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Physiological and Metabolic Mechanisms of Hibernating Bears
- How they gain and how they lose weight

Michito Shimozuru’

Bears experience seasonal changes in body mass: rapid increase during autumnal hyperphagia and decrease
during winter hibernation. Here, I review the progress research on physiological and metabolic changes that occur in

hyperphagia and hibernation period in bears.
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Bear; Hyperphagia; Hibernation; Body temperature; Metabolism

1. [FUSHIC

I RFLREATH) RO TH S, BifF5 5 31
Do <FEW (Ursidae) D9 5, 7~ (Ursus arctos),
T AN A7 a2y (Ursus americanus), 77 7 07
(Ursus thibetanus), B X OMWELREZ 72X AD K v F 3
7 7= (Ursus maritimus) D3%R%247H. 72720, Wi
TYT % EMBEWTICERT ATV T/ u s xR, &
W25 ZONTWEEE FTO7 YIZLIREZITH %
V. 2L (RfETiREAyFarrv ekl
FL3MAIRTEREL LCHVS) O&IRIE, ORI

RLHVRIRT SN B R T B EICB W, R AR
B (facultative hibernator) &3 EN 5 Z L%
(Gonzalez-Bernardo et al., 2020; Krofel et al, 2017). L
LN S, EEICARELELEE (GR, KR B
BEBREEAN DO FEE) (2B 7 < IEARREEICZ: 5 2w
% & (Nelson etal, 1983), WHEEOEEF ) X 2 AKLFHIIZ
LAERBITIT b HICBWT, #H (55 VTR
MARTERY) A HREDY (obligate hibernator) &322 %2 &
H T& 2% (Chayama et al, 2016). 7 ~ DL IRIT o4
R EF L, RBELZ TR LI AMRE
HICH DA MMET YD 72D HEAL L 7@ 0 1 A P 3 5
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1 BRSNS Coe r~ofkiiZ . FW—fEfkz 8728 H (a) BLUI0H28H (b) IZHZL7zb .

THHH, D) KRROBETEIV/NS W (4~7C) Z & (Hissa
etal, 1994), 2) PRAIR & R FEEEIC L DR S NS [
ZR—H R A 7 V] ZRET, IFIZHE R CIRY
#elr A Z & (Teienetal, 2011), 3) E&IE#HE I 2
El, HMURIEE 2B LIRS LB 2 &5 T
&% 2 & (Hissaetal, 1994; Laske et al, 2011), 4) #F4g
LzXAR4LARPICHELFE CZT) 2 &
(Shimozuru et al, 2013) (FFHODFRZBIR) 72 &, o/~
ZMRMEMFAEE B L TREC R IHHEA L TW
B, 7=, [MalilrsBl 4 MRE | (2 s, A RHT
WHERNICEZ R TR £ A v F—iE LT, #
- foK, BRI - BERZITH T 3~T7 BiZbh 7z 5 40R
HxF DY S (Hellgren, 1998; Nelson et al., 1983). L 2»
LADSs, LIR»OEDHT CICRBRENEET %
KT, T LAENLSWEICHT CEREEDOR
WcZ L, BARESRT7 ) 2 EORREEAFHAL2A5
L2 #EX, BORKEOEWDFIMHTE 2 ofii
(hyperphagia stage) #3355 ¥ TEEHT 5 7 < fH{LH
LT A (Shirane et al, 2021). & 5 (&R HE
L72AAT7=IZE T, ROWAHD KD £ TTIH
BEHZBRITONDLEDE2LD, FOEE ST S
(Shimozuru et al, 2017). Z® 7z, AIRATOHAIIC
WICHERF A S 2 A 2 LN TE L 00F, ARP721 Tl
% AIRBOAEAFRLETEOR TG IR & 8% 3T
AT, 1EEOMICBMREREORRELRHRT 27~
OHETEBRIZBIT S [fEH] & 4RI CESEZ 4T,
ZFNENORIA U 2B oZ/IcowTInE
TOHRZ L LIS T 5 L & D12, 7 v DAIRIIZED
Y5 NDERNDISHEIZOWTIRAT 5.

2. BARHAICHIFHHE(L

fafiiiz, £ <oy < EERFICB W TAIRATO 9~11
HEF ToMMEZIREL, KEMOBEWEWEFEZ K&
L, S CAREZ SIS S5, B 2K
BICERT 2 7~ MgIETIE, ALY LN T T
N < A (Oncorhynchus gorbuscha) O¥_ENMGEE % & [
BRICARE A INEM IR, 9 HD DE»HIE I X T
7 (Quercus crispula) BF ExFHATHI 12X D,
WREEDREIGMATL 5% (K15 Shirane et al,, 2021).
FABETOT7 A Hrur<Tid, BEHHH 5~9 )
I2B T 5,000~8,000 kcal/H TH » 728BH A 0 ) — A3
15,000~20,000 kcal/H F THINT 5 Z £ BTG SN T
2% (Nelson et al, 1983). HEiCH 7 #AHLZFHT 2
C AT EZABMIIBIT 2RI INIEZET, 77 A
HOe < EERHETIE 1 HOKRERNA 4kg 12ET 5
(Hilderbrand et al, 1999). &9 L7:fa&iic BT 51k
mERIME, HIED GRICE TICERSNLA@ER) @
N ML CB Y (Nakamuraet al, 2008), BA D~
DL EKOIIDEN 2L D2z oNTwD, FlziE
HAOERMZERT 5V ¥ 77~ (Ursus thibetanus
Japonicus) TIL, 7FRIRXF T, 7VDELRE, RK
1t - B3 % &8 25 OB REPHI 0 T2 &R
& 7% 5> THBY (Hashimoto, 2002), w53ED LW AFI
WHETH B Z &A%, FHECHIEN 2 BT 5 72004
HEMEEZD, LELEDH—T, LIRANCBITA
RIERE DN B 7 2 B E O AITRK T 5 D Tldk <,
ARTEOERIZ L > THHIFI SN TS Z EATRIES I
Tw5 (Dark, 2005).
IR EEREEO L 1 DOERE LT, KR
ZBIFB A YR VERZHO EAPBIT NS, AR
5 (2012) BFABTOYFR I U r<EdRE L, @EE
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i chsr 8 HLialoY—2rThs 11 A LA,
e EE L 2. CofEE, 11 A EETIiE S
HAZHARA V20 ¥ O FEBEHE R HE AT O 53 BUG 2 7
RO SN no72b00, MO 7V T — AJREDK
THORNZ EPHEL M E ol FOZE LI, v~
ICBWTHEOLNTEY (Riganoetal, 2017), 7 <
BRI BV TRl A v ) viEstr ER gLk
&0, R BT 2 HEOI) AL ZRAEL TV D
EEZOND. F, A VA VOFELRENRETDH
D, TENFOER & B E R 258 % 3 ) R 1 g
AL BT B = AV F — KB B R T OB O 2L
LIESNTVD., FIZIE, HEORD ARG T 57
VaxF—¥R, BIHERICE DS IEIRE KR
(FAS) V7Y VMZ k0= VS50 A725—¥2
(DGAT2) OIFIEIZ BT 2 5EBUE, SRy
3% (Shimozuru et al, 2012b). HEMEHHKIZB N T
LRIERIZ, FAS R DGAT2 % &L IRII &S 3 %
R OB TFHEBLOEMAFRSO 51T b (Shimozuru
etal, 2016). F 7z, Perry & (2022) (&, 1 v A" V&%
O T IZ b % SHC Adaptor Protein1 (SHCI) ®i&
EFEIAPBENFENIRT T2 2 L2 & L Tw
. WTNOMEIIBWTY, HHEN—EIRIN
BEERBECTHRONIHERTH LI LD, FRLOEKET
FEHZ LI EYENEOEMZED R THHE L LAR
HOBITHL LD, ZOL) 27 I ofi
HIC, REGHERICBWTEWA A Vs 2 MR L
S, S FENRTE S B 2R IR E OHLY A
AeRAEL, BHEROTEELZmO L &I2XD), B
B AR # ST 2 lAEZH LT\ 5.

B EIE, 7~ 3 o LT IRRE & 2 5
WZbWb 6T, Wi TRETHLE LV HTHS.
ZAX, ZERERRIZ BT B M o R R OB X aEE, A
Nl % B LB 2 £ ERH9 A2 (Dark, 2005), 7
Y~ TEMENICEA T EZ AR, HITKTT 2
(Kamine et al., 2012; Shimozuru et al, 2012b). F 7z, 1k
FEMGZEHY 40% % R A o ¥ — 7128w T b, Il
2B 2 ZTEOREEIIED SNT, Wb 5B
HFe8235Z &b 5w (INHRRIZA, 2010). Z0XH) %
I BT 2 REE RO Z LIZ oW T, i - Tl
MR - A ERRAHER IS BV CRIEN TR W CE
ETRBRLT AV 7+ — LOBLERANHWEDRDH S D
D? (Jansen et al, 2019; Perry et al., 2022; Rigano et al.,
2017), AMEHICA L B2Z2MLE AR LEMTH L7290
W, TORERREON TR VWESLEL 2 H RV,
7R R D OO MENGKEE 2 T 5 Z L AT

S50, TOWFOBRAHIEHRS HIZHEDIE, ADIE
L B L 72 O P B R G FE D T 7% EERFAANDIG
AP TE5THAH ).

3. ZIRHICHIFHRBE(L

BETOr7<TIE10~12 HEIZZR 2 i - 72
LMK, BHAZ SI2BWTAIRZ MG L, EEAHTE
% E B O 25~50% R E F T S ¢ A T LI &
) (Teien et al, 2011), WETT7r HIZbbr40H
PR ZMN %R 5. LRI BIT 2 EEHA I 20~
A0%BRETH Y, FEaLMEN, EELFTICE D EPD 5
ZEPHENTWAS, BIzIX, A I FEeTHEICE
B A7 2IlBWTIEF AT2%%, AATI%TH
D, ZMRHIZHE - B 2179 A ATBWT X DIRER
DA TH D (Swenson et al, 2007). RETIE, 4R
HHCA U AR - A O 2o W CEERO I ZE %
HITHEHT 5.

3.1. DMEMB XUIFEDZEIL

ANV IRPERFLEE ClE, RAIR—P B EREY 1 7 Lo
FHEHEE D - C, LROBIMEE T DHEIHET
ELDIZRL, 7~ TIEARBIEI oL - RiROT
B - ERIGRERLPIEL 2700, AFIERED 5 AIRO
WHEMTRERT LI LR LY, BETOL SV T
i, EEEB L OO DS, LRRICAS 4 H1F
EFHIZOHIEE D, RICEKEDIKTA 2812 BT (&
IRICAZ 2BIZER20) IR SNE DS, &HRTICA
D ANIEBIRGE & 72 o 721 b OHIF - ARIRIZFER 22 T I
el Fe b AE (O 10 bpm FREE, KR 32T HE
) IETAEFTENENIABL N4 BIZE 2 LT L
3% (Evansetal, 2016). #iiZ&HRD 550 HHE21E,
IR OZAL L ) BT 5. KRO EFITAR
RN s8) 2y AMi»oEcilmE ), LRz 2
BRI ZTG B RS & W] CIRAE (37CHEEE) ICF TS 5
CAUSK Lo BRI AR R 2 BN S 14 I3 EHT
DOIRE LSOO, LR %2 ETIZB VTl
FIOFGLTTH Y, E2IZTTORE (60~80 bpm)
WIRDICIZEHIZ2r HEHET L. 202D, ARO#
HYIZBWTIE, FiR & I EER R I CHIRAE AN T S
NAHZEDMENLTWD (Toien et al, 2011). A IRFFD
RO BE LT, MBETICBITLY X/ IO
TARROMER Z K 2 1R L7z KRS L1, FiRo
BETIZRATD 2CHRELRMTHY, hor <HIcB
5 FAREDOBIFEIZ BT D, AiE2s30C %2 Tl s 2 & i
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38.0 -

37.5 4

RT&R (°C)

34.0 A

33.5

36.5 1
36.0
35.5 4
35.0 4
34.5 4 o)

12A1H 1A1H

2A1H 3A18 4A1H

2: V% 7B BAIRM O T RROHERS. JHERME KD 1 6l%F T,
TEIRAERD 1 Bl 2 € 7 TR HIRIEEIZ 2 16 H (@TRT) IHELIT-
7o, WIET TOEM 21757240 5 MO 7 — 2 13RI L TER L2, K, T

ms, RER)

%\ (Toien et al, 2015; Toien et al, 2011). 7 ¥IZ4 R
FiciRE 26CHREE TAALNIZKT S5 L 0F 1k
IZL DILET S 2 A5 (Bureshetal, 2010), o>/l
ZNRPEMFLAE & 2 D, AR - A L OV IR IR
R L TV Wn I EDMRIROBE TR DEN
THDHEEZONDL., —J, HIRL TWDH AAT<TI,
RO L AFIZFEREINIRAEIR L, GHICES £ T
D2 A, 38CHIRDE WRIRAHER S, T 24T
I ERTCAREAE T35 (M2 Shimozuru et al,, 2013).
TERH IR 721 Tld 7 IMBEE D & AR SN TB D
(Shimozuru et al, 2013), J&F ORI IZ# L 72 RN B
DR L, MERORIOOIZ, Br<idL ) k&%
BHARWONDL Z L1275 (Harlow et al, 2002).

7 2B A RRENOFHO—2L LT, HHANPSL
FOEM AL THRIROEM 2 A (2~6T) »WE) 22 S
5 Z & (multi-day body temperature cycle; Toien et al.,
2015) TN D (K3). TOIRGIE, NHAIRMER
FUHORTRAMR—FRERE S A 7V & 3B 2 RI2T
L5b0THY), KR LEARKICEES 2 5 E0TEIZE bIX
fEbZvy, M3 TRT LIS, FEATRIEIC (34TH
%) IET 2 & —BEOFERD FAIVEL, —EfH (36T
HifR) % LBl KRR TREICE LS. 2% 0, THRIC
ETBEEBDAL v FHAY, ERIZET S EF 712
%5 &) RIRGIEEES BN TW D LRI NS, L
LIS, NUAIRMEFFHORERLMREICA S5 X

IS, KA —EIRBRIT 5D TIE AL, ZEI0L
)RR EAT ) OPIZOVTIEHS 2 Tld v, — R
LE, EDIZANF - AN LMAMMAD L HIZE
DA, LRPOAMGEHE 2RSS ETRALPD
BEEHEZHSTWLMREELZEZ LN,

7= DAIR A ORI R BT |2 D COR 7S & #F T
W e LG, IES D Z EBWEOFIEO BB S 5.
iR E FRICHENEE=5 ) ¥ 7 LWIRIZB T
X, iR FREIICBWTHR D5 S 2 (Shivering) 7%
HELTWDE ZEns, FEZESERITS S ZEHTH
5 EEZB5NTW5S (Tolen et al, 2015; Toien et al,
2011). 2D X Hmsb 2, ZIIAELIRETH L4
RN B THZEMZ CZLICEMLTWwL EE 25
Wi7es b5 (Toien et al, 2015). —J5, FE5 5 2 S
BREDIFTEIZ DWW TIE, 30 413 LTI BRI O FFEA
WwiEsh7zb o0 (Davis et al, 1990), #ZICZ DS
BET HEESH S N/2Z ) (Jones et al, 1999), Z 0
FHEERRET L2H5 2. L Lad s, thEiics
W EIRI ML DA BT 2 IS5 2 2 EBREREDLE
EDRWS P R->TETHY (Bal et al, 2012) FAkS
DIRZH), SGBRI 7 REREEOFEIENERL I NS
REMED IR STV 5.

3.2. IRILF—RBEHEBOZEI
BT Y X778 H4RMICEB T 5 AL
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36.5 -

36.0 |

35.5 -

KT#&&R (°C)

34.5 -

34.0 - ]

335

720 (8K, TES, RIER)

BB DAL 2 R 1R L7z, AR —EI0 = 4 v
F—HNEITDLRVIZE 2b 53, MFEE LB T
WEEDLLTHIFEINS, ZofArD—2E LT, K
AL BT ORI 2H 5. Bl LT, HElF
HRFHAIZBNTA > A AARGFEDOHEDRLY sAH 21
B b57)NVa—A TV AR=F— 4%, FESLEBIR
AR BT B IREER IS D AT Y F F— B DO EET
BT HZ DS, V¥ 727~ (Shimozuru et al,
2012a; Shimozuru et al, 2016) 3 & 'k < (Jansen et
al, 2019) IZBW TSN Twa. F2—7T, I
B AT EICEDLLELVE VBRANEF Y F—E R L
OBMETHERBEOLALHRE SN TEBY (Jansen et al,
2019; Shimozuru et al, 2012a), 9 L7z & b 1k
ER—BIRNT DI LD EEZ5NE. HHEDE
HEE REORMCEI VAL L) vu— L THY,
T T =y EREEAET X R 7 A 2 S S
L TAIRP OB CZ LICHEBML TWD LE 2
51 Cw % (Shimozuru et al, 2012a). #EiEF & LT
B2 ANVF—HE LTHHEIN EEZ LT
55D (Riganoetal, 2017), EIHEMIZZNEZFEH L 72
M7RIE 4O . LIRFO VY AORTIE, HREE
KO ANF—iE LTr b R Z #RWICFIA L T
HEWVIHHEDL H S (Andrews et al, 2009). AR
F=OMmMAr b R, SEEE & HAORIRIC AT
5500, NZBWTEEZRH#ES (S FT7Y F—v

2A1H 2A6H 2A11H
30 MR U B Mimo 5k A 2 )V o —7Hil.

2R16H 2R21H 2R 26H

AZ VERD 2 B o B TR OHER 2R L

R BT TOYX I 7<ICBTLES (6~7 A ;20 54)
BIOKIRY (2 )] 5 2580) OIMEA LHE (P + fEieis
).

E B MR
7 )va—A (mmol/L) 5.0£0.2 4.5%0.2
FEfE (mmol/L) 4.1%0.2 8.5%0.5
IV ZA7u—) (mmol/L) 7.7%0.2 9.4%0.3
HEHERRIAER  (mmol/L) 0.28+0.06  0.76+0.09
7 +ua—)l (umol/L) 76.0+11.2 146.6+16.0
#a bR (umol/L) 37.6+6.9  664.3+79.6
RFEZEF (mmol/L) 3.1%0.2 1.7£0.2
7 L7F=> (mmol/L) 0.14+0.01  0.21+0.01
¥y vy (g/L) 67.0+1.5 79.6+1.2

ETOWEHBICBWTHBY & ARY & ORMICHEE
(P<0.001) 23357z,

A) ZFIERIF LV (> 3.0mM : Laffel, 1999) (21t
NTRETHS (F1). 2ol erbd, ko
WS b R ERBIAVT— & L THHT 5 & 518
LSBT LT, HEOWEZH VTV S REMENE
Abis.

RN B A2 EE AV F—IE, B TFICEREL
TR 2R LCHONLRIBRTHL. ZoZ L
&, WEIEEINCBWT 0. 78 FIE ThH - 72T A8, %4
MRIIIZ 0.69~0.73 (Ahlquist et al., 1984; Fedorov et al.,
2009) CHREOA A L -BOEGETH S 0.71 &
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BIEFRLEZRTIENL LML THL. ENICE
WS TR THEB oMM RS 7z FAS ®
DGAT2 & o 2RI & iR DO FEBUILRIIIC A S &
BAES L, RDDIZI bay Y T7ICBT A ENiMED
BEALEMREST ZH N =F VI M VTV AT
T—YOREFHEAIAPAGCIEHRSLHATHYIMT %
(Jansen et al, 2019; Shimozuru et al,, 2016). D X 9 |2
B O ARG E TOLT MO, EEH
b= F2 b RLE— FNEREEED ) £ » 78
TS, F72, BRIZA5R LA L 2 E8KIE, 4
AR E TR CTHHELFTH I L EZURBICSET
Wh L LAaAs, MHOREAERT VT I Vi
ARSI T 5 720, BEOBIKIKEICHZ L vz
% (Graesli et al, 2015; Stenvinkel et al., 2013).

I ROERIZBNTELREHO—21E, —TOHR
ZITHOLRVOIZH Db 6T, M ORFESTEML 2\
EZAHY, WIEATHEN) T ETHAH ). IREGHE
R A FEo e WIIFLEEI, JRE LCHRIET 5 2 L Db
T A% b 72w, A THIULFRRERE 72 & D
K CTRFZEDENNOHEMAYE 2 L mBERIMIEL %0, R
FIEXE LCICEL RS 5. #EIATHONIZIZE
T, BHICBWTHEE - #KIREIZ BNz 7 < I3
KREBERMEL R L7722 L5 (Nelsonetal, 1975),
CORINILRMFRWIIFEIE SN LD D TH L. I/~
WBWTHREER R RO LN TELERE L
T, HEAOGHEPRCHZ 6NE I EDETENS
(Tinker et al, 1998). 7 ¥ CIIEMOARH{LIRTEIZ & 20
b6, HROBERMEZEMIIELT, LRMEZELT
HI 0 23% L AFIMET L7 W (Harlow et al,, 2001).
C DA DOV TR A G MO FIRRIZ X 2 HHIZF
LRSS NTWLOT, T—mHE 72w, F/2—HT,
I B B IRFH A 7 VI D 2 BERBEOBIE T3
MDETTLZZEDPPALNELR>TEY (Jansen et al,
2019), REZOLODOAEBIH SN TVE EEZ S
N5, L2Lads, WIOHERD REREIMT”
T500EHNTHICHH LRV Z. ZOMTFICHE
LTiE, BEWICHEN LRFE R, RESHEZLAET
LI DST ¥ E=T~NEER L, 2k 7 3 HIHE
POBHWRNT LI ETT IV BOBAREIToTWDHD
TlEZwrbw) [REVIA 7 VRG] H3d 54
SN T&7 (Nelsonetal, 1975). FEE, TEICHR D4
R DT 28 v D) R (Ietidomys tridecemlinea-
tus) (BT ZOWMEDPFAET H 2 EAREH S TW
% (Reganetal, 2022). L22L7Z&25 7 <IZBWTIT,
ZRPOBMEZLHO M LR H L 00

(Sommer et al, 2016), WRFE) WA 7 VERHEDLETE &R
B3 oiERIIEON TRV, ZOoFERHH I N
&, ANZBTBBREDEREORMSE R &, BRI
HPHifFEcExsThr).

4. BHDIC

7Y OIS %E1E, b b ey ~voEYEY
B3 B8 & OIS 58 e L C & 7248, 2010 4EAC1S
A5 LERIRCHAEYEER L, RINCEMELEE T L0
REVZWTHZEI2ED, REERLTETNES
BCh b, FHOEFETIE, EFHRMLIS 7 v DOLRD
FEEMEDL CEH 2 $D T2 (von Linde et al, 2015).
PR U7z s DA S BRI OAELIREBIZS 2200 57,
T EHEIENA L v ? (Donahue et al, 2021;
Nasoori et al, 2020), 2 L A5 10— )7 S o iRk
SRS b 6T, T 7 u— AEBIIREEAL
JERMASIEAE U2\ VA ? (Giroud et al., 2021; Samal
etal, 2021), BRHIORIRIREIZS 2200b 59, L LE
Pk EOMBEHEBESEL VDA ? (Nelson &
Robbins, 2010; Nelson et al, 2008), &\ o7t iins,
WAERR 2 TR TN TE T 5L, 7 DA RO
ANEIZNRVERFLE & 2 0, AR - MR L OV T ofRiE
THPED EIZH Y 2o TR A HEMATIE RV E W) JIZB
W, EDANCECEETVERZ D 2 EHTRETH
N, NOEE~NOEBFETE 5. — /T, &4z H
W7EBFGEIC IR C & 2 B 0 B R0 FE M T e 7 BRBE LS IR
DHHDHIER, T/ Ak EEIET LEEAN 2 Hw
ToEBRERIT) TP TERWR Y, WIRICIERE L
HKI DT 5. ZO72DERIE, in vitro FEER % BEH
L7zMEr e > T THAH (Saxton et al,
2022). EVELOREZRET 7 v AR L T & 72 ME 2
ZHROFEZ NI ENIZT BN D D7, GEROWIEDFE
JIZHIRE L 72w,

SE R
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