n = 57) 6b11a Ha 41% BBHIIE (P < 0.001),
yeM B OKTsI0pe rona mepen koM (0.140 = 0.005 mr/T,
n = 91). OTHOCUTEIbHO OOJiee KpYIHbIE HaAIOYey-
HUKU OBLIM TaKXe y BECEHHMX CETOJIETOK B JICTHUE
MecCSI1IbI TO/Ia MUKA.

Takum o6pa3oM, B rof ImMKa HaGIIOOAINCh XapaK-
TECPHbLIC aBTOPECIYJIATOPHLIC ITOITYJIALIMOHHbBIE MEXa-
HU3MBI, CBSI3aHHBIC ITPEIITOJIOXUTEIBHO C COITAAThb-
HBIM CTPECCOM: PETIPOMYKTUBHAS CYITPECCHUST MOJIOIBIX
T10JIEBOK (B OCOOEHHOCTH CaM1IOB), pAaHHSISI OCTAaHOB-
Ka pa3MHOXEHUS, YBeJIMIEHNE pa3MepOB HaIIIoYed-
HUKOB CETOJIETOK.

I1pu cpaBHeHUN XpoHOTrpadMIECKUX N3MEHECHWI
MacChl MO3Ta C IMHAMUKOM ITOMYJISIIUU, CJIEIYeT OT-
METUTh, YTO MAKCUMAJBbHBIX 3HAYEHU CpemHsIs
Macca MoO3ra pPbDKUX MOJEBOK JIOCTUTajia B JIETHUE
MeCSIBI ToJa KA YMCIEHHOCTU. BhICOKM 3HaYeHUS
MaccChl MO3ra B TOJI Tepel ITMKOM YMCJIEHHOCTH. 3a-
METHO Oojiee HM3Kas CpemHsIsI Macca Mo3ra Oblia y
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Ta6muna 1. T'ogoBast UI3MEHYMBOCTH aOCOJIOTHOM M OTHOCHUTEIBHOI MacChI TUIIIIOKaMIia, MaCChbl MO3ra 1 MacCChI TE€Jjia

OCEHHUX PbIXKUX I0JIeBOK (M £ m)

OrtHOcUTEIbHAY
Bpems Macca OTtHocuTenbHas
Mmacca Macca Mmog3ra,
OTJIOBA, FOZ[ n TUIIITIOKaMIIa, Macca TCJaa, r Macca Mo3ra,
TUIIIIoKaMIIa, MT
BO3pacT, MecC. MTD MT/T
1975 8 55.8+0.83 | 1042+ 1.73 536+ 5.5 15.1 +0.99 36.4+2.2
OKTS6Pb, 1976 13 58.8+0.58 | 101.7+0.98 578 + 8.6 16.5 + 0.52 354+ 1.2
1—3 mec. 1977 58 63.1+0.73 | 109.4+1.02 577 + 3.8 151 +0.21 38.6 +0.5
1978 38 56.7+0.74 | 101.5+0.80 558 +4.9 14.5 + 0.39 39.4 4 1.0
v 1976 22 557+ 1.01 | 1055+ 1.04 528 + 6.3 17.5 + 0.40 304+ 0.6
6_35’;’“ 1977 26 5414070 | 101.4+0.88 533+ 5.4 171 +0.31 314405
' 1978 22 59.2 +0.70 111.1 +0.79 534+ 6.3 14.2 + 0.30 37.9+0.8
" 1976 6 679+ 122 | 112.6+3.24 598 + 10 32.0 + 2.60 192+ 1.3
9—}2:“;% 1977 36 68.5+1.02 | 113.2+0.81 604 + 5.6 23.0 + 0.48 26.6+0.5
' 1978 20 68.6 + 1.61 117.4 + 1.40 563 + 8.5 21.2 4+ 0.80 27.940.8

MOJIEBOK B Tof, mocJjie nmuka. Tak, B utoHe 1978 r. macca
moasra 6euta Ha 4.5% (P < 0.001) HiKe, 4eM B MIOHE Toa
mka (1977 1.), B okTs16pe — Hipke Ha 3.5% (P < 0.001).
Paznuuanace Takke M OTHOCHUTENIbHAsI Macca MO3Ta.
JrHaMuKa 3TOro ITpU3HaKa O0JIbIIIe OTpaXkaeT U3Me-
HEHUS MacChl Tejla HeXXeIW Macchl Mo3ra (Tabauia).
B omHOpOIHEIX B BO3paCTHOM OTHOIIIEHWH BEIOOPKAX
PBIXUX TIOJICBOK BapuabesIbHOCTb MAcChl TeJla U OT-
HOCHUTEILHOIT MacChl MO3ra 3aMETHO BEHIIIE (B Cpeli-
HeM Cv = 15%) 4em BapmabOelIbHOCTHh aOCOIIOTHOM
Macchl mo3ra (Cv = 5%). I1pu cpaBHEHMU TUHAMUKHA
TaKuX MIPU3HAKOB KaK Macca Tejia, Macca roJIOBHOTO
MO3ra M OTHOCHUTEIbHAsh Macca TOJIOBHOTO MO3ra
MOXHO OTMETHUTh, YTO aOCOJIIOTHAsI Macca FOJIOBHOTO
MoO3ra HauboJiee Y4eTKO U3MEHSIETCS B COOTBETCTBUU C
XOIOM TTOITYJISIITUOHHOM YMCIICHHOCTH.

AOCOJTIOTHAsI 1 OTHOCUTEIbHAsI Macca TUITITOKaM-
Ma y MOJIOJBIX OCEHHUX PBIXUX MOJIEBOK, OTIOBIIEH-
HBIX B OKTSI0pe roaa nuka (Bospact 1—3 Mec.), okaza-
JIaCh TOCTOBEPHO BBbIIIIE MO CPABHEHUIO C APYTUMU
romamu (Ta6:a. 1). Macca runmokaMiia B OKTSIOpe TO-
na nuka (1977 r.) obuta Oosblire, 4eM B OKTsIOpe 1975,
1976 1 1978 rr. Ha 13.1, 7.3 1 11.3% coOTBETCTBEHHO,
npu P < 0.001. OTHOCUTEIbHAsI Macca TUIIoOKaMIa
(110 OTHOIIIEHUIO K Macce MO3Ta) B OKTSIOpe roaa Im-
Ka 6bu1a BoIle, ueM B 1975 1. Ha 5.0% (P < 0.05) 1 BbI-
e, yeM B 1976 1 1978 rr. Ha 7.6 u 7.8% (P < 0.001).
Takast 0COGEHHOCTh OCEHHUX ITOJIEBOK, POIUBIINXCS
B TO TIMKA, COXPAHSIETCS IO BECHBI CIEAYIOIIETo TO-
J1a. AGCOJIIOTHAS 1 OTHOCHUTEJIbHASI Macca TMITIIOKaM-
Ma 3TUX ITOJIEBOK B BO3pacTe 6—8 MecslieB, OTJIOB-
JICHHBIX B KOHIIE 3UMBI ellie 1o cHerom (MaptT 1978 1.),
6blL1a OOJIbIIIE IPU CPAaBHEHUM C aHAJTOTMYHBIMU BhI-
OopKaMH MpeabIayInux JJeT. Pasnuuus mo abcomor-
HOW Macce rurimokama ¢ 1976 u 1977 rr. coctaBisiiv
6.319.4% (P<0.05; P<0.001), IO OTHOCUTETHHOI
5.319.6% (P < 0.001). ¥ 6onee crapmux 9—11 me-
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CSIYHBIX TIePE3MMOBABIINX MOJEBOK POJUBIIUXCS B
ron nuka (uoHb 1978 1.), pazanuuii Mo abCcoItOTHOM
Macce TUINnoKamIia 1o CpaBHEHUIO € MPEAbIAYIIMMU
rogaMu yxe He HaOIomaaoch, HO ocTaBajlach He-
CKOJIbKO 00Jiee BBICOKOI OTHOCUTEIbHAsI Macca TUTI-
nmokamiia, — Ha 4.3 (P > 0.05) u 3.7% (P < 0.05) no
cpaBHeHUIO ¢ 1976 1 1977 IT. DTH pa3mmdus o OTHOCH-
TeJIbHOI Macce TMITIMoKaMIIa MpU OTCYTCTBUU UX IO a0-
COJIIOTHO! OOBICHSIOTCS 00JIee HU3KOM OOIIIEN MacCcoit
TOJIOBHOTO MO3Ta Tepe3MMOBABIINX TTOJIEBOK, POIVB-
IIUXCS B TOJ MMUKA YMCIIEHHOCTHU, TI0 CPAaBHEHMUIO C IPY-
TMMU TOIaMU.

YV BeCeHHUX IT0JIEBOK 3HAUMMBIX pa3J'[PI‘IHI>i o ab-
COJIIOTHO U OTHOCMUTEIBHOI Macce TUIINoKamIia B
JICTHUEC MECALBI pa3HbIX JIECT HE Ha0II00a/I0Ch.

OBCYXIEHHUNE

JaHHbIe 00 M3MEHYMBOCTM MO3ra MJIEKOITUTAO-
IIUX B CBI3U C JUHAMUKON TUIOTHOCTU MOIMYISIIINU
OYeHb MAaJIOYUCIICHHBI. BeposiTHO, 3TO CBSI3aHO C
TE€M, UTO B 300JI0TMYECKUX MOJEBBIX UCCAEAOBAHUSIX
MPUOPUTETHBIM OBIIIO COXpaHEHME YePETIOB JJIsI KO-
nexiuii. Ha mecuax SImajna ObLIO moKa3aHo, YTO IpU
pEe3KuX KojiebaHUSIX YUCIEHHOCT Macca MO3Tra MO-
JIOJBIX CAMIIOB U3MEHSIETCSI CHHXPOHHO C MaCCOI Te-
Jla, OHa BBIIIIE B TOABI TTUKA IO CPABHEHUIO C TOIAMU
MUHUMYyMa yrciieHHocTy ([yopasuna, 1976). OtMme-
YeHBI U3BMEHEHUS CpeIHEN MacChl MO3Ta Y3Koueper-
HBIX MOJICBOK B CBSI3U C TUMHAMUKOMN TUIOTHOCTH 1O~
nynsiuu (AckuH, 1988). B memom, cpemnHsisi macca
MO3Ta MOJIEBOK B ITOMYJISLIMM ITOBHIIIAETCS B a3y
HapacTaHUSI YUCJIEHHOCTU W 3aMETHO ITOHMXKAeTCs
MpU craae YMCIeHHOCTH.

BaxHyto poJib B peryisiliui pocTa U pa3MHOXe-
HUSI MOTYT UTPATh BHYTPUTIOITYJISIINOHHEIE, 3aBUCH-
MBbI€ OT IUIOTHOCTH MEXaHW3MBI, CBS3aHHBIE CO
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cTpeccoM. MHOTMMU aBTOpaMM ITPMHUMAETCS TTPEIIo-
JoxkeHue Kpurcrrana o BaxkHOM 3HAY€HUHM TTIOBeIeHYe-
CKUX B3aMMOZEHCTBUIA B PETYJISILIMUI MTOMYJISILIMKI Y MeJI-
kux MiekormTaonmx (Porosux, Momxkux, 2007). B
COOTBETCTBUU C TMITOTE301 aBTOPETYJSIIIMU YUCIECH-
HOCTU MeNKux miekonuTatommx Kpucrtuana (Chris-
tian, 1971; Krebs, 2013) colMoreHHBIM CTpecc paccMar-
pUBaeTcs Kak MpUYMHA CMEPTHOCTU U PENMPOMYKTUB-
HOI1 cyripeccuun ocobeii B momyysiuuu. Bmecte ¢ Tem
CTPECC MOXXHO paccMaTpuBaTh C TOUKU 3PEHUST BbIKU -
BaHUWS UHAWBUIA TIPU YXYIILIEHUU YCIOBUI €ro oou-
TaHUS 3a CYET OTKa3a KMBOTHOTO OT y4yacTusl B pas-
MHOXeHuu. HalGmionasiiieecs HaMM TOPMOXKEHUE
CO3pEBaHUSI MOJIOJIBIX PBIKUX TMOJEBOK W YBEJIUYEe-
HY€ HaJAMMOYEYHUKOB B IoJl TIMKa CBUIETEIbCTBYET O
BKJIIOUEHUU 3aBUCUMBIX OT IJIOTHOCTH IMOIYJISILIAN
MEXaHU3MOB PETYJISIIMU YUCIEHHOCTU. YBEIUUEHUE
TUIOTHOCTU >KWBOTHBIX COIPOBOXKIAETCSI MOBbIIIIE-
HYeM (YHKIMOHAJIbHONW aKTMBHOCTM HaJlMOYEeYHU-
KOB, CBSI3aHHOI C COLIMAJIbHBIM CTPECCOM U TOBbI-
IIEHUEM KOHLEHTpaluu ToKoKopTukouaos (Iu-
noB, 1977; Novikov, Moshkin, 1998). 3aBucsiiee ot
TUIOTHOCTU (TUIOTHOCTH COLIMAJIBHOM Cpelbl) TTOBeIe-
HUe 3aITyCKaeT U KOHTPOJIUPYET HEMPOIHAOKPUHHbIC
PETYJISITOPHbIE MEXaHU3MbI, BEMYyIIME K 3aMEIJICHUIO
TeMna pa3MHOXEHUS, CO3peBaHUsl, OOYCIOBIMBAIO-
1€ CMEPTHOCTb M3-3a CYIIPeCCUU UMMYHMUTETa, “00-
ne3Heii amanrtanuu’”’ (Porosun, MomkuH, 2007).

Ochb rurotTaiaMmyCc—runo@nu3—HaIIIOYSYHUK WT-
paeT KJII0YEeBYIO pOJIb B aalliTalliy K cCTpeccaM OKpy-
Xarouiei cpenpl. JIlumMoudeckue ob1acTu, TaKue Kak
MUHIAJIMHA Y TUTITIOKAMII, BOBJICYE€HBI BO BPOXKIECHHOE
COLIMAJIEHOE TTOBEICHNWE M peaklMI0 Ha COLAIbHBIN
CTpecc; OHU TakKKe YJ4acTBYIOT Ipu (hOpMHpPOBaHUU
arpeccuu (Rosell, Siever, 2015). Xots 6osiee U3ydeHbI
GYHKILIMY TUNIIOKAMIIA B ITAMSITH U HAaBUTALlUU, CJIe-
JIYET OTMETUTD, YTO STOT OTHEJI TOJIOBHOTO MO3ra TaK-
K€ UTpaeT BaXKHYIO POJb B PETyJIMPOBAaHUY PeaKIINU
Ha ctpecc (Smulders, 2017). I'unmokamm, napaBeH-
TPUKYSIPHOE SIIPO TUIIOTajlaMyca, IepEeIHUI TUIIO-
¢u3 1 Kopa HaAMMOYEYHUKOB MHTETPUPOBAHbI BO B3a-
MMO3aBUCUMYIO CHUCTEMY, KOTOpas MOMIIePKUBACT
BHYTPEHHUI1 roMeocTa3. BMecTo mupoKo IIpUHSITO-
ro TepMHMHA — TUIIOTajJaMO-TUIIO(U3apHO-HAIIO-
yeyHukoBas cuctrema, [ THC (HPA — hypothalamic-
pituitary-adrenal axis) — HEKOTOPHLIMU aBTOPaMU
(Hanpumep, Vazquez, 1998) B mocienHee BpeMsI cTajl
KCIOJIb30BaThCSI HOBBLI TEPMMH, IIOIpa3yMeBalo-
11 y9acTHE B CUCTEME TaK:Ke U TUInoKaMmIia — lim-
bic-hypothalamic-pituitary-adrenal axis (LHPA). B
PYCCKOSI3bIYHOII HAyYHOM JIMTepaType COOTBETCTBY-
0L TEPMUH MOKA HE MOJYyYMJI pACIPOCTPAHEHUS.
Boiee BbicoKkast aOCOJIIOTHASI 1 OTHOCUTEIbHASI Mac-
ca TMIIIIOKaMIIa Y OCEHHUX II0JIEBOK B Ioji ITMKa YnC-
JICHHOCTM MOXET OBITh CBsI3aHA C ITOBBIIICHHBIM
YPOBHEM CTpecC-peakiiui, OOYCIOBJIEHHOM BBICO-
KOM INIOTHOCTBIO MOMYJISLuu. B 3KcriepuMeHTa Ib-
HEBIX paboTax ImoKa3aHa IIaCTUYHOCTb TUIIIOKaMIIa B
otBeT Ha BiamsHue crpecca (McEwen, 1999, 2012;
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Sapolsky, 2003). I'mnmmokami SIBISIETCSI OCOOEHHO
IJIACTUYHOM 00JIaCThIO MO3ra, KOTopasl pearupyer
KaK Ha BBICOKMIA, TaK M HA HU3KUI YPOBEHb CTEPOUIIOB
HagrmoyeyHnkoB (Fuchs ef al.,, 2001). CoumanbHbie
¢hakTOpHI BIAUSIOT Ha TUIIIIOKAMII, KOTOPBIA TECHO CBSI-
3aH C HEMPOIHIOKPUHHOM PETYJIILIMEN U UTPAeT BaxK-
HYIO POJIb B SMOIIMOHAIBLHOI 00pa00TKeE U B KITFOYEBBIX
acniektax ooyuyeHus u mamsitu (Fuchsefal., 2001). Oct-
pBI CTPECC MOXET YBEJIMYMBATh KOJIMYECTBO JACH/I-
PUTHBIX IIWIIMKOB B TUIIMOKAMIIE ¥ CAMIIOB; TaKXKe
CTpEeCcC YCHJIMBAET acCOLlMaTUBHOE OOyYeHUE U BO-
BJICKAET HEMPOHHbIE MEXaHU3MBbI YIYYIIICHUS ITaMsI-
™ (Shors et al., 2001). YMepeHHBIII TpeHaTaJIbHBIN
CTpecc yBeIUMYMBAET HEeMporeHe3 B 3y0UaToil M3BH-
JIMHE TUIIIOKAaMIIa KPbIC, YTO MOXET OOBSICHUTh UX
0oJjiee OBICTPOE OCBOCHME IIPOCTPAHCTBEHHOTO 00Y-
yeHus (Fujioka et al., 2006)

AneKkBaTHble pEaKIMM DHAOKPUHHOW CUCTEMBI,
o0ecrnieyrBaroIIe aganTalyyd OopraHmM3Ma K MEHSIO-
LIMMCS YCIOBUSIM BHEILIHEN Cpe/ibl, BO3MOXKHbI TOJIBKO
MPU YYaCTUU B PETYISILIMU SHAOKPUHHBIX (DyHKIINNA
LIEHTPAJIbHOM HEPBHOI CUCTEMbI. 3HAUYEHUE HEKOTO-
PBIX LIEHTPAJIbHbBIX MEXaHM3MOB B aKTUBAIlUU TUIIO-
¢du3zapHO-HAAMOYEYHMKOBOBOI CEKpeluru Ha TUKe
YUCJICHHOCTU MNPOJEMOHCTPUPOBAHO Ha KpacCHOM
noyieBke. B rombl BbICOKOI UYMCIEHHOCTU (MUK U
craj) MpOUCXOAWT MOBBIIIEHHBIN CUHTE3 Ba3oIpec-
CHHa B HEHPOCEKPETOPHBIX KJIETKAX MapaBeHTPUKY-
JIIPHOTO Y CYIPaONTUUYECKOTO Siep rurorajiamyca,
YTO MOXET MPUBOJIMUTH K aKTUBALIUU aIpEeHOKOPTU-
KOTPONHOU (pyHKIMU runodu3a, a B TOIbl HU3KOM
YUCJIEHHOCTH (Iienpeccusi U pOCT) BO3pacTaeT CUHTE3
OKCUTOLIMHA, UTPAIOIIETO KJIIOUEBYIO POJib B CTUMY-
JISILIMU TeHepaTuBHOI yHKIMK (Biagumuposa u ap.,
2006). TunmokaMn peryiupyeT aapeHOKOPTUKATIb-
HYI0O aKTMBHOCTb Ha YpOBHE rumnoTajamyca Imocpel-
CTBOM DJKCIIPECCUM U CEKPELMU CEKPETOreHHBIX
arentoB AKTT (Jacobson, Sapolsky, 1991). ameHeHwMsT
B (DYHKIIMOHUPOBAHUU KeJle3 BHYTPEHHEU CEKpelnHu,
BO3ZHUKAIOIIME ITPY IEPBUYHON peakiiuy IEHTPATbHOMN
HEepPBHOI CUCTeMbl Ha U3BMEHEHUsI BHEILIHEl cpenbl, B
YaCTHOCTU, TUIOTHOCTU MOMYJISILIMUA, MOTYT TIPUBOJIUTH
10 MPUHIMITY OOpaTHOI CBSI3M K BTOPUYHBIM OoJiee
ITyOOKHMM MOP(MOIOrMYECKUM W3MEHEHUSIM MOo3ra.
ITonoBbie rOpMOHBI MOJYJIMPYIOT HEMPOTEHE3 B TUTI-
TMOKaMIIe B3POCJIbIX CAMIIOB U caMOK rpbI3yHOB (Ga-
lea, 2008).

B ron BBICOKOI INIOTHOCTH ITOITYJISIIMK MBI HEe Ha-
OJIrofaiv CyLIECTBEHHOTO M3MEHEHMsI MAacChl BCETO
MO3Ta WM MacChl TUMNIOKAaMIIa Y BECEHHUX CeToJie-
TOK B JIeTHUI nepuon. U3aMeHeHUs1 OTMEeUeHbI TOJIb-
KO Y OCEHHMX MOJIEBOK B CEHTsI0pe, oKTsa0pe. EcTh
OCHOBaHUS ToJjlaraTh, YTO pa3jiudusl B Pa3BUTUU
MO3ra M KOMILJIEKCE MHTEPhEPHBIX MPU3HAKOB 3aKJjla-
IBIBAIOTCS HA 00Jiee paHHMX 3TallaX OHTOreHe3a — B
nepuon BHyTpuyTpooHoro pa3putus (Fujioka ef al.,
2006; Weinstock, 2008). Hekoropsle (dusnonormye-
CKHME OCOOCHHOCTH OCEHHUX IeHepaluii MOTYT OBITh
00BsICHEHBI ocoOeHHocTsIMU ux Marepeit (IIBapi,

2022



164

1980). I1peHaraapHBII CTpeCC BIMSIET HA CKOPOCTh IO~
JIOBOTO co3peBaHUsl y pbikeit mmojeBku (Marchlewska-
Koj et al., 2003). B psine akcriepuMeHTaJbHbBIX pabOT
IMOKAa3aHO BO3ACHCTBUE CTpecca Ipu 6epeMEeHHOCTHU
Ha runmokamn notomctsa (Weinstock, 2001; PoroBuH,
2019).

C U3MEHYMBOCTbIO TUIITIOKaMIIa B KAKOI-TO CTere-
HU TaK3Ke MOTYT OBITh CBSI3aHbI 1 INTOTHOCTHO-3aBUCH -
MbI€ U3MEHEHMSI arpeCCUBHOCTH MOJIEBOK. B HekoTo-
PBIX ClTydasix MpU yIaJeHUU TUIITIOKaMIla HaOIoaaau
CHIDKEHHE arpecCMBHOCTU KMBOTHBLIX (Blanchard,
Blanchard, 1968). Xopomio HW3BECTHBI W3MEHEHUS
arpecCMBHOTIO TTOBEJCHMSI TPhI3YHOB B CBSI3U C AWHA-
MUKoii yrciieHHocTH Tronyssiiuii (Krebs, 2013; Chris-
tian, 1971). YBelumuyeHue arpeCCMBHOCTM Ha IIMKE
YUCJIEHHOCTU B TIPUPOAE OTMEUEHO Y psiga BUIOB
Menkux TpeidyHOB (Novikov, Moshkin, 1998; Krebs,
2013). UHTEepecHO OTMETUTb, YTO CYIIECTBEHHAasl pe-
JYKIIUSI TUTIIIOKAaMIIa HaOJTIoaaeTCs y pa3InyHbIX BUITOB
MJIEKOMUTAIOIIMX B MpoLEecce HX JIOMECTUKALUU;
MpeAroaraeTcs, YTo 3TO CBSI3aHO C MOJABJICHUEM H-
CTMHKTA arpeCCUBHOCTU U C TIPUCIOCOOJCHUEM K
XU3HU B “ycioBusix 0e3 crpecca” (Kruska, Rohrs,
1974). Ilpu mnonagaHuM JOOMAIIHUX >XUBOTHBIX B
€CTeCTBEHHYIO cpedy HaOJomajcss oOpaTHBIM Mpo-
Lecc, Mpu4YeM U3MEHEHUSI 3TU MTPOUCXOIVIN OTHO-
CUTEJILHO OBICTPO — 3a HECKOJILKO IToKoneHui (Kru-
ska, Rohrs, 1974). Hamu naHHbBIe CBUIETEIBCTBYIOT,
YTO U3MEHEHMUSI pa3Mepa MOo3ra U TUIIITOKAMIIA MOTYT
MMPOUCXOAUTH OT ITOKOJICHUS K ITOKOJIEHUIO.

brina nponeMoHcTpUpoBaHa TapajuielibHasl U3-
MEHYUBOCTb OCOOEHHOCTEI MPOCTPAHCTBEHHOTO MO-
BeJCHUSI, B TOM YHCJIe BEIUYMHbBI MHAUBUIYTbHBIX
YYaCTKOB, ¥ pa3Mepa runrokamIia pbixK1X MoJIeBOK B
CE30HHOM BHYTPUTOIOBOM LIMKJIE IPUPOAHOM ITOIY-
asuuu (Yaskin, 2013). Ce3oHHast UBMEHYMBOCTD TUII-
MoKaMIia JUKUX BUIOB MEJKMX MJIEKOTUTAIOIINX
(Yaskin, 1984, 2013, 2019; Burger et al., 2013; Spritzer,
2017; Lazaro et al., 2018) cBsI3pIBacTCS aBTOpaMU MC-
cJieJOBaHMWI C BIMSIHUEM TakMX (PakTopoB Kak yya-
CTUE B PAa3MHOXEHUU U M3MEHEHNE TOPMOHAIBLHOTO
¢oHa opraHusma, U3MEHEHUE MPOCTPAHCTBEHHOTO
MOBEIeHUS XKMBOTHBIX. BMecTe ¢ TeM, BIUSTHUE 3TUX
Ke (pakTOpOB XapaKTEPHO U 11 MHOTOJIETHE ! TUHA-
MUKU YUCJIEHHOCTU TpbI3yHOB. COIOCTaBIsASI JaH-
HbIE TI0 Pa3MHOXEHUIO, CKOPOCTU CO3pPEBaHUS Be-
CEHHUX U OCEHHMX I0JIEBOK Ha (ha3e HapacTaHus U
nernpeccun yucieHHoctu, U.A. lunos (1977) oTme-
yaeT: “... monyJisinus B ha3e pocTa YMCICHHOCTH KaK
OBl YIIOHOOJSIeTCS II0 3KOJI0ro-(MU3MOJIOTHISCKUM
CBOICTBaM BeCEeHHel reHepainuu, a B (ase crmana
YHCJIEHHOCTU — oceHHeit” (c. 176). [TogoGHOe coro-
CTaBJIEHUE MOXHO IMPOBECTU 1 MO 3aKOHOMEPHOCTSIM
pa3BuUTUs Mos3ra u runnokamia. [TokazaHbl pasiau-
Yusl B 3aKOHOMEPHOCTSIX POCTa MO3ra 1 r'umrokamMia
Yy CE30HHBIX TeHepaluil pbikei ImoneBku (SckuH,
2020). BeIsiBI€HHBIE XpOHOTpahUIeCKre U3MEHEHUS
TUMIIOKaMIIa PbIXKUX MOJIEBOK BEPOSITHO MOTYT OBITh
CBSI3aHbI TaKXe C MJIOTHOCTHO-3aBUCUMBIMU U3ME-
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ACKHNH

HEHMSIMA WX TIOBEIeHWs, B YaCTHOCTH, YPOBHEM
arpecCUBHOCTU, OCOOEHHOCTSIMU IPOCTPAHCTBEH-
HOTO MOBEICHUS.

XpoHorpaduueckasi ”3BMEHYUBOCTb MacChl MO3ra
¥ TUIIIIOKaMIIa MOJICBOK MPOSBISET CBSI3b C AMHAMU-
KOl TUIOTHOCTH MONyJASIUU. B rong muka 4MciaeHHo-
CTH Ha (pOHE BhIpaXKEHHOI COLIMOTEHHOM cTpecc-pe-
aKIIMM, COIIPOBOXIABIIEICS yBeIWYEHUEM HAIIIO-
YEYHUKOB TOJIEBOK, M BKJIIOYEHHEM ILJIOTHOCTHO-
3aBUCUMBIX MEXaHU3MOB PEryiasLuyd YMCISHHOCTH,
MIPOSIBISIBIINMUCS B TOPMOXEHUY MOJIOBOIO CO3pe-
BaHUS CErOJIETOK, HAOIIOJAIOCh YBEIUYCHUE Cpel-
Hell aOCOJIIOTHOM U OTHOCUTEJbHOI MaccChl TUIIO-
KaMIla PBLDKMX II0JIEBOK. DTa 0COOEHHOCTh MOpP(do-
JIOTUM TOJIOBHOTO MO3Ta COXpaHSIaCh Y OCEHHUX
MOJIEBOK C BO3pacTOM, IO BECHBI CJIEAYIOIIEro roja u
IOCJIe IIepexoaa B IpyIny Nepe3MOBaBIIINX.
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Hippocampal Changes Due to Population Density Dynamics of the Bank Vole
V. A. Yaskin*

Lomonosov Moscow State University, Moscow, 119991 Russia
#e-mail: yaskin_v@mail.ru

We studied hippocampal variability in relation to the multiyear population density cycle and the action of
density-dependent autoregulatory mechanisms associated with the behavior. A study of field collections of
morphological material of bank voles (Clethrionomys glareolus, Rodentia) revealed annual variability of hip-
pocampal size against changes in population density. The absolute and relative mass of the hippocampus was
significantly higher in young autumn voles in the year of population peak against the background of a pronounced
stress reaction manifested in an increased mass of the adrenal glands. This peculiarity of brain morphology persist-
ed throughout the life cycle of animals born in the year of population peak. Possible factors and mechanisms of
hippocampal variability in connection with the dynamics of population density are discussed.

Keywords: hippocampus, variability, dynamics of population density, social stress, bank vole

MN3BECTUA PAH. CEPUA BUOJOTNMYECKAA  Ne 2

2022




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

  /CreateJDFFile false
  /Description <<

  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        14.173230
        14.173230
        14.173230
        14.173230
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /ClipComplexRegions true
        /ConvertStrokesToOutlines false
        /ConvertTextToOutlines false
        /GradientResolution 300
        /LineArtTextResolution 1200
        /PresetName ([High Resolution])
        /PresetSelector /HighResolution
        /RasterVectorBalance 1
      >>
      /FormElements false
      /GenerateStructure false
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 14.173230
      /MarksWeight 0.250000
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PageMarksFile /RomanDefault
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.000 842.000]
>> setpagedevice


