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Advances in research on the rapid cold hardening of insects
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Abstract Cold hardening is a very effective strategy used by insects to survive cold temperatures. Rapid cold hardening can
significantly enhance the cold tolerance of insects within a short period of time, thereby enabling them to cope with fluctuating
climatic conditions. Cold hardening is therefore an ecologically significant trait of insects in the context of global warming. Since
its first discovery, rapid cold hardening has been widely studied, and great progress has been made in understanding the
mechanism underlying this adaptation, especially in recent years. This paper reviews the latest research on rapid cold hardening,

including its characteristics, physiological, biochemical and molecular mechanisms, and its ecological significance, in order to
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provide suggestions for further research on this subject.
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B PR 28 RIS, AR 47 5%
fRE IR SR I R R AR N2 94 (Bale, 1996 ).
FR G YA B ] A R v Bk 23 A W 2l —
PR 9I4E, BRI RS B i LR 2 L Bk
TR, I ARAS BRI AE J1, XA OIAL 322 5
X T A8 1 3 NS UK 3 5 o — o St ]
16, WRRIE ST 52 ( Rapid cold hardening,
RCH ), SZFEJLA/INEEE 22 LA 40 3 0 e s

() P9 & A Ve DA B, F 2 o) F B0 3 Bk
AR T ( Kim and Namho, 1997 ).

Lee 55 (11987 ) BF5¢ & B, 22 N
Sarcophaga crassipalpis Macquart 7£ 0 °C T %%
30 min Ji5 LT FEMEREAETT 2 W F 1w , OF kR
T PR TN 52 AL S o B e 2 ek PR Ve i 52 Ak
PG, HAT b alidk ) iy RS kA — R AR
b, kA B SRR, 1R 3SR, 7K
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IIIY, ZICRESERTER /N T B N, DL
LATORE F AR BLAE (8RS, 2003 ),
BRI, AT RS i 52k — AR B
A T HONTRARIHR . ASSONPRIE VTR 32 147
MES AU S A ST AT AT 25k, B
SRR E N IR GH R T 52 (ORI FE T

1 RERTZRIE N

— R, Y YL R R R A ] R R T
BRI B 2 b B AR RN, (o 3 S HR T
IR A5 B e T, FE AR i IR e B, BB
ERE AR RS (Katherinea and Arya,
2010; Khodayari et al., 2012 ; Jakobs et al., 2015;
Sinclair et al., 2015 ) & YIHL— X B A SR HE
HY 2= AR A, Ab PR RN, RV PhE Sk i
ZHT, YRR e A PR ARG X, ARV
JEAF S M4E ( Sinclair and Chown, 2003 ), H
Y i E R mt ] (JLR. JLTHR) 5.

PROER Vo it A2 2 i B U I () 5 B8 T AH N
YRR, T, ol T P A5 300 U T o g —
MG, H 5 UG X 1) 3 2802 5% B8 A0 A i Al
R T PR . ), PR VR T 52 BN e
RATEAR N B B HURP 2 e i — i X AR It e
FPRE ORI LG, BRASHRE 1 d #2221 h WA
B il B R ZU AR AR R AR 75 ( Lee et al., 1987;
Kelty and Lee, 1999 ), {HRfi)5 M5 LB, Hi
BORERY R AL RE ™ A PR VA it 32 SO, B an At
T it RS 80 & % Euseius finlandicus

( Oudemans ) B A 5E# & RASA LI Prid
it 524 ( Broufasand and Koveos, 2001 ). fig
TH R 4 = B U FERE ) (5 5 SR At AR
fRIRALEE, A3 LE AT S R AR R | B el 2R A2k
HR S BE 5 T FE 1 42 =5 ( Andersen et al., 2013
Le Bourg, 2013; Gantz and Lee, 2015 ), A4S (%%
IR 1 PR VA T A2 (SRR T pi ARk Ak 2 5 | A 1) T 5
PRSI ING . Sk ZAEMEY, PRt 32 19
FESUIRB] T AW 587, s, PR v i
2 AT DA S B A A v X e {1 U 2 i
2R AR LR B B A i — PP SRR, RETEA
R P10 it B2 55 ek i) S Bl Py L B ey B PR PO i S

FEATC L L 1 B AT Az A9 I It , HA X il o
Y R, 2 R OB X A B IR E DL &
T 2R R ) AR A X R (1 AR 45, 2007
Teets et al., 2020 ).

2 RIEA T B EE
21 HE&H%

TECI 5T, 8 Rl SR X R
B —EIRFMIRET (-2 °C-5 °C) b3t
— Bt CJLAr8h BN ) DRSS Sk
RT3 (RCH) BY%R ( Teets and Denlinger,
2013 ), RCH 155 1 fcidhi ifi B2 Y A7 AE D FivRy S5
P, B4 0 °C-10 °CZ[a] ) Be A 415 [ L1 e
P AL ALY RCH ( Chen et al., 1987), TiifiH7E
P48 4 B A 4 I Belgica antarctica Jacobs 47 Ht
M IE i R IREWAEZF LT, KFE - 12 °C-5
CHIREWRREA S5 S H RCH  ( Kawarasaki
etal., 2013; Lee and Denlinger, 2015 ), 5
R 1) 7 e A2 52 A5 0% A, R 0 e i S, 48] 4t
SRk ik Spodoptera exigua Hiibner i Ht % fEAYA
S4H4 M 5 °C/4h (Zheng et al., 2014), i i
Musca domestica L.4F1 —{k i Chilo suppressalis
Walker 2 fUp) e EiE A G 0 °C/4 h

( Coulson and Bale, 1990; Qiangetal., 2008 ),

PH 6%} ) Frankliniella occidentalis ( Pergande )
A5 H Bl A R 28 0 °C/2 h IR RS, 7E
- 13 CF MR R B R KR B Pe i (ZRPgi%
&5, 2011). BARTEARA PRI ik RCH A
AN, B G LTog ( Be— s[RI Y 90% EE HiA>
KRBT AR ) =i 10 CAEG RESA
b1 & RCH 8N o X KRZEYF UL, meft
YA E]ZE 1-2 h N( Nyamukondiwa et al., 2011
Teets et al., 2020 ),

SRIMT, 5 SRR T IR Rl R AL+ 4
RGO AAELE , A — S 58 7 SC 50
P bR BUBE L SR R 1 Y 208 R R OR 5 =
RCH. 44 25 S8 Drosophila melanogaster
Meigen 4114 0.1 °C/min 5 0.05 °C/min f 55 &
M 23 CHEEIF] 0 °CHL AT LA #EH RCH ( Kelty
and Lee, 1999 ); K SR MRS 21| HF 41 I 2 Ao ) s
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FEVE, SRFRUITE 1 d Pl RIRTE (B 6: 00 )
N WS R NI o e = 1 11 Y R WS R NGBS

(Kelty, 2007 ); 74 AL Bactrocera
oleae Gemlin Fl}22 114 i AR i vt W0 %€ 31 26
1 H 2R B 5 S RCH( Koveos, 2001 ; Overgaard
and Serensen, 2008 ), iXLEZEILFKH] RCH iR
Hu e B i AR IR B SR AR Ak B B i FE 1

2.2 WIEL T ZH RPN

PRV it A2 7T LA S 35 48 v R AR T
R I AR 4 B 7E 0 C T YIfk4 h)F,
HAEPUINRE T MG R 20% 4540 4 71 3
50% ( Qiang et al., 2008 ); £IJEHREHTE 0 °C
WCE 2 hJE, ATLAE - 10 °C 2 h FRRIMER
20%3E R FI K4 90% (Chenetal., 1987 ), 4
FEART Bk s SR ( Critial thermal minimum,
CTmin) i, EHRWizshfEilk, H RCH " LIFE
X — It FL0E, F1anAEM Kig Locusta migratoria
migratorioides ( Reiche & Fairmaire ) £ 4 °C |
i 4 h, H CTmin M (7.5+0.1) °CFE{KZ

(5.1£0.1) °C ( Srithiphaphirom et al., 2019 ),
A, RCH A REAE HF HE 46 B ot T P b V2 B ik
WAL, BN XF 45 I RS Locusta migratoria
manilensis ( Meyen ) # HURE, RCH GERHAIK
TR e st a8 /0 2 15% ( Findsen et al.,
2013 ), X —%ON 7ERCR & FIFARI G, i
i 4.5 CA 3 h 5 0 °CA 2 h (T FEIFA
25 0 B S SOFE M A I 38 Tk 52 ) ]
( Rako and Hoffmann, 2006 ), iXZ&MHNIRE &
HIF W RAFAERR /- B do, A2 RCH 11
— AR

J35, RCH i0REN B AR T iR 774
R I e M A TAYIE G B2, BN E 48 VR Ak 3
24 h JE R R L, HAE R A A B A HE Y,
AR ARV VR T £33k RCH Ab T () 4y H DU RE B &
HPRFFEATIOBE RS LR, 325 1 R iR g
7% (Teets etal., 2019 ), X FLIREMAM, &
KT 2 AR R B A4, BT 75% 0 MATE P AL
J& 10 d INAETS, R, 7RI a2 2843 RCH
AEFE, 85%MHN AR F i L BRZL I A 10 d
Ph b YIRS Ehs e AR, P E AT

FZE 10 KRAGHER , HEHHR{LN 8.4%, {H RCH
AT LA Aot B A BE T s, KP4 %
PEE E 42.2%/4° 47 (Rinehart etal., 2000 ),
AR EREMNE, RCH HIEIEAS AR RN
TE O RS AR PO 228 2 o 4 B L g4k 58 7 /i
R PR WIRE G, 20T P v T 32 A5 T
FERR ) AR PRHBTH A% , PRASF A B[] — FBEAS e L L
AN BN SR I 2 0 B BE 0 I A
(0°C/3 h) Ak B F 75 m] 2] Ji > i) ) 572 i B2
(27°C) 2h )5, HAFEFESREYAX A
JoZ£5] ( Coulson and Bale, 1990 ); VO {E#ij 2%
PR 52 J5 PR LR 28 20 °C, FlE VK It
(B A AE R, HAE W EOEIRE T BAE IS R R 2
it (Walters etal., 1997 ), X o] figJ& [H M2 i
BEHRE, PUASR e ae s T 55, (H1
B PR T AT TR B A B o B AN R T 32 31 IR
Ui (BAcd, 2018),

23 ESERH

5 AR B SN —A PRV i A2 5 N A
P TR T B AR R R, AN AT ke
b2 XoF 3 G B 94 LAy T 7 A S, 451 G0 PG 48 gl
DR 0 CAEE 20 5, HAEEIH, PMbE
B P B B A R R R
HF i 7 B £ ™ O A ] Bt BRI 2 i 5%
2011 ); X FAL0E, RCH AERR LS50 FPHE 14 T 4
P ( Overgaard and Serensen, 2008 ); f£4 °CF
VR 2 h 2 PRI RN SR I T 1 A AR, 3R
PR SRAR A 1] B 2B A AZ B 1) T B ( Everman
et al., 2018 ). XM E dun] fEfr M FEVEFIHAD
RE 1 Z [AEA T T AU 4y

3 BREATHZEIPLH
31 EEEUHH

R PR AP0 9 5 B 22 T 3 4 ek 21
I B S FE M AL 2 — ( Salt, 1961 ), —
SERFSRERAE T RCH WRAEES TR H 0 &
Mo TELLRANE RCH WA &3, S
FRAR P e B AE DAL B g n , 6 R
R B 30 ) - H gl A AL B ( Michaud  and
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Denlinger, 2007 ); 7E2EAE g, RCH 5[ T
PRI P S B B9 N ( Overgaard et al.,
2007 ); 7E—Lufifel H R b, RCH MRl A%
SR PR 0 H i B B K3 0 (Park and
Kim, 2014; Kim et al., 2017); {H{LGHRHETE
RCH i 72 i % A # % 5 19 & i ( MacMillan
etal., 2009), &z, FERZHE R T, RCH i
FRAEHE T AR R &, (H27E RCH i
HHOUE 2 21 AR R 4P 70 A B8 - s I T 2R
PEVR DIk i A5 b i AR 2 A P2 T i

RCH B (1) 55—~ BEAE AL AL 2 RE S |
L 4 6L FEE 14 0 26 A A3 o ) L 4 L B 17 261
S Ay VA AN [ 30 BT P4 4 S 1 3 3 1
( Sinensky, 1974), X —id O #HHANE R
PUFER EEHLH Z — (Kostal, 2010 ), HEAHE F i
MIAAREAE RCH s f b & A4 T 45t dE e, oA
JLRGE b A T R 1 ER N, A R B A
(Overgaard etal., 2005 ), Z5{IH, XFTORER
Mg, RCH L2 An My i & idm, it
M4 5 40 M B ZE AR T A sl (Lee et al.,
2006; Michaud and Denlinger, 2006 ), It4h, #F
GERIVIAS [A] 1 R T 4 %4 0.5.,0.1,0.01 °C/min )
WS rEAER) RCH,  H 41 AR A% 20 S0 43 7= A=
G ARTE . L 0.5 °C/min 8 0.1 °C/min ff)
T M 25 CREZE 0 °C, S S8 20 it 1 37 3
PEIG 02 BT R i m 3 G A2 AT, TTLL 0.01
°C/min fY 78 BE IR ERE 4 BRI sh M il 22 1k )
F Bl KO R R R B A & AR 4k 5l i
( Overgaard et al., 2006 ), #RiM7, SAKEAY
IR R —FE, FEA e, IR A W%¢ 3] RCH
5 RN MR R o B AL LS ( MacMillan et al.,
2009 ),

3.2 HFHLEH

321 HFiAE HEMRARESTIERRM
SN, AL A L PR 2 SR s, Y B 4
POME I F I (Luetal., 2016, Chang et al.,
2019, 2020 ). fF f% /K &2 B Lissorhoptrus
oryzophilus Kuschel () RCH i 72 i, W8 HI] 4G
FEHFEHABAE I (Yangetal., 2018); #h/N5E

I Bactrocera dorsalis Hendel /£ RCH izt 2 H A6
PR AS B T oS B TR E E I I (—Fh =
5 RCH WfF*5 8 M) FEHM L4 (Ahn et al.,
2018 ); 7EHELU B 1) RCH 3 P rp ik WL 2% 3 4
ARG I R %) L8, AN 5 H R s A )
FLA (Park and Kim, 2014; Kimetal., 2017 ),
X SRS SRR A T B S el & B, 7 RCH i
A 37 M2EREBERE (Qinetal., 2005 ).
SR, IEASRFTA B A RCH #5# % K
AR, — 2B 3R I, FEYIL ) 7 BRI AT 3
TR G BB, RCH R IfATRE S
BB B SE R =4, ) anse SRR SR, 585
PRSI (AR ) 7515 RCH 1Y
TR PA 22 %335 (Sinclair et al., 2007 ), Xf
SRR — DR R, #F RCH it v BT
WFFEIR 219 D IEREA 32 525 s, e
UL A SR R P R 1 AR (P5er )
i, 2 4% (Eip71CD F1 cwo ) Fi# ( Vesala
et al., 2012), FEZLJRAMEH, O °CAEFE 2 h
PR RCH ] i E e m i JEPE, (HIfFA G
ik FAY7E1k ( Teets et al., 2012 ), Fit, RCH
JETS e | HE S K AR A T AS & — A4 3 3
%, WHESEE dUkYL, RCH 5o & rp By %6 i s
S AR R T FE P ) FE LAy LB, X — 2R R
HORULNIAS 2 RCH i 5 | 2 35 PR % SR 15 9
Ak

322 EAKRAMK RCH ¥ MEAFKEN
A Ak i s ARG IR A B BB S Y K MR Ostrinia
furnacalis ( Guenée ) {& N —FPHT iR R H H R
AR (L5, 2007 ), XH4LRE R R
MG HEAT ST )5 R B, 38 FhiE (5 s S AE X
HEZHFN RCH AL h 22 RAR K, LG4,
Hirr 14 #E (3 Fi7E RCH i fe &k Bl 4%
ATP 48 . PR B (HSP26 ) FELERE .
TRMEAFRERE 3 MSEAVFEAXCHEN
. 3 PR IHEERN 2 B A0 S AR SR R R
(Li and Denlinger, 2010 ), ZR{UAYSZEFEAH,
FEREK S B ) RCH s B2 b, 47 21 FhE (1 5 B
ik, 8P IHRIL . F LI E A hE WA
AN TR A, LA AU LA 5 g B 4
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HXHEMT (Yangetal., 2018), {HE, 78
[ N i A Ve ' s WAL | Ai/g S s [N
Sl sREETS 7~ 4= RCH #1% ( Misener et al.,
2001 ), PRIHER BTG BT IFAS 2 RCH YA
323 HREESHBIFEREM RCH WL
LGS LA M55 R, iR M55 5T A
BTWE . BB T SIREFEUMEG, #%
RCH 52 8 rid & 1 it 5 200 PN 45 2 Wk B 17 4
T, DR okt 2 T 3 A S A SR R I A
H R B A0 A 1 A BERAS ( Teets et al., 2008 ), 5
BTG | BHITAS 5 30 1 0 m LA i 4 e e )
RCH M4 (Teets et al., 2013 ), XLLSCHEH]
YIfb L 72 rh 85 B8 F N RE 2 i RCH BLE 1™
4, BRESE 54N, RCH e MBS THa s,
H AT R BIFTE e I, AT 75 5 4 M b Ak - 3L
AR LAE , #E S B0 5 F (Overgaard and
MacMillan, 2017 ), 7ESRIESRBER Kb, ¥
075 20 M A B Tk B 2RI, RCH e
B R 7k S 30 1) T AT P b 3 R B0 2 DAREAIG
BB T ( Armstrong et al., 2012), 7E4 W &
PSR R T LA R A5 5, R RCH fintk
T AR A JE A AR S YK ( Findsen et al.,
2013 ),

RCH LB p38MAPK FRR2 1k ( Fujiwara
and Denlinger, 2007; Lietal., 2012), f£0 °C
AREGBILadE, il R Rk wmENE T
p38MAPK Wy #iMR 1L, I H & BAEH & LA Xt
RCH 5380 B 47 1 B T Wl T S o B i 51
( Fujiwara and Denlinger, 2007 ), & WF554RiA
RCH 1] LIV R TE 5 i 40 M R T, i &40 it )
T-{7 5 J& p38MAPK £ il i B v () — TS e
bR, XKL RCH ol gEfiEiE T p38MAPK 1Y
WM 4k ( Yi and Lee, 2011 ), Overgaard % (2014 )
USR] RCH o 72 ol Il 12 1 1 i) B o e i
b, TR bt 25 4 2 WK - B9 823 BT . RCH
TR PE KW SR AR S B BT U XD X
F W RCH 7EAR KFEEE 32 2 4 M 15 5 B A 1
AL UL IS 5 5 sk e B i & RCH Y& %
B

4 BIESTHZHESEX

PR TN 2 MG e T2/ Ay b 18
RAENWEEE . SGHE ., B#HE ., 88HE . &
WHMBREHEHWER T XML (Lee and
Denlinger, 2010; Owen et al., 2013 ), It4},
RCH WAFTE T HALZ Y, 45 K8 ( Layne
and Claussen, 1987 ), ffiZ ( Hazel and Landrey,
1988 ), WidE ( Broufas and Koveos, 2001 ).
i, (Muir et al., 2010 ) FIF573% (Ronges et al.,
2012) &6, ATLIHEN , T ZERE 7 Ao bl v] 98 2
AR B — 8 R

IREETRLE B SR N X T RA T E | IRIR S
AR Y R HOR UL R B iy, A TaxX SR il
RCH i & f3 4% #h 22, ]+ T % Danaus
plexippus L. 7E#A T KadBEr, B iR
MRS, 1 RCH D 4 117 T8 RE
o 3 A il B ) 28 SR A8 4k ( Larsen and Lee,
1994 ), ELHAY RCH i HA GG N, Chen
S5 (1990) TEHLEL T LA K A A [R5 B2 FIEF 4R 1Y
SRR RCH Ve &3, T FEER v 9 ak
o B P LA AR s 2 RO A T, Tt
ISR S o AR B, L RT DIHEN , RCH
2 B HUTE AR PR v 1 o i B AR Ak ) T B
Z—5

F HUPR ¥ i 37 I G B AF 58 X 1 22 e
BATEEE, anfelk 3 d A B4 77 1% Al , i
= O DA E R LR ARSI, 2
SR A A BRI RIS . ILAh, JRAER
RSN, AUE HhIskF R RR2E F
Ft, BN R WS, R ARG
Bk, ZRBIRAELI, RCH X F
P EEME H 250 . ik, i NS IR
B, &SN UL, JFRE RCH MG BT
TAEMIMEE (Lee, 1987; FEZEMZE, 2003;
kR, 2018 ),

5 WiIREE

MR T Z B IR M ESEHY 30 4
BE, 245 i AT RCH X—% A T
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—EM T, (HHERATX RCH MLEIIBFFRA A 4
. BIRC AR T —LedHZM FirsE A1
(F515 55, p38MAPK % ), {H R iip it

R gt — 2B SR

HHiA % RCH MBS RZH SRS R
BRIRFERL B IR , AW BI a5 7E 15
T RCH WRHI T M2 BRI A AL B )7 12 (Kelty
and Lee, 1999; Wang and Kang, 2003 ; Overgaard
and Serensen, 2008 ), X FEREFR17E S5 MO PR
VI SZ AT 5T b N AU A SRS, A SR iR
BT IR SR IRAE R, XA A RE B 4F 3 T 7E B
SR RCH MAERE X,

b, BR TARIRALS, AN REE . mikad
PR YUER L BloK S50 il A BB 5 T R Y i A2
M ( Yoderetal., 2006; Gantz and Lee, 2015;
Cutler and Guedes, 2017 ), &1 HAI KR ZHCF
RCH MBFFEHR 2 R & T — e i il ; [\
A FH 22 i i 38 58 SCAL BHRE A A1 T s 3R AT TR
RCH 114 25 AH M S AL A B o
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