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Hibernation ecology of bats
— brief review in terms of wintering energy considerations
and climate change effects —

Takahiro Sato'

Recent advances in research methods and analytical techniques have enabled us to study a variety of ecological
and behavioral aspects of bats in the field. Various studies have showed that the hibernation ecology of bats varies
among species, among populations, and even among individuals in a population. Furthermore, the optimal hibernation
theory, which takes into account the trade-offs between costs and benefits of hibernation, has been explained how
torpor expression and hibernation site use are determined. Here, we briefly review the new aspects of hibernation
ecology of bats, and also discuss about the influences of climate change on the phenology of hibernation and

reproduction.
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B1:ayE) O&R. GFEIGZNZN, HE R

1B ABARCHELOTRSE (A), 27 ) HFLIRT S

E

b AVHEOMT (B), HNEBEL TART 228 F7arEY (C), BMTART2EEIHaYE

) (D) &R,

7289, AVSIRORNBREE T CIIRIRMERE D 2 A b 2R
TR (FY A X04MHEEY O 30-100 f5) (Nagy et
al, 1999; Speakman and Thomas, 2003). Z® 7%, %<
DFEDS, BRIRSRM OZHIBZALITIS L 72 A3 SR g 2
BRLTWD, BETIE, XDIEBERBEAE) 2T
T2 C AHNEAHS, MR TN - A= s
WZHHET T AIRIRIC & - T, = AV F— 48 % f/hBRICH]
Z, BLCESEEG AR )BT T I LA TES (Rufand
Geiser, 2015). 40O, EHIEIZH 7z o THRAR - R4
HIIRAE & 70 B AHRIE, FEGHIHIE L 7o/ NI LS & 45
WO B S WR 57259 (Geiser, 2013).

Iy E)I, BEEICKRCESHEEZA L (1,000~
1,200 f, WFLE KO 20%), MMOMFFLEN L7 W
R L% BT -5 CTH S (Altringham, 2011). #
ORKERE#E LT, avE) 3FLEO R TlE—, &
Lo THNRMTELZEDETONL. FOEHVE
BREIC LD, a0 3 & bR < ARBEICHA LT
BY, WERG D HBGEII0 ) TRIL WA ICAERT 5
(Altringham, 2011). &ML 8T, BREE .0,
RE - fLBRAPOSALE UNBRMA, NIFHEEYZ L),
MEEE THET S (Kunz et al, 2011). 216 OFFE
Bxisysz0, Mlaye)cldza—ur—a
v (PCBEND) (2 & B R 2B ARRRREA S E L CTB D,

ZTDOZENERR =y FAOBMICHE R TREIC L2 L%
Z BN TWwA (Jones and Teeling, 2006). —J, IV E
JIZE-T, RAR, RAPOTI—0r—2 a3 vidH
LWI A VF—HELHEIITEHTD H 5 (Neuweller,
2000; Shen et al, 2010). =7 &) I EE WIRFHAET) & 15
L7:5H, ERHEOKRESLZEOFIEIZLY, S5 %E
FEbH N\ (Speakman and Thomas, 2003). ik
TREEOEANE, MMo/NUFFLAE & FRE, 3T E) I
Lo THMO THEEE RN E 2D, ZhwWwz, HHFERD
LHAG X T HETRAVERTIZBWT, Z{nay
EYHPLRT D (Webb et al, 1996; Stawski et al., 2014).
ZIET5avE) (K1) E, BTSRRIV F—
RDIZIFT TR, ARG E TIZE 2 BRI T
B, FEIDEEL CEHEROANEGT AEHTTIE, TES
7207 R - IRAEHIRE 2 4R 5 & & CIRIGTHE
RERONRICHIZ, EFEBY - X OEHO /201l T %
VEF—ZEHTHIENTES. LaeLl, HOLIRT S
WP L R, T XTOLRST 23w E) 05, HHEIEN
DFELWHE 2D H#EEEE (Thomas et al, 1990) 12
Lo TIRIRZ Flbr3 2. RIS & SAE - ERAH
&, NI BT 2 BB OB R DOIKT,
SHITITHEERHAE Y A7 OB RIZOLA L L ENT
34 (Humphries et al., 2003; Stawski et al., 2014).
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W, HRERRICE, ARICHE) 2o &) AR - AR
HaAPeRET2EEHIHLEEZLNTEL
(Humphries et al,, 2003). Boylesetal (2020) 2k % &,
ZIRANC BT % a7 E ) OFKIRHMENL, AR - EAH
Lo T ANF—HELIZAONLHGFE, LIRIZHE
JEM - BRI A LD ML — FF 7IZEDSWTHRE
Ehb &R L T\ (“optimal hibernation theory”).
RETIIZIDL ) PL—FA70BRICESE, £L<
DFFEAR, KIEDIEH (2 Z TIHER AR - B
KEEE 25 2 E24RT) BT EI S L84 7%
HROMREZBGEEL T 5B CREBIREE, WHRSE, Mg
R, BIHER &) ENS ORI, NAF ¥y I
fir=e, BYFRFLLEE, AT Y — IV OEERFERIZ LY (F
Z21¥, Hayman et al, 2017; Keicher et al, 2022; Meier et
al, 2022), FFAMEAREEC S BT REZ FES R 22 &
HRELCHBL WS, 29 LR M E - C,
a7 EY) OBAERIZIE, BE—EERENOMEEL XL
5, AR, HDWITHEM T4 2N =—32 3 U8
oD LN Hh o TE7: (Stawski et al, 2014; Willis,
2017; Boyles et al., 2020).

29 LI EOEEmER £ 2, A, (1) av
BY OMAAERRICTER L, Ak, ERRER, Mo &R
JE&THSNZHFHIZOWT, HEMH L WSS % 58
ATHHTHLELEHIZ, (2) avEVIHAED, ARE
ZIEESOBRIEICOWTHEE L2 LT, (3) £FHM
AL L 20 H 5 5MEEF D, 27 E) OLMRPEIED
72/ 0TV —IIRIFLELHEIIOVT, SROFED
B E 2RO/ L7z,

2. MRERORHH

2.1. EELANIL —HEZIEFER—

TERNTIE, REIREBOMEFHZEILIZ L 5T, KRIRIZ
AB R ERLRGITOEIREL L Do TR EEZLN
L. A OB R LI3E, 2, HEle ETHEE
HEEDEINT 512 EFRIENIEA R <2, flko) A
7K & %A (Altringham, 2011). 0 X 9 IR
B 5 &, EEIELEEE P2 oNE &9,
LY iz IR L, &< TRWIKRIRICAS Z &8
FENEBRICE > THLPE R > TWw5b (Boyles et al,
2007; Wojciechowski et al, 2007). A<l HT o #IRI1Z R
THEPOBGILTFIMEGRETHBILZ SN TBY, 20
w7z ABNE, 7 A A REE PLISEE D Y E) OX
F8% 5| &2 2 L 72 white-nose syndrome (WNS) @
FHRICEBDLDTH D, T OEGSEIIIFEERE O 1 FE

(Pseudogymnoascus destructans) &5 H DT, FEGlL
723y BV IARAPI IR ERE 2 S Lok, B L
TL %9 (Reederetal, 2012; Warnecke et al,, 2012). &
G B A AR X B L, WNS FRDLATICIE, A
CHNO B 257 TR L TWiza v ) 25,
WNS #RLIFEICIE, R UROHO L) ik iGH ¢4
K35 X9 127% > T (Loeb and Winters, 2022).
WNS O JERE R £ 10T % TH AR T T LI w
7% (Blehert et al, 2009; Verant et al, 2012), & 1) 985
7Yt CAIR L 72 BRI G2 & 2 B OB & 0
N, XL N TELEHEEEINS.

avE)OMHATLZRCE (AR, B, -~ A,
KE, BERE) &, ZORERTHIZL T, NI
BeA et GEEE, W, K&, #@RMERE) 2E
B9 4. Lk WNS S L 258 r0bbhb L9
2, ED &) &R EIRT B0 0E, AR 2 A4 &Ik
U% ETHEEZEREZ SO, JERIE, MLV TAIRIZ
bok bl LmEHFASFREL, BREz0 L) 25
oGz dbe LTHHATLEEZLNTET
(Day and Tomasi, 2014). L2 L, EHMIZE L S8
BmAICBE T 202805, &ETIE, 43 LHHENO
HoWLMEEP—EDRERNZESDITTERN L
LI SN T 5 (Boyles et al, 2017; De Bruyn et al,
2021). Bz AAteravE g0 1ETH A
Mpyotis sodalis OFAMEMATECTIX, [F CHHENTH - T
b, BENERDSHEE SN L REIRE (AL F—HE
/N E 7 B 1 3-6C, Day and Tomasi, 2014) X
D HMEEVIRESRFETELIRTZ2ZEBDhroTVS
(Boyles et al, 2017). T2 iE, THFTHEHEEINT
WL R EEE T AV F-FBFIES &N DD,
1a < B N DG & RS < AT T 2 T gtk 2 7R
L Twa,

2.2. BHALANIL i —

R, TANF - E SOREELET L E, M
HEORFIRBEZZIT T, WL o T RR L. K
MEHEZEIZ DWW T, BEBRZEWC & 2T E ) KA O
HEEASEALR L T\ 5. iRaEICAEBR L, LIRT5a7E
) D% L RGRIE & SN 2 B 2 25 % 6 o
(Racey, 1979; Racey and Entwistle, 2000). = o #7j J&
Wodb LT, BENOIANF—IEDY A I V712
PEEE R WEMEZE SRR 5 (Willis, 2017) (K12). AT
FEPSIIOT T, BTFRERSERBHEFEROZOIC
IANF—FEVPRKE LD, —F, AADIANF—
g, REOREEZNSHE L TOMEDO, H»
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]Lf» AR * 2

B — =W H

= ¥ #* £
X2 MEHEIC & B EBGEA~D L 3L X —H G g

SEIIMTCE—2 Ll ZOWE, AADHN, %
RO AN F—HE 2R IR, B2 432 IRGE % #E
Fe L CHRUBOZIEIZfE 2 5 LEEEWE VR S, b
KNERICAEE T 2 bEfasterayEY (Myotis
lucifugus) OWAMEAEEZ SR E L-WIRICL S L, £
A%, AHRICABIEETH ALY QRIEL CERL,
FOHBER—-ALERLTH 5 (Jonasson and Willis,
2011). [RRIS, AMRP OKImFE <85 — 212 M~
NHELNL. BEEROEIRENZ BT 2 &, FRERER
DOIEEEIIL, A ADFRAALD b 22%5H\> (Czenze
etal, 2017). F7-, @R EEH O 4 2 OEHFIRIZ 30T
DLETRET 20126 L, A AORHBFIRIGERKEEC
FE L% EEOASHIC—FENZET 25CHIE) bA
5N 5 (“heterothermic arousals”, Jonasson and Willis,
2012; Czenze et al, 2017). TN B DFEEDS, A AL
BRERBIZR ANV -HEZHNT LT, T
TA v a v a MR L TV RIE SIS (“thrifty
female hypothesis”, Jonasson and Willis, 2011). #4&rh
2B 5T AN F—HEROMESZ, LRATOS A
IVTICHBE LTS, LARYIITORINE, X A0
BEALYVERL, /2, AAOHFTLIryT4aro
BUWAKIZ SR WEN A2 A 515 (Norquay and Willis,
2014; Czenze and Willis, 2015).

2.3. EAFEELANIL

FIFE QAR T, BAARRITHEEARIT > TR
7 B REMEDERE S T\ % (Boyles et al, 2020). EifE
BT S AR, RiRBEWD (B, H1A), R
B3 2%137% < (Czenze et al, 2013), fLfkIZfE2 1)
A7 bE. TN R, EREEIEI AR S EERT
&, LRENCE 2 72 CEAZUHBELEVE S,
HERERBEEZ PR M2 R ER SR WES ). 4
DR AL L\ 71 N EEER (IefE 53 ) CTRA-d % i
REETIE, LRI A8 AMIZH B LU, AKITRE

T60 HELE S A i 97 | KR (RIEAIRT 10T
Bifk) 2% h 2 EmbnTws (Norquay and Willis,
2014; Czenze et al, 2017b). Z® £ 9 Mg CiE, AR
o HREBD S A 3 2 T AEEOR-T ISR L
EWVIO R L H D GHEIIIC I H %% 2-3 RIS B
AEEH) (Czenzeetal, 2013). —77, MR TIZL
AL, VAR D WEIREIZ 2 ) 9. S OWE,
PRI D EA I TRBEEMIEENIC R 5720
(Taylor, 1963), I 7EYPRIHTE LA HIINT 5.
FEBZ, AHA S D LB A TR 70 Hutst (B AR & 0C
PiE) Tid, RS2 MTRET S Z LRSI TW
% (Whitaker et al, 1997, Bernard et al, 2021). #&J£%4)
FCIZi0 o CRMEN ORIRFE TE) 2 Hi L 72WFgei3 4 7
Wb OD, ZDHVRRATI0C UL EIZ %5 2 & b & % Hils
TUE, BEL CAIRMIM A <, RIRD & KFft HE D
10-20 H R & @Emicd 5 (Park et al, 2000; Hope and
Jones, 2012; Czenze et al, 2017a). 72, EfEE i &
XIS, EREEO S A 3 2 7 IE H &R O RS
2% % (Park et al, 2000; Hope and Jones, 2012). #}
RREOZEZ IILEAEZIT 2WIRANTYS, ER0R
FEs A IV ZIBEH ) RADRARSLND Z & (T EIEZEER
WoO—o2b i b, ) L MEROEET S
BRI TR B 2 b b 2 & ¢, IRETE ASE
WRRICHHAT 27200002 5NTW5 . ik
WCERT a7 Lk BaihSHBEICERT S
HTh, ZHNIBIT B RIROFEH B, R His o
TAEEO T E N &b #HE SN T2 (Stawski,
2012). BREFIZ X o THAICLER AV F -2 fiHT
&G, EEMEOBEARIZE, BHMICHz-T
AR % MR 2 LEEZRD 255 (LRFEOA
B ARERY T R T OfH]EE).

KRIFZE CTIEH SN b 2 & DS WRIREACHIRIE, £
D/ MERLIREZALIZ ST 2 K5 b &, H\»IZ 1,000
km DL EEEN AR TH 1T & A LBEWVDEARAL N N
(McGuire et al, 2022). RFAREHI D H % 37 E1) T,
AT L 7R R A R A AT (R CHN - A
SEOMT) #BET 22 ENTEL720 (Kim et al,
2019; De Bruyn et al,, 2021), AEFEAGMZ S Ml A3 E U
W2 VORd LN,

2.4. BELANIV

[l LBRERMGO L & TH, BAERITHE AN A 51
HZlbHDH. THIZIE, FENRORBRPREAREE Vo
TATEVREEDBIR L T B EER HD. AIRMICHZ
BIZEFEE ) HAUER (B, M1C) &, WETLIRY 2
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ATEVIZELKAONZHEHTH Y, FTEIL, K
BTHEZzBZLRKEELZLOCRE. 29 LEERERK
X, BMTWLREL ) S BGERSCKTEEA TR HR S
WMEDDH DL E SN TS (Boyles et al, 2008; Boratynski
et al, 2012, 2015). BN CTLHRT A HE 2DV DK
MMELZFREICL L &, FEREEOY A I V71
TERR CRIFE 2R L, AR 21 H i o IRF
WCHEHFT A EDWL 2L > TS (Czenze et al,
2013; Czenze and Willis, 2015). 2o X 9 2GRN, #
B Emo, i EAICHE) T AV F— a3 X b 2R
LTCWAHHRERZRIETE2HDTHS (Boyles et al,
2008). 29 L7z A NWF—HEHO A v ME, (RFEH
fd 72 ) OBFRIEDE G, Y A ZD/NS I ER
EnEEZOLND. F72, LAREOBNY A XL
LoTRECELRY, HIZXo TRIEDET LTV
Hr3 &E/hs % 5@ S & 5 (Boyles et al, 2008). #lz
X, [URZILOEE 2 TR T WA (EZE T8,
B &) CTAIRT AHIX, Z0% ATHMD ST
HhTABHN D (Boyles and Robbins, 2006; Mormann
and Robbins, 2007). —J, KHBELHEENTLIRY 5
X, DT LA EDPNTEREEDZE L 72 R E THERR S
N5, 72720, TOLIH ENIIOWTIE, KiRRHE72
TR, BAG T E L TR R R ZZMAR—ZA DK
EEHHB/LTVEDIESS.
REFAEREIZA SN HHRMED, BAEIEISEET 5%
WO—>ThsH., FFICAERTLayEIHTY, E
Bz a—a 7 — 32 a Y OMHEIC L - T, FREB
B AR, B O, A XITE VA H D (Siemers
and Schnitzler, 2004). Zh Wz, [ UMBARED b &
T, TNENOMORARE (FRICHHE O LA
P ko, WHERONLWREENRLL7259 .
T & LRSI D D36, TAVF—HDZDH
WARIRFIH 2 B 2 D28, T3 EEdavrd
Lz, EEEICHEM OFRREITE 2 i L72b @
TIE RV, BEHEWGIE LT, N VI Tl%T %
SreravEe)g2fi (/L avE)  Myotis nat-
tereri & K—XY N> 3w EY) M daubentonii) % %
S LN ons. o2, REFEE
T, ALACHTEARY 5. E#EN Y 72 RH L7
VA REREOKR, L aTEYDRDPF—
Ny hravE)EDE 27y HIIEENTEARIZAL S
EWHB N E 572 (Meler et al, 2022). R, HFE
A5 DIFVEWATFET (Swift and Racey, 2002), %
O, BihrhwERIFETLZIENTES. —F, &%
BT TEREE L, FEERINIFHIMED H 2 RIER R

OkAERBHOER) 2 ifF& @M A3 5 (Jones and Rayner,
1988). T &9 ERIAERICAHA S N LML, WEk
M OEMEI 2T COMEBPHEEEIEN 2 E U S8, 4R
RIS L T B D725 ).

3. ZEICKIETERK

H 5 W HATHHME & [FEE, EPLIRICASL Z LT,
VIR DOFTE & & 2D RDb D T &b ERT
L, ARTZavE)I2E ST, RRMOKIRIREIZA
5L TRETLEELREREO—DIE, KRB THLLE
Z 5% (Boylesetal, 2020). WL DOH»DFHETIE, 40
M, AP kEHE EARREICHE T 2 878 L (Racey and
Entwistle, 2000), &R D X ZAZKRET 5 L2305
LT 5 (Thomas et al,, 1979; Boyles et al., 2006) (X 3).
CDEO)RITEIE L BT AL 5T, KIRT B2 EDE
Bl3E, RRTELHREZRLTLEI VALK
EL D, FRICTHEEY 21X, ZRPOZEETO
BWI A LT TELBRVETHE V) Bz o0,
)L OXRESERDS, TREELELGT 5 LE 2
51 Tw5 (Orrand Zuk, 2013; Fasel et al,, 2019). Z®
TEND, FAOBMELAREIZOVTIE, Dl b 3HE
RICE 2 EEELZIT T LRSS H 5. BEAFET
b, AR, ARTHRTARAY ORHAENC &
(Norquay and Willis, 2014; Meier et al,, 2022), & EE
OGBSV (Czenze et al, 2017b) 2 & %5 F
Z, REWRSES L OBMFREEZEL L Tw5 (Norquay
and Willis, 2014; Willis, 2017). 7272 L, Rz £
B 2T, LOMICREET2EEBITEA LRV
O, LRI ANF -2 & LG, EMENZHE
LWoTLE) I AZ BRIV, REEOERIZON
T, Lo T ANF -2 METX L6 (&8
LMD IR 72 I 7 &) TOARBEIEEATE &) T RE
Hbd 5.

4. [URESDORE

P4, BEIZHEAT T A RMBEEEI Y, AR S IHTL
B Y & BRBEZAL & MR 0§ 5 B OB LA
BeshTwbd (Wells et al, 2022). BELZ, FEiERE Hbis
RLEEE T, iAo THEY O R ER IS
N L THBY (Preveyetal, 2017), R IZERRIEDOSE
HEEHIICLEEI AL LD DH S (Forrest, 2016;
Harvey et al, 2020). Z® & ) &4, 27D
7/ 8y —I1lbgE%KIZTLE% (Linton and
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Macdonald, 2018). Bz 1, &oO%iR EAIE, KIRIZA
HREIRHELBILSE, BARIEELELGT A0 L
Nz (Wellsetal, 2022). F72, ff& 22 RHEDO 7 =
Juay—=2Atd, FUE, 7€) OFHY - A IIB
JAEOMMT R Z AT 2T REED H 5 (Meyer et
al, 2016). =7 &) (I L CHARIIM AR S, WD
HEMRICEd 4 % (Barclay and Harder, 2005). Z41
Wz, REDOFEAEY—-7PINhDE, BFlbokbT
AVF—ELFEL T DM, BARICHS 20 Ltk
V., INET, [EEENIYEICHZLHEEIION
T, DAREREEDZALIZIER LWEh K% o
THBY, LRSCEHEY L OBRE e 724
72\ (Festaet al., 2022; Meier et al, 2022). 2D Z &g,
Wells et al (2022) 254863 5 & 912, Kk E L CARS
ARV N (AR, 56, EVOIA IR E) BT
LERD, FERLHIBIZL > TR TWA 2 LB LT
WHDEAHSH . FFIZ, HAZEGT U TETIE, £RT
DL LT, [BEEEOZEIHET 5 M
WHTRONL TS (Festaet al, 2022 1285V AT~
T4 v 7L ¥a—T, HARIZYO),

LIRS A7 EVIE, YA ZAOLIRL 2T &
D &AL VETER, BV, RV & vwo 7z,
slow life B o> A= i s kg %2 JE45 L T\ % (Turbil et al,
2011). 29 L7cEGHIEE 2 oM TIE, &0
BEDWAT 5 L&, EEREEDSTCOIRREIZ B S 2 O34
OTCHEEE 72 2. SUEEBIER S 2 AEE LI XY o
TNV EFERE T S50 TH - 7288, LIRY
5avE) D% L, EEERDOERICEI S 2L

HER

%5759, 29 LBRanrs, miETld, EiFHEHEA
NYPMDIA IV TIELIENEE=S) Y TS LE
TSR ST 5 (Wells et al, 2022). [k, #
BoMzextge LT, LMRIZHD b 5 R AN E
ZALIZED L) IIRIET A&, SEEHICNT S
Maggik 2 BT 5 2 L QEETHAH. HlziL, Jkiz
AT 5 13FIZOWT, mEZEII T 5 RIRFEAH
KOG E, KGBERR2EHOHIRTHE - L 72
FgeCld, MEE 3L NV THEZEWDS RSN T
% (McGuire et al, 2021). AHHHED A LI 55
BRI O TBRMEIZ, 2CKiil2 5 8C &, M2k o TKE
BECD D L. —T7, KITHERFIZOWTL, HERD
EWHEEE L ARWEERED 2 7V — T e RIS,
KAHEERDOEWZ )V — 7 121E, white-nose syndrome
W&o TREBEPE L Kb LB HEncnie, 2
O L72ERIE, RBEEENIHE ) BRIEAIICH L, £he
MO EDRE, MISTE20% FHll§ 5 1
THRZMA L 257259 (McGuire et al,, 2021, 2022).

NILDIC] TR LIS, FAETIE, FIMEEREC
b B R R AT (R T L X M) — 3154,
FIRBIE R — € 77 7 4 —, BEEFERBIH PIT ¥
7, BRSEEERLE) PRI LODOHLE. LD
MG L, HARTS SUBEERD 3 v E€) O iE
R7 x0TI RIETT R, ME, R, HoH0v
FREE L NV TERIISTR - 554l L T S BEHED D
5.
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