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Physiological Adaptation of Skeletal Muscles and Potential
Mechanisms in Hibernators
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Abstract: Disuse leads to skeletal muscle atrophy in non-hibernating mammals. Despite facing prolonged
period of hibernation disuse, skeletal muscles in hibernators are well protected, characterized with integrative
structure and excellent contractile ability during hibernation. Therefore, hibernators provide a natural model
to study the mechanisms preventing disuse muscles atrophy. Understanding the mechanisms of the
physiological adaptation in hibernators’ skeletal muscles is one of the major topics in physiological ecology
field. However, such mechanisms in hibernators have not yet been elucidated. In this paper, physiological
adaption of skeletal muscles to hibernation disuse is reviewed with respect to morphology, fiber type
distribution and contractile property. Moreover, the review focuses on the potential adaptive mechanisms,
including protein metabolism, regulations of growth, differentiation and metabolic type, oxidative stress, and
mitochondrial structure and oxidative capacity.
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ARSI B ARG FEL R, L) ik
HH T MURR IR A A7 SR, AR 2 HOR AR TEYS
B Z SEAN A RIS —FhiE N . B
T RAMRA: B2 R RIF T 2 AR v 7 A HIR ) i
KW, LMY O REEAN
W IR I DL R RGN KWL A Ty
i GELIEZE 1955, Barnes et al. 1989, it
JR%E 1996, Carey etal. 2003, W% 2011)
UAER, AMRBh A IR B IVLE T (AN
FPRAED MIENGE T A AR E KUK
L2 24 #R (Hudson et al. 2002, Shavlakadze
et al. 2006, Staples et al. 2008, Gao et al. 2012,
Yang et al. 2014, Jiang et al. 2015a) . 20044
ih, BATEE S — H T A RS E R ILE
PG N BIBIEGT, - ASSORF I At AT 563X — 4t
10 ST 5T 45 R S OGR4 HI 2 ) 4
WP e s L RIS AR G N, o3 A HOdE Y,
FOTBERLE, DU SE 2 N T I — Fe il R
R 55 Bk 110 S o

1 XSz B BRI RIS EEE N

11 XRRETERIESSEHSIT%ER
R4,

IR T AR AR 7 20L& T & LER
FEHFEEE (myosin heavy-chain, MHC) 257
ANF, E BT 4E ] 20 18R (2EERA T
T MHC) FIPRAL (FZERIL T MHC) K
K, RGN, ks EFEE, L
AR AL, HS i g, my. th
LNiTIeS B2t G N | A s s S PR DR EERE g s AP
DUBE R sk e, A BE e, o5 . 16
EH CRE. BNRSAES)D IRE S 10d 44,
A\Z& (Homo sapiens) 15 K i (Rattus norregicus)
SEAR AR B EEAL, R L T IR AL
BImr B LA 247 . B AR,
T BRI A VLA R LR S AR L FRAIC
JLET HERAER T AN sk LA VLET 4SS Bt AL
21 off ) PRLEF 4 (1) #4255 (Boonyarom et al.
2006, Williams et al. 2009, Bialek et al. 2011,

KPS 2012) .

HRAMB ISR, e KR E AW
ZMINATES) G, HE s R LB ILLT AR
BRI AN RTINS, HAT B 2 RS 2 5.
KR4S ¥ B (Spermophilus lateralis) 1 HER7
WL GREUD Ef AR FTED 14%, il

CERATL MY/ T 42% (Wickler et al. 1991) ;
BERAFL CHUIL AT AR A R 2 2 8
Eb HAaL CIRAIL LT iR A A ) I8 W
A4k, (Steffen et al. 1991) ; AHR SV B f& (Ursus
americanus) ¥ SKL CERIVL) FUHEA LT
JVLET 2 A A T AR DA SHE Rz UL R UL ET 4 Bl A5 32 o
RAEHER, K SKNEIIE4E (18
ELA 42 FE BE#A% (Tinker et al. 1998, Harlow et
al. 2001) ; AMRIAZ/RFE (S, dauricus) [
b H AN B LR E 5 R R R, EALLE
YRR TR R A2 I AR, 2 LT 4 L A3 H
IUARTRIFEEER N (Gao et al. 2012, Dang et al.
2016) . AKRKJEF R (Citellus undulatus)
SR FREFERE (Cynomys leucurus).
R EE R L (C. ludovicianus) 36 B RE )
R, AU Pl BRI =k
WL AL B JBAMUL SIRA ML R
JaLD 3 B0 T 12 LET 4 L5 384 - (Zuikova
et al. 2005, Choi et al. 2009, Lazareva et al.
2012) , 12l CLb HAND HoULEr4E L )
PRFFANAR B[R PR B2 LT 4 L) 6 )
#h (Rourke et al. 2004a, Vikhliantsev et al.
2004, Rourke etal. 2006) -

D SR, ARG o i
WL ZE 4 T IR AR, H B0
& T ALY (Nowell etal. 2011) , AR
TN B AR LR O G kS il R 2
AHLC ARG, (HAEREE T, oS H5EA R
B SE R A R A LG - (Lohuis et al.
2007a, Fedorov et al. 2009, Tessier et al. 2010) ,
HFORIN, AMRK R RV CRFE T
()R S L A RS SR LIALD A LET 8 1 1) A
HZAM) 3% (Postnikova et al. 1999) , &Rk
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B REE R B AL & A T E Tt
w17 87% (Jiang etal. 2015a) . M2, MEH
MR TERT, RN & HRBH ) T 450 H AR
W ERIVUEZ R, U] B, PUEE
M ER U REREEE, WAARHGE, &%
LRI LET 2 AR 2 28 JE I 2 7 A 5 L TS R AL
CTYERAR BRI I, W AMERAE A IR B N Bk
BRUIRE HH ™ o ) B2 PR 40, ELILET 4
AU ST BT S )1 B AR YD [ PR 2 (i
iR (A, H X — Uk T e A7 —
WO RSB, BRI PVLAE AR A
] L2t T B 1) 2 53 2 e FE IR PR LA
], Bl ARSI T8, MASREAf A
R o 285 ) () AR AN T UL D BEIR A 1Y)
—ANEHEIEFR (Fitts et al. 2001, Volodina et al.
2004) . HWFUEN, FEEAPRATS, AECR
BT B IV UVLET 2 () B p ) o R AR Sl 25 (IR AT
PR, FERIUNIIUR LT a5 25 0L. 40l
2B ERRAG AAR O, SRR K S %o
W />4 (Appell 1986, Leivo et al. 1998,
Boonyarom et al. 2006) ., 13 AR HEIVLEL
FXTILET e IR A5 M R e, AN — S8R Rk
1. Malatesta 2% (2009) < THESL (Glis glis)
IRIFFUR IR, 2RI DY S LR LT 4 IR
TR SRS SRR KIS W40 Az )
GER LU S A% N e s ) S e s DR B L AT
THOUNA R A AR o FRATTSE 50 % 06 Tk B /R 3
B RIF T A, &M B B EL H o UL b SR
Wz, BERARILRIRE R RTRL D, 2T YER Zebi
EHESIRIN, U2 Ae e, U i iA 2
Bz, HAMIRS 873 BEA AR UL IR B A 2 B
fift, CTUETRZRiRTT 1n) R AZZEEL, IRRIPRLT)
BATHESARZE LI S CRERESD . H
HBRATIE AR AR B B % UL R 1 22
WA 3T HLH
1.2 ZBRRE T BRI TIRERZRL
KT RN RRERIFIFR, AEKIAHTH)
KM 5, SEE RS LI Wi ) B Jo W S FEAIG
(Harlow et al. 2001) . £JJj 110 d ZHRIIAE

B, FEINEBREAE T 29%MLA i, Tkt
PR 90 d [ A2 5k 2% BA%I) )&, 269 B8 fE s
Wk A EMR AL =5y 22— eAh,
A MRS Y B RE B B LI PL% 57 e ) 5 oA 4
RRrE, AFRURZEIT ] SEEF IR IR TR A
ik )P I I ) A3 o AR B S 2 (Lohuis
et al. 2007b) . RFAMRAREFIRRNR S 2R
HJEOR R B H UL e UL S g AT
5%, WA HIZM4E S (Cotton etal. 2010) o %
T2l (S. tridecemlineatus) [IWFSTIIA
N, AR L H AL f oK g H Th R R AR,
HPU% 57 BEPEL (James et al. 2013)
X — i 5 A 8 &R A B ( Phodopus
sungorus) B BRI 57 1 I JC W] 2 A2 Ak () i
FEERAFIAR James et al. 2011) , HJ5iA
W E— 2D I

Soomro &5 (2013) MIWFFTRIN, AR H]
FEMi5 (Uromastix hardwickii) AL &
WA L BhAE LAY J L R e W5 ARk, (H
HERAL A S, BAEEAAT 5 AT
JLFRYS) B35 kN, I e A TR A0 A 1 1) 25
LS H B AR DR G R, I AT it
— ST .

AN, AR, AHRITIERAE (U. arctos)
(101 B LR Bt 25 o 8 5 1) g ) B B AL T 2
7=, PRUHIA A AHIRE P )i UL A 68 503 el
SRS ARENEAE,  DAER T AU £ e
FRRZE P (R ANAS B A SLORAZ VLA g o ) 22
R85, X SeaR A IR 28 m A 4 FH 1 L 4 5
Ui A A S 3T % (Lin etal. 2012)

B, ZEETONN, ANRIET 1 E i
JLIE F R AN B P v LIS 408 D e 1 g ) = 22
AL 5K g 5 AR B A Ak, P4
IR TC R, JFAR AR IR B
HEIVLZE FPIRZS N B ok ) BRIk e it
PR R4 W3 IR TPEC®  (Fitts et al. 2001,
Lambertz et al. 2001, K¥UESE 2012) o (AU,
KRB & — T RN PR PRI 4 ) e
B, JERIAEIE TN, ERES)
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e~ ZHZA L 4 KPS B xR LR P 1)
RAFIEN, PRI T 4IRS PIAE 1 21
ZMRIIATES G, R IIR IR EF T B e HE M
AL R EIRE .

2 AHRIAF BN EE NALH AT R

KRB A il 5%, AFEdL
WX o AR PR a7 8 MER S
MVFZ 1128, WILshmesLE . A48H . i
FH. WisH. RKH. ¥#RHE. #FH. &
HHE. SRHE 9AH a4
o, WEARANRENY, W HoE
2. WMR ), — B A B F s
B, A7 AR 1 % UL A IS B (R B
TR FE LXK YN F o ANFEIPIFRIEL A A
X ICAFEI B, LB B AT AN R & AL
o WL, AEACHIXFE— KT 0C
IE IS, AARBHYIHEAT PRSP T To 42
BESAEAF TR RS RE R, LA/ i 20
(), ZBRAIbHz 8 B (Urocitellus parryii) (48
Bl e X TRelTER (U
columbianus) , Ji5# 5 T INEE RIS [H
PG b 38 1 1L XA = JR X (Boonstra et al.
2014) o [RIE, ORFACHIRHY) % LA PHE Y AL
TS, AR FRW AR AU
2.1 AW EwULEB A RS

A RALMRB D IR, B ELE
G R 1P TR DU DR A 1 R el g R
B PR RN . — Nk B T A vk
SSTENL R ZE4i AR Bold 2 2EH, A
JT A AU 1) 1 SR L PR R 400 1 o s S 2
£ (Thomason et al. 1989, Booth et al. 1997,
Fitts et al. 2000) . 7EAMRAFFT, MR I
HH ANIE 0B B LR AR P R i e A2
EE P SERINEI B

Lohuis &5 (2007a) i & 7= 55 2 HRAN [ I 18]
5N 8 BB B AMUILER (1 BRI EAT T BRI
G, RINAHRSE I B RE B B UL 2 A S
Iy FRER L ZE AR, (RPN ReORRE T4, X

L A BT, A SRR 5 S A W s Sy
X—45k. HE, Lee 5§ (2010) X ANl
I FCAAT T 2R 18, AR 1 57
% (Murina leucogaster) LA 2 K il
5 (MAFbx. MuRFL i Skp2) 54 AR AH
FHE (4 p-mTOR) ¥ W&k Mk
JULHR R 22 BRI A OG 1 1 AR i B A AR A
IR CW AR, el E i (LB e
R M T 5 s E R ) 1) fEACHRITRN
WY 5 2R A e B T 1.6 ~ 1.8
) . #URTEEE T Cheat shock protein,
HSP) 1) HSP70 ik 7K V-7 A B IR Sk 1)
W5 R I Tk 17 A5 B3
PR 2R AN IR,
AHUARRE T ERES T, SaBUR &t
H, RORAPAE A S SR0E 8 G AE
H 2 2 AR, el B4 i b i
RS AT & o HUHR BL R ACHIR sl 4 1
SO O R A A S 2 PR JUL PR B R O
WAR, PR B B B b YRR )
VA B T A R R e B UL PR e (Lee
et al. 2008) . B4k, Fedorov % (2009) /]
3200 cDNA FREF kil 1 &MY 15 52 2= 56 U
TERE A HE VLR JE R R IR 22 5, A AR R,
ERYN BRI EFILA b, &R S T 12 Mk
LT, AHE RNA 4i5%E A 3 (RNA
binding protein motif 3, Rbm3) Fl—4t- iz
HEA A G B

I 375 FUOHE S 5t 3R 05 3 ) A O 1
(serum/glucocorticoid-induced kinase 1, SGK1)
&ML IRV AIRE I, 25 2R R
ifefIiH Y. Andres-Mateos 45 (2013) kT4
M2 200 BURAIT 0 R IR, L FIRE B BT R 15
SR I 1 Re s i kb B SRR 4
JHI R S BG5S OR 4 R A MRIYT B B UL
LA o, DAL FOHE S BT 3 15 1R 2 1
Wl 1 AR E — TR T T 5, AT
PrARAMRB) ) I IV 22 4t B e B B U L5 e o
Ko BT R T AR Z S BRI IFTUAR A AR



3 VLA ARSI HE A RIS N S ML R i o it R +501 -

W RS IVL B, @I E K AR 40
DA 3N ER 075 i, BHLE A 1) 1 FE L
WZ4i (Ivakine et al. 2014) .

KT ZMRB Wy s WL AR 1 427 (9T 3R
B, AMRIIZ 80 I NELA, 7 216 45
FITUR A2 0088, I e 7 S P 1 3 ) 2 B T
SEEARU R k£ . RN, RIHIR B
A AL E R EEH L, AL
I A o R o DU AR SR AR BT B K A 5 0 i 45 1)
M, B KA AP T8RP = o2 — R A ]
sEELUFI R (Hindle etal. 2011)

Ieah, AR NS4 ORI,
% UL 2T 2 1 T S A 22 WOE B R G g
(calpains) MM 5| & B H LR 1 70 N5 1)
iK% (Bajotto et al. 2006, HELE 2012) .
R, ACHIR ST B LT A ) i i o 1 5 4 2
FEEE G 7o, FA1L = Hia s T
R BB R B, AHRIEE H AL
calpains 1 fl 2 [f 3Rk 18 o W 5 04k, E5 58 1
FHHIF calpastatin I FRIE, PR LRI,
R A S 00 1) J 2 3 v A IR B A A £
IR, bk S LR . LR
R EZLE (Yang etal. 2014)

Fuster 2% (2007) RWFSTRINL, R4t

TR 26 L FH A EACHIRSE I S B8 I 0 A s D T
40%. FERAHRIE R RERRS A —Fham AT )
()R K A A7), 38 o G EA R b
WL 1 KA

B, IWE B A RS, AN
AR B B 1R 20 i 2 AR B0 ek
FHPEILEE 4 A ) - L, 8 23 £ 1 1)
M) OUMBL P2 — i B LA o
2.2 ZBREBRUIAEKSSMURTEE

JUL 41 o 3 55 K] 1 -2 ( myocyte enhancer
factor-2, MEF2) i s £ Finie 4 B (1 5L D A
il 5 LA PR REAH OCHR I I SRR A, AL 4G 26
Witz ® 4 (glucose transporter 4, GLUT4)
F1 O L 43 46 Pt iU Cmyogenic  differentiation

antigen, MyoD) . X 24U IR, 4
IR B LR MEF2A 85 15 & A LR A
(1 MyoD) [FRIA BT+ 5 (Tessier et al.
20100 . AR, ZHHIEE VL MEF2A 5 MyoD
SRR K B2 T, AR T YERE AR
s H IR L AR S 04k, o L Ao Bl
U AU 2 FH P L2 4 1) B AL 2 —
WA ZE K025 (myostatin) EHLAA K
BRI -, Uk, WL A6
BRXTWLA AR A SOl E R A1, I XS BRI DL
MHE#RAERKE T AAREREEEEN, 2
e M VUSRI HY (5L . A2 # W 9T T 4
HICAN AT IS 39 6 /N ) £ 1) 22 800 SR s UL UL
A KA 2R 224, RIS B LA
AR R TR E LA, YB3 AR
IF, LA AE A 3R 1 i Rk K K23
T 6 %, JRAE RS B AR E K
(Brooks et al. 2011) . Nowell 2 (2011) XL
R A RKAMHI 2 mRNA ST RN AR, AR
A4S v RUEE H A VLRI UL A A 25
MRNA "~ 50% ~ 75%, {2t &z (17 f AR )
FESEIN T FOXO1 1) mRNA 5 2% Nifl. Fedi]
I, 1 XA B R R AT e R R ER
RIEAF AR P, JEHH mRNA _E ik
FREE MR fiE R, —FhETRE Y,
0 2 7K R 5 S R et — R S, &
HCHIL R ZE KN H 22 mRNA R X 445 1
WU A S A AR AE AT R 16, 1T B T iy
S T LA AR KA 25 0T g S O A
AP ERBEE T KAK, @ACPRIIAEK
T2 B4 B 53 fift i 17 2 iy i JU L LA A
TR IR P T 5 22, AR b IR
i v SR AN (] PRV PR A A 25 7K AT e A2 L
A EFNFTHEE R
2.3 ZIRIEBRIREEELBEELE
IR M, AHRENY) B B L LR i 28
s MR g B IR A, X — A R4
NS AE 1 HE LR B R B AR A A B . R
Z ARSI SR Y], Wk o R Y
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REX M AR AEARL CBL, BERCARIL) BEELAS
bt H £ L . (Rourke et al. 2004a, 2006,
Gaoetal. 2012) . X—X 5, wRESEK A
AR P XS R I 5 S0 AL, )
PRALLAT 2 BE T s R T A K BE . 2 3K
FIEHNE MAFbx 5B B UL E E 20 AR
EHEEAEH], 2 E B BT R RS .
Rourke %5 (2004b) FIRFFERIL, 7EAIRETS
T HE LRI S UL MAFbx mRNA 1455
IR 2 T o PO A 1) MAFbX mRNA
IR T A&MRBH ) 7E A MR 7 RS gk
AR NI ZE 4 45 0L, mT e i
PSR ZNE S 0%, BRIt AR HE ULk
P20 bR i i 0 2 A T e B SN Nk
PESH RPN VIR G . thah, RS L
Y IATY (BE R Mg GEAED 1)
o A A, B FCARI S 1 0 3 A DA S A RE ) B
PEEAT 5. Steffen 25 (1991) HIWFFAIL, %
B4 7 38 B LA R A R 15 il (A7 48R 1Y)
bRl VRS S TR, Mg LR A
fily CLEARE bR SR TR T 25%. A
SEHG S BT IR IR ], A RIS S K B EE H
i LI A LN BE ) W E AN, TR OR T AR
fRfE 14 Jiang et al. 2015a, b) .

B, ARSI ALYk 8 F K
PR e e AR T, DL RE I IS
s 2 MR B A AN TG Bl 2 A1 T DR A7 W 4 £
H, AERFEEUL R Gt D RN 2 —,
8 FCACHRIILET e A DAL H IS L L 5] 15
I =L

A AR R TR S AR y HBLTEAL
¥ -la ( peroxisome proliferators-activated
receptor y coactivator-la, PGC-1a) J& il 154 fifg
REE AR B 1, FEZbiRIg L WLLT4E
KAV EAL . FAEEARH . IR 55 T TH
AR EZEN, WRE. BRRZ., IRASL
HEFEFERTFIRIE, KT 280 IR
SR, KM, PGC-1a I NS T
HRIUILETHESE A e PRI S R R Ak, AR

TR FPENIZE 410 LT 2 — (Xu et al.
2013) , X4 R GE FAT I 57T (Bodine
2013a) .
2.4 FALNEE IR E B A BEE N

Allan %5 (2012) W A4HIR 2 208 B % ULAR
I JE BB 1 e S Rl NF-xB- (nuclear factor
kappa B) 751 A NS AT R IR, AR AR
il (torpor-arousal) JEIA, NF-xB il
ST UF br A R B A A W AL B
(Mn-superoxide dismutase, MnSOD) LT
ZIN%MF 1 (hemeoxygenase-1, HO-1) [ H
KIS, AT T LN H A 1 fE
71 ER BRI N

/N RNA (microRNAs, miRNAs) J&7F E
AR R R IR — S R ) AR S RNA,
KANKY) 20 ~ 25 MR, 5 Z A iy 6e
IR . Bl FIFE R B miRNAS 1.2 51144k
N 5% 17 (stress tolerance) 135 . Kornfeld
& (2012) 43T T 24 miRNAs 78 4R % W H-
E (Myotis lucifugus) MWLIZRIEACT, 454
R, XL miRNAs AT fei ik LA A K4
I 52 ZHEAERR MAFbx (R, #5
TR NI 52 1, IS5 T A MR 15
WS s A BE I 4Ed

Andres-Mateos %5 (2012) X4 HRsh 4% 45
BHUGTT ORI, AR Z 80 B LE
ZAFE R RAERT, i p21 K5 Myostatin
RSB EAER, T dERE R
o AR I RAR AR A RS P AR A I 20 2R 41 4
b, DRI, ACHIRER BRUR S4B VLI B g f 4t
T ASH B
25 HiAth

T AR R A rh a1 FH A BRI e 1
it A LR B B LAH J P R A4 AE O A8 e (1 IR
K, DA IR S R AR rh e i 4 AL e ) iR
WK, ARG X —EE k.
WFTUESE, fEANRZ 80 BN BV, Zeki
RAEBAR DRI BRI BN REORFF AN A i (1) I
WK, X BAR 2 kD 2RI R 1R g i 4, (L
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A 7 1 EACHIR 0T ) B S UL T2 R ek i, JF
YErF HAEALE D fE IR A 2 b, RINBATA]
TR LA AL RE D R YRR (Brown
etal. 2013) . FATHIHIMBITCAIL, KM F
UL SRRSO W BN . AR, B kLT
YE LWL AR S K L5 SR AL RE ) I LR A7 R T B
e R I PR 4 1 A A

3 REE

A KA P an N5 KR AR R
XKW, RAVRET, 18shihgu B m il 7:4e
B R (IEE RG220 NS R H
PR P> (IR ph BB 240 LA
PRI AL N B N 3 i ALV B0l 453
Z 5T R HMENZES A O ERIZE 2000,
TK3UE%: 2012, Bodine 2013b) , ZHREIN
HHE LT SR X AN [ R R IR R, R
KWLM A5 S Bz, 128 ] U4 sy
NI

i, MRS RE T, A T O
WD 5 (R SRR, A
ZHRI o — AN AR BRI ARG
FE HAT B WM 5, IRl —3h 4 D i 4RI
MR X (5 2011, Fh/h 55 4%
2012, Thomas et al. 2015) . 2 HR B fi 4 1a) ik
PRI LR A2 T WA A ? IR KA A — 11
MR FE AN & AR BB TR PR L2 4 1) 7 22
MU 2 FRATRE LRI IR W, BEIA) ke
ST 1 R B LT ¢ s R 1
PERE, (HZH 1~ 2 d R TR s R,
B LET A () B 7Pt ml P A2 31 A IR FIT 7K
VO CRREED , X g5 RBPR, AMRFEAT

RETE L I MR PSR AT NS 5 T & IREhY)
UL RITENLZE Za B -

B2, RN A BRI B A5
AR FLIRE N AE D B2 22 U, A RIEN
HURIIRT S RIS T Al s e, (H R RS
MR, DA R EEE. . 2T
KSR GNERE ST, DL, ATRATUA, X4

SR RIRIE S T A 1 W AT R L FE Pk T
Ptk LA

2 % X M
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