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Abstract Proteins are macromolecules and they are the basis of many biological functions and metabolism. The se-
quence of the proteins is decided by genetic code. Therefore, proteins provide us unique information on evolution. Re-
cent development in mass spectrometry technology makes it possible to obtain ancient protein sequence information
from fossils, providing a new way to decipher the evolutionary secrets of animals from fossils when relevant morpho-
logical and DNA information is not available. Collagen is a widely distributed protein in bones. It has great preserva-
tion potential in fossils due to its special structure and has become a key research object in paleoproteomics. Using
collagen as an example, this paper summarizes the research methods and research achievements of paleoproteomics
and discusses the current challenges and future trends of this subject to show the application potential and research
significance in paleontology.
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T

e AR S B R, A
V) DR A A B P i R A, RS S A T
B s E . 5SDNAZ T AL, 85 E i A A
X RS E IR R, LT 2% 1 T B A S 4 IR AT
770 0, B R A A R AR R A AR
FE 421380 5 4, MECT H AT C ORI 5
DNAIL R (16554 ) Z L | ¥F £ (Demarchi er al.,
2016; van der Valk et al., 2021). Kk, 04 Fisiff
) 2 5 BBk R Sz B OCTE, JUHAE T DNAM
BHBCR IS OUR, HEA G SRER S & E
TN 2. % (Cappellini et al., 2018). %551 & A
W FC 5 PR 2 0T CLIE 3 2120t 22 50448, ) 1 wf
FN AR B ] RE S A A R AT
(Abelson, 1954; Hare, 1967). {H B F|201H £ 704E4X,
WEFN A E IR IR L A R B
HERAFIE R, Az seie g B — B e nT
e 2 AMJE 5 Y52 (Schroeder and Bada, 1976).
TEM 2 5 AR K — Bl |l iy, 32 R T 0 frde R,
o A BT AT R B AT B2t A
¥, BEAE PR EOR BB K R, AR A R
M )R A B PR SR T SR . DA
Ostrom <5 (2000) 3f 3 B 52 37 T 5 7= A6 A7 (41 45
FITHI bR, T A 4 % (Paleoproteomics)iX
— B T A A o R E AL B
BRI BR B ity . AR BAERZ SN
(Single amino acid polymorphism, SAPs, R f.—{f
R TR 1 R AR ) LA B JS A 1 Dy 32 B AT 5T
R, BEWE HAREVRBEEER, NP
PRZAEDMEAES AR RE R IR T
iE 4 (Welker, 2018a; Hendy, 2021).

FH T~ 25 74 1) A M 5 A b 5 B ()RS R B R
WFORAEIE 70, IR A A T 24 T 8 B A 5wt
FUH R B A R . Buckley %5 (2009) 181 T sh 4%
JiBE 73 #T (Zooarchaeology by mass spectrometry
screening, ZooMS)HiAR, FFE RN IR i & H
XA B IIEAT T 7328 Rybezynski%(2013)
B T 4350 SR IEAA T IR R B B
B, JExFH AT TR 2 8 0 1E (Peptide mass

fingerprinting, PMF)73-#7, J@&7~ 1 7EH0 )5 [y 52 R
NI REEAFIEBRIRAER . 25, s
3 - 5 B T 1% (Liquid chromatography tandem-
mass spectrometry, LC-MS/MS)Hi RFI5I N, &t
% (Shotgun method) {151 J5i & H 7 1 - (bottom
up) N2 A T AT R, — R A1 LA JE 8 1 ik
(RBIT 70 R R AR Ak P, B B A e A
A BT RE T BT IALET (Cappellini ez al., 2018).
ASCULRJE S E e, LT DA T DA o
R TR IT SRR 1) W E AR B 4
M. YR 2) B SR E AT T TE; 3)
F2g R A B AR A 5 T )
NEHL; 4) %t B E B AR AU R B

2 BREABE

IR E R —RA4ERNE AR KR, 230
MW EEMSEWED, TS558 T Kk,
E.RE. BRSAL 5B EME, 23T
WUbkiz 2 It 8 B Al . AR PR Z R X & = A
M, WJRE A NI, I8, IS HR . 72
ZENYIRN, IR T R s A A TR A
BlanTER AL AR N, IRIEE AR & miEEA
SE20%-35%, JUHTE 86 40 23 b n) ik B i e
HHLFHI80% (FKILIL. FE25, 2006; F 4554,
2008). fE4M b, R E A = FalikiE, HAH
L SRR BRURR IR 1) AR S5 4, X T SR AR
KU A M AL R, 8 RN TR T A KR
B . BB R, IF HoAe Wt 2 B R R B
(Collagenase)Z HMAK 2 HUE ARG I BFARAEH . 1E
HYIEEE, RFEREEARIAIBREEA,
HE&EH KEHEK (Glycine, Gly)fl ¥ il & &
(Hydroxyproline, Hyp), & =& GlyMHypRe# {2
peige R 1B e R 15 Rl R X A o ol LR N
B, AR TR RS E . I =
BE4E K, Hypy-OH5 /K 937 LA K 22 B B8 i Bk i
FEA] PR A MR, IR Hyp &5 2 0 e JRL 2 (1 7
sl N AR TR REAE X AR B R R (Miles et al.,
1998). bk, fEHHLNE LR, IR E & A
IR T —E BN, M= T BHENE
LER, XS E I LA 45 g 4 4P i iR
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1 A i A& 8 1 (Trebacz and Wojtowicz, 2005).
ETHEMNFEESHERMNR S, SHMEA
L, IR A R HE SRR 71, B
J5 B AR 5 Tl AR ) S A R — R E B
#l(Buckley et al., 2008b).

3 HEARAEEHNINE

3.1 sk

BT A MR AR & A A S B 5k,
TEAT AW 2 0 2 01, FEXNTREORAE T
Ji D 2 1 A A A R E AT I A5 B 5 1 T
B 7E Pk I H I 5 A IR AT R B L T M R AT S
B E N, DAL S AR, DA MR
TAHE . i LA IR 7 5 AL HE DL R 48

3.1.1 oIk

21461 (Infrared  Spectroscopy, IR)A&& 280
WOt ik, 2t B B A M AR BT ATV . T AL
ARG I B R PRI R i R AR B
v AL I PR 858 EORARAEAR o, AR HE A T A AR
F4 £ T 393 IF 7T B DK RIS 7 2k 5 T B 20 T
(Sponheimer et al., 2019).

T A 5 ST -9 HEL AR 46 21 A1 6 3 (Attenuated
total reflection-Fourier transform infrared spec-
tro-scopy, ATR-FTIR)R] LAid ok 3K B ok Fii 0 ) 56
LR S LR ot o BT AR TR mT DL SR R
1R - IR h 1 LU AL (C/P) SR PPl A 0 A4 k) b s
ALK, DI T 48 7 2 E BT DR A7 RS (Press -
lee et al., 2021). Rao%%(2020)F| H ATR-FTIRXT %=
V. B W tH: BE B A (Crocuta crocuta) W 8% A0 41 1
TR S A W, JF Dk A3 3 1R
T EARAIRES RIFMFE . L4 M near- infrared,
NIR)G % U e F R4 1 R B0 RE 5 Rl 2%, ik m]
F T35 AR5 () PR M o W1 Sponheimer%$(2019)
U FHNIROG K546 A7 B b AT o bR i ke, 72
JURD B 32 JU 7 e GO IF 8] A, NIRASE AT BL 23 5
JRHE EORAF & B> 1% AR AL . IR LEA T #K e
IR T LA G AR B R R H R ) S 0 32 T
I 7

3.1.2 RERIEE

$i 2 i (Raman spectra) & — B J6iE, H
T IR DL I 21 AR AN B0 R0 Bk 1 41 20 5 A R A
P Z AR AL, WO AT DA 20 A0 o B A DA 4y % 1R A
B, BEE B T 2046k ) BAMIT AT . 2 e
PrEAMIX . AL Tot e, Bz B
FAEYM RS HEREL 220 7 2, 3F B TR
KA ESRAG, OHREIREI&, ERE S KB
WS DE A . 5L 6IEALL, fr
2kt AT DL R DR R IR R g, 4]
Pestle®:(2014)iz I F-F5 1030 nm PO UK Fi 8 kit
X B R A BEAT R I, R AR A TR R R
ERE S, R T H 26k e B A R N
(138 77

3.1.3 JTE4H7A(Elemental analysis)

HRE PR ECR FERE ARG, HPk
JEEE 129 1190% (Sillen and Parkington, 1996).
I, A BRI E TR A 0 S & (%N) AT DU
— R b R R R A R A7 K P . Brock %
(2012)48 i, 21LL0.76%NE NG FER, H84%M)
MRk IR IR B B S 'R T 1% M. itk
Ab, FEa R BT R BIFREG(C @ N E
ZHERIR, X —ZHUBE T MRS Y 1S G
THOL, — BRI, H{C L N<SHF, 1ZFE W IR B IR R
W2 B A AE 540 5 G i s m AR, A
Jid JR 2 14 A8 6 45 755 (Tisnérat-Laborde, 2003). JG
ROMTIEEER . AR, Hf BALH ZE )
AFE S (1-10 mg) AT DLgEAT R, BRI b Kt
AT AT FL A PO i A ) 2T B

3. 1. 4 SERINEESHE(Amino acid race-
mization analysis)

R E ARG, & EXE A R E AT
] EEPE Al o EEE R AN e 73 B2 — 2R R R B
FEAHEN 7535, Bl s RO (i (High per-
formance liquid chromatography, HPLC)¥4 A [ =14
Y LR X 73 JT R T I € LB, DA I 2 B o
(T ERAT 1 0 o L BE 10 TR S R 7E AR A1 ¥ 131 e
TER . FrigsMERIEA, BISiTEETRE T, &
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W R NL A Z IR, (BESILT G, XL
LAY TR o2 1B 3 K AL VDR B R, B2
PR A R ECE R, SEURCIEE K.
I, MR R AN R, AT BAXS A AR AE
TE BT A . Bl4n, BadaZs(1994)F Fix —HiA
WEFE T A E AR I R B i PR AR O, I
DA Ay B Al i) g 17 B 1 0T 7E B B v A i ) e
BEAY o A, BT R I R DR A B 1 5 AE AH [F) 3R
5 2 HIE UMD/, R IX—H ARG W] LIk
BAERR AN IS Be i B E, AT = 45 R 1) T AE R
(Presslee et al., 2021),

3.2 HEBRAFESRRE

PR e S, ORAF R IR e o
EAWRRTRNEDTS, BHTESEMSE
BN RAHAET . LA B A A
BIF 0 IR 3 B i v

3.2.1 wIEHRIE T HT(ZooMS)iE

ZooMS x& — 2 = B T 5L o 4 B O il
FEL B8 AT IR )5 9 5 AR PR o R D e A A T B
bR AR Rl HR R b R S 1 R AR e SR A
% K 5 B 4B S B (PMF), ZooMS A DL ZE 46 i
&) PN € SRR R R VR (BT 1) BB RASK,
ZooMSEAE Hm R, P HERA 1 8 M 5 0E BE
Bz N T8 B 5 AR A REE SRR 3 A,
CLRCN N A R LR L ELEA T

3.2, 1.1 EREBNHMOCHEIRE B TR A ik
(MALDI-ToF MS)

HE I 4 B O R T L 25 (Matrix-Assisted  Laser
Desorption/Ionization, MALDI)$; R /& f Karas%
(1985) & W — 38 FH T~ A48 A At A ot 1) P 25
o UITERIBRRARR RN 5%, BiEEH
FFUEW S R ke d ISR &, PR S S
MVER ST @z b B, Ml RG],
5 45 3 5 5 455 70 AT AR it — RS TR 1 A B AR
Ao NG, HF KBRS & ER . ik
PR o R MR AR BT B RE A B 45 AR5 e A
FEGh, AR ARG I T R, BT
B il 23 76 2 A AR B s B 5l T BE AR I 25 2R 47 o

W Br 7 AR EEESS, HEPUEHE —E Ry EM, i
5 43 BT R il e 8 G — 8 12 FE ) IO 5 493 (Cleland
and Schroeter, 2018). X —H R K& RILALE T fE
BB SR AEY R T, MEAR, HAE
o Z R TR . A, MALDIH A T il 1
A PR R WA, — S8R AR A P 2 0] DL R
TR, MR IR D T aifb i B e R RS
54,

MALDIH; AR5 €47 [8](Time of Flight, ToF)
R as SR, #ikg s T MALDI-ToF MS.
ToF M R y: Ut MfE OB S G, &7
I B3 AR AR s B — 5 i Bh ek, B
FEmm a2l — B H B AT JE IR Rk Bl g . i,
BT CATI A S B RE A, ESA, K
B W28 P 75 2 (0 I [ Bk, 38 i il 5 RAT N
6], 5t AT LAAS B AN [ 21 1) 52 17 EE (Mass-to-charge
ratio), AT SEILAE A 170 & . HT"MALDI-ToF MS
For s B2 bR, B 7 0B R AR S EAR(15-30 mg), &
TR 1, B AR N A 58+ a3 o i 3
HF Bt (Buckley et al., 2009; Presslee et al., 2021),

3.2. 1.2 EJERKBREIRESEIE(Collagen peptide
mass fingerprinting, PMF)

PMF & ZooMS{% #E 47 £ 1 Jii A 2 4 7 1) SR B
AR, R RSB Bk, EREILE
EBURE G, o R 8 1O B B EAT R AL, X
— % HIAE T3R5 B O AR e A U1 ik A
B, T IRstbxs. Mefssi)a, HxHS R
Bt 4T MALDI-ToF MS43 4, k45 %% B ) i 4 LG
B 1T FVER R B A AE AL T R AE, SRR
R AE AN R 8 2 TR A7 A — 58 R ) B AR R
B 7 5, X P 22 S5 e SR O o B &5 IR BT A EL Y
ZEgt o PIIL, MR I — AR P R R E R
fi BEJ, A8 AT DLE I B A 5 B0 1 A 3
WS DR B ¥ R B A L SR ) W A o T IR 1 A A b
PMF ] T J& F %5 52 O AR B AE T HOE LR, W5 L
B, D2 T B B s A 5,
FAEB AU FL B LR & N SR B (Brown et
al.,2016). BLAk, BT REMEARAT H 8 1 P AR IR
HIMER, PMFE— € LG REH /R C R, N
MR AL T SR L 27 (Buckley ef al., 2019b).



208 g PRl DURIRER (NGRS A BUIR 54K, Li and Pan: Review and prospects of paleoproteomics 325

:VES

Sample preparation

Sample loading

+

>
B3

R S

> + >
=P ++
PR + + + + | |
m/z
g =3 HREE BRI

Sample ionization

ERMHL

Protein digestion

HELBIRMERR

Protein extraction

Mass spectrometry

1 ZooMS JifERE K
Fig. 1 Flow chart of ZooMS

3.2.2 Btk

5 ¥87%:(Shotgun method) /& F| FH B )44 AE YK
S FEIUIRN/N R B, B IX ek B B AT A
M, B Ja PR R EAT P AE B E ) i .
NIX— i FERT BT S, B4 . ANFE
FZooMS, ik — AT LLEAT R E TR
WA, RN E AT AR RS 2 1 (Welker,
2018a).

3 - R G 3% (LC-MS/MS) 2 H /i I T8 A
JoT S M I ) EEROR, R R S B AR R M
W AR E R H R E ARG, %
M7 S FRAE B R 1M _E (bottom up) F 2 A 57 I 77
1% (E2). LC-MS/MS/ AP AN B4 BT BCIILCH T
MR 4 B 5 4k, 1 f5 B MS/MS 3 B T4k
A4 S ol PR B A LG 43 AT

LC-MS/MSH ARG RE W~ &k, #F
AV VR T LA AL A T T B R R A B, DA
PRAFE ARG R IKBL, 25 R IR BOa W A
TLCRAF ISR R AT 70 5, o i@ it w5 i
% (Electrospray ionization, EST)f# 1544 kL4 i 5 Hb
HEN R REA P HEAT 43 HT . LCH IR R AS [ 4 7
AT 5, HILLC-MS/MSA 14 ZooMS — FE 75
IR Akt 72, v DL E B AR ) B Bl
AT T EHEAMS/MS 5, HL BB ) 48 1] LA

HBEAT B A LG4y AT, (B R [A T @ 1 MS 4 BT,
MS/MSHIA T i B A2, 75 58 BT 5 17 H 43 A
J&, FELES IR A B R L R R e A R
fRE LA S SES . B TRBME. BT
TR 55), I IRAS SN B fr o JE e —
REZ IR, FE S G R — RBIRALR
INASTRN IR B B2 G, T B — YR J8 45 R 2
T A7 LL A A, AT A3 2] — R 511 & A T AE
Boo @y HE B A B L. PR R
15 B A0 R R 2R, W 78 N DR {5 T DL &
IR G REATRE A MR, J B LSk 5%
R E AR H T )5 820 78 (Welker, 2018a). #H%K
T ZooMSi%, Siaik@E HIEEE, St =
5, H SR T T U AR G R R T S A
AR FE(EI3) .

3.2.3 B_EM T (top-down)NE B RNF 5%
Ko E R b E T 5 (LC-MS/MS)
STEMG RS FE PR B B S R 450, R 4
E— R LAk T B R, g 3R
() I Bk e A FH(Li et al., 2008). Bk, B LT F
(top-down) [ & [T 7 5 VA A BB I N EE
SR T B BN A B T AR T R A
W, HEK SRR 1 B AT R A kb B
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| ?

I AURENES
EERIMR
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RJE A FEREAT AR, U E SRR R A
DMK 51N B 20 B, i 2 1
it 1A 5 K £ B DA K AR M A5 B AE 5T 3 23 B vh 45 A
TRAF o IF HAD BRI B8 1 BAS I B i 22
i a], B LLIX — 3R 1) 2405 th 5 & (Toby et all,

J5 P B S

HELBRNEAR EREHK RIBGHEBENS
Protein extraction Protein digestion Reverse phase LC separation
8
: gl
B \
miz
> > >
E
L,
m/z

m/z

BT

Mass spectrometry

HRE T ERHE R RRIBLER
lon multiple collision MS/MS results

K2 LC-MS/MS iifEns il
Fig. 2 Flow chart of LC-MS/MS
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|
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m/z |
BRBIESHT

S RARBHIFR F IR BARIC |

Single mass spectrometry Depends on species-specific markers

miz ARG RN EB R
ZRBIESH FIER |

Individual protein sequence
can be obtained |

Multiple mass spectrometry

3 ZooMS 5 LC-MS/MS (X} Lt
Fig. 3 Comparison between ZooMS and LC-MS/MS

2016). Ak B Ff B 1T B 79200 8 A B
Y EA - ERE, @EEH T TENT 30
kDa [ H, %7 TE#EIT 30 kDa 5 8 EMFE 2
H T (Fornelli et al., 2017). - H AR &, Hi&
FH - R FUAEE I 0 e ML AT 7
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4 W R NS S
475 o )

4.1 BMEZE

DR SR & 1 o, A R J@ i AR 4 1 s DR R
FF B B A R AE 1 22 5, IR el 3o B R A4S B
Al DABEAT B Rl % 5 . Buckley %5 (2008a) 2 ik Fl| F I
R R B 11163 971 22 S 6 AN [R) A i i 2R AT 40 2
ST, ARATRSEIRESE T H T ATE . B S ARATIE
BRFERE F ST T ZooMSEUAR, BIN X 4y T A £
25 1 Bt hk TR 1L 2E (Capra hircus) 5 45 2 (Ovis
aries)IHEH (Buckley et al., 2010). fE&Bh R AAH
SHARMKRE, 2R LRI A SR
B3 T DNA 2 8T B A6 A A4 B3 DUR SE N,
Buckley?$ (2011) Fl LC-MS/MS % 52 H! P B A& 41 1)
W FLsh ¥ A 8 T 5 RS % (Mammuthus  tro-
gontherii); van der Sluis%5(2014)%§20065F & #ii #5321
(1 B 10 BB 24T ZooMS 73 T, RN E T H
JEF . TEHT N A, RS E DL
dn HTE 17 B A R 35 B R 3R T S A
FT . BrownZ(2016)45 & ZooMSHI i 28k A DNA 4>
Br, 723158 iR T8 N8 & 8,
HAEFL R BN T SR8 T8 2R A\ (1 2 R 52 [
[ 4E, Welker%5:(2016) K F T ZooM SR fifi ik HY
T NBWE, 454 LC-MS/MS J £k ki A DNA
A R T 2 % 845 N . Chen%:(2019) 18 Bl
ZooMS 5 Ay B [ I AR U e A T B A
TEUE IR E A, 7EAR GRS 2 DNA M1
SR, BEFEN AU R T — AN SAP 1) 22 575 5
LT RN — o 25, S B N SE bR R T
FHE RN, AR b AN 2K b & S5
Ji T 4T,

4.2 RHLZEMR

B A S ST DUEE B RIE TN 53 1 i A7) el
B R Geis Ak s o B R LA TS E AR 2 — B2
W RO E AR AT YIE R, B EYm
RGERE IR, JCHLE L DNAMEHEUEL EE BA
ARG, & WP PG BT e RO ME
—H T E RS %, B, Welker®:(2015)f

By 5 DU 22 B 1 Toxodon 5 Macrauchenia i A J& 11146
b OR B R B R UAE B ST T R SR WA e
KM RGEAER, Rk T K FE 38 IR YA B
25 1 ¥ Ak S E B e Buckley 25 (2015) 8] B &
ZooMS 5 LC-MS/MS# . T T4 K 4 1) B i 5
I AF B0 5 200 JR, I S0 R Dl ) AR VR S T A
SRt 1R ) LK  SRALL R BIE T B T 3R B L B A
WL BRA. AR, B 8. BRSNS
VWA R 7 TR RGN Fih, RUE T
W B AR R GUK B BT I W /) (Rybezynski
et al., 2013; Hill et al., 2015; Cleland et al., 2016;
Welker et al., 2017, 2019; Buckley et al., 2019a,
2020; Rao et al., 2020).

4.3 HEDSFEE

P B A 7] — S8 SR A TN 1 22 b AR M 1) i DR 2
H B ARATHE T AEAL, T8 55t wT DAAR 5 1 5 B 1 1
2 A SR A% R g 2 L R AR S I AR R
T AT LA EH ) B 12 b 2 S R P A A
WAL R AP Z B R R . R AZooMSTE
K& PRI 30 ) 8 Fh 4 T B A A L3,
WX — AR REEASF R A MR LT EA
HEW I EZT . Hl4n, Buckleyd(2018)X] i
ST TH TR O A SR A A R AT B FT N, i B
PMF & 3L 1 H B 5 i B8 7E AN [R] )= A7 5 & 11 A2 4,
KU EEAESA ERFEF KR, Sinet-MathiotF
(2019) 5% 5= K] e B 3 e 1y A\ SRt b it AT 0t 92, 7
CYIREG ORI T B A B B, HEI RN S
A 0B A4 B 47 45 R 4FE, Buckley 55 Herman
(2019) X ¥l 7T RR 1) i 3 15 #& 2EAT T PMEF 447, &
71N 24 I e 2 ) 7R SRR T S AR TR IR A o B4,
Pl N Bk, o B 2 Al B AR — L
Bl ECE b R, T8 s NS AR
B, AR S U5 42 I UIE 9 (Fernandes et al.,
2015; Le Meillour et al., 2020; Hendy, 2021).

4.4 HEBEZEERER

A R T A S, AT TSN S L
DHEERCRATHVNE O, BT I6e
P 5 AR B, AR B o A AR S R
#il4n, Buckley%(2011)F FHHLC-MS/MSH A3k T
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MBRE5A N REENKRIEEAQFY; FE,
Cappellini®5 (2011) & I T 36795 G008 A 1) & F5 1R HX
RAL A, IR 5 2w 7T TR AR 45 DNA KL
BB AN SAHY A, MM ENIE T & & A BT
FE B R AT RE M, 3 AR 3 DR SR AR R BE A R
— B Miller et al., 2008). BLAb, Cappellini%E(2011)
EMIEIS G A R TERE A AEAS
ZMEAN, S E AR, B E 0L
WU GAR N AN [R) 8 1 08 2 TR A AR, A
A R LA REHR . 25, Hill%(2015)% 5
BT Y AR B AL A SR 1 R R S B 34T AT
RILT 5B B R A DG I R B A R R R
Wi F Ak & 46 [A 4, Cleland 25 (2015) 76 2 &2 R}
(Dinornithidae)tt A 42 BB 1 IR 5 1 v Boh k.
DT H R SR, it th . Rk, A
FEALSERH R S B, 1T TN A RE B B %2 2
KA FE I AEFPAE 5> F /KPR ] DA X s
RILUEH: fEARKE, NMTAE A EE B &AM
SER S5 BME R, EEE YRR S 4
BN, M SRR U EE AR AR T Ak B

5 HEAAZEMARKESR

Rl B E A AT O N BRI R Z
BB ) bR EAL B AR TR A 8 o A AL AR AR
R, (EA5A [ Hh X R KA DA SR —F5
T 2 20 LU 0 R, X BEAE T A N i
SR EN, R THEZ AP REHE. X
BORMAF WO B REARRI. AR5
M JBERE M R ZE T B b S = R
448 (Hendy et al., 2018). #1701 IR BEHKE,
Akl i E AL RO S R R AR AL
550 530 B PR R R AN 7 TR T

T JR B AR R U, R EE L R R AR HE Y
FeRMAL . 72 B AT H S A s, EEpmek
B AT AE B — B & 2 F A JCHAE A AR
B RIEE A A, V2850 #O R
J7 5 A7 8 25 R KO8 PR 5E (Buckley et al., 2017,
Schweitzer et al., 2019). ¥R G B, i A%
IR G SR EAR, AR ERmAUR . BT

AR R A RS BRI, XM FEEII AR
il 97 146 77 ¥ K 42 & B H 3K 15 % (Presslee et al.,
2021). PRtz b, FERBOTE B, W LAZE R W] RE IR
AR RBR I R I, SR FH R R85 Ho At 5 R T
Bk B AR A G0 108 25 A T DA v B 1 o ) 4 3R
R (Palmer et al., 2021). fEREFER S T2 )5, &
AT DM 2 M B Bl AT A 3, DABRAR 2 A B —
JoRER B A3, I AT DASR A BE 22 b 1) O R0 T R
M, 8T )5 23T 7 5143 B (Lanigan et al., 2020).

EAFE R AR, PR ok 21T 7 21 7 A it
T EARK BB EER, 38— Sa Rk
A g H At TR L R A T e it T fe /i 78 oy R 4%
AR, NIMRS 5 AV E RSN F ) Z 5 R 7
515 B.(Cleland et al., 2015; Welker et al., 2017;
Hendy et al., 2018). U5 A A= i B Ji (0437 i 2 14 iy
WA 2 ) OB AL, T AT R T B A IR
Tt 3 M 6 SR o X — i) 0 AT G2 AN A e o i e R
iR, O A AR AR AR A e 1) — A M

HERBEAGRE, 46 ARy 1
AT L5653 2 R SR 1) B LRI 5T 07 1) o 72 oy A\ 2Rt
Firh, W DNAY i 8 A5 40 1 P R AR A 2 4 S
TR ER, R T 2 EY K7 7 U A N
FH )58 K %% 71(Cappellini et al., 2011; Brown et al,
2016). 1A A 5 B B R P AR AT fE B AR R
BT T A, BlanfEa. JLRER R,
o-2-HS-HEE H . 4 4E 5 A 5 ofE 55 (1 45 5 (Ostrom
et al., 2000; Wadsworth and Buckley, 2014; Hendy et
al., 2018; Welker, 2018b). IXEE7E M4k 7
WAH BRI RAFE D E AR MBS, fe
AT NI IR A BUE B, A R TR
WIKF, RN RGEK G EREE MR LGS
UEHE (Froment ef al., 2021).

B Jm B R B SE T AL, R A i A A AT A
A — PR BEl, HERAMEIRZHCK
H T AN, HERZENF sy . B,
B AL A LA S At R ) S VA4 RL R 2
FEARRECN IE R E A H AR B E R
FBRZIN350 54, T RE 3R IX — bR 4k 2R e,
W) 75 B3t — 25 A 78 (Buckley et al., 2019a). Aid
JE L et i X B 2P A AR 2 R A B BT A
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a7~ ol R o TR e PR A — S [ T 52
BE 77, TAMAN &) BR T 15 45 B2 1) 98 9% M X (Welker
etal.,2019). B TWFFLE41, oAb SR A 74X
AHEEMRE . SR AP A IRER R ER K
I, HXT SR & A H =R IE TR D f B
(Huq et al., 1990; Mccoy et al., 2019). i &ITtH
BTN RIT T IR 5 1 8 1 IR R R B A,
5T R R BB B (Buckley e al.,
2020). 10— Lext TR HE HESH Y B B A 5 A6
FAAEHEAT 24 (Drake et al., 2020). iX 2 [F] 23
FIE A BB N REE S K E
I AR A T 3, R B S R AT AR M AR e
B SRRV LEM R EENEN.
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