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Abstract: As a vital component of the gut microbiota, mycobiota is involved in the maintenance
of the intestinal microecosystem homeostasis and regulation of host immunity. Dysbiosis of the
gut mycobiota has been well-documented to be associated with both intestinal diseases and
extra-intestinal diseases. In this paper, the research progresses on gut mycobiota are summarized
with regard to the composition and colonization, mechanisms associated with intestinal
microecosystem, dysbiosis and disease development, and therapeutic approaches as well as
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methodologies of mycobiota analysis, aiming at providing comprehensive understanding of gut
mycobiota in regulating host health and promoting disease occurrence, and delivering reference

for clinical therapeutical applications.
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I 1 A 25 RI AR AR DR v 1 A A A2 1
THUAHAE M, XU . A
M AR, SMCABIERER(L ef al. 2018;
Li et al. 2019). Wi w#E— LM
EBRG, 2524 BAREEKN A
Ao i EZILHER R Z TR T T 18 4 1w
A9 %5 43T (Qin et al. 2010; Huffnagle & Noverr
2013), THEERIFFRIEARB G . BT
PR ML, T A B K T A AT A 2 R AR
45 % (Richard & Sokol 2019), 7E4EH:M7E M
A 2SR AR )3 A S % N A Sy T R A
SRR, PRI T R A M R A
TR e B A AR

WE A i 8 D SR ROR R R R, BOR B2
14 i T TR RGN S O, I AR T Y R
IR 7 1 TR B AR A S e 1 R Y —
KHEHNER, SHEAEAARL, E0E R
23 S 8UE £ S % T 5 | & 9 (Dollive
et al. 2013; Findley et al. 2013), ASCEZE T
T FL R B 58 e Je b o i, A0 I 1B LA
ML RS 5 . Wil B e 5 18 3 1Y Se% HAE A
S5O0 R B R R A SR R A R
J& AL DL K g 1B LT (A6 YT I H

1 BEEESARS RH

SlnE M, R A A
o Rk, RS mE MY BB 0.1% A
(Qin et al. 2010; Arumugam ef al. 2011; Underhill
& Lliev 2014). HETC AR HIE N EE FEE
FF2ER[ ] Ascomycota, FHF T[] Basidiomycota
FM¥LAEH ] Zygomycetes (Hallen-Adams et al.
2015; Nash et al. 2017), HAFREEREK 10 N850

SRS Candida . BERFTRJE Saccharomyces
HaiAE Penicillium ., WEEE Aspergillus . FBREE
& Cryptococcus . Ot )& Malassezia . Fifl)E
Cladosporium . MRS Galactomyces. TEE
FEEE & Debaryomyces 122 {01 E Trichosporon
(Suhr & Hallen-Adams 2015; Hallen-Adams &
Suhr 2017) (£ 1).

bW E BRI R, AT iE E
WHEFEA TP Rl X PR ISR
For il & B 18 L B TR AR LM AR I 058 i o Bl
T, XEHEEFEEEHKREE . B EE
TR )& (Willis et al. 2019), A=A R P
TL TR P A A N ZE B ) T T, SR [
RALHE 150 5 XN EEFLAE (Wu et al. 2021), 2
—, BEER 0% 7 SR e A L I ) LA
AR, AR ARZILE S WEEE R A FEE
HAFILE (USRI &), MR ™ H AR A LI
NER &g R ERZ S R R N ¢ R AN
J&) (Jones et al. 2019), %% =224 LM FE )T
o BEFLBOAE & T B e I E ORI
—, HLTFCE DNA I A B REFL H B TR A Ak
Ttk 3.5%10° AN/mL, KLRMEEERT 1/3,
SO E)E . SR 8 R e S B
T S g [ st B L 18 Y = B B (Richard
& Sokol 2019). #i=, Jif FLIA WA M2 BE4E
IR AR . AR 10 d 23S A A, DU
1t (2 2B TR Debaryomyces hansenii FIHEZT RS
Rhodotorula mucilaginosa JELF M, KT
1-2 % B AR 2 EE Saccharomyces cerevisiae [N, N
THEREZ . 10 d #] 3 A H 192 )LIAN
] AN 2tk Hh BF Aspergillus penicillioides,
HAE 1-2 % B2 LR PIAS I AS 215 Fh 2L 7R (Schei
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Table 1 Composition and classification of gut mycobiota

HIH R M EH Y RAT, W, H, #hH 275 3CHik
Fungal genus Representative species Classification (phylum, class, order, family) Reference
Candida Candida albicans Ascomycota, Saccharomycetes, Wagner et al. 1997
Candida tropicalis Saccharomycetales, Incertae sedis Wang et al. 2018
Saccharomyce  Saccharomyces cerevisiae Ascomycota, Saccharomycetes, Schei et al. 2017
s Saccharomyces boulardii Saccharomycetales, Saccharomycetaceae Castagliuolo et al. 1996
Saccharomycopsis fibuligera Iliev et al. 2012
Penicillium Penicillium spp. Ascomycota, Eurotiomycetes, David et al. 2014
Eurotiales, Aspergillaceae Suhr et al. 2016
Aspergillus Aspergillus penicillioides Ascomycota, Eurotiomycetes, Schei et al. 2017
Aspergillus rambellii Eurotiales, Aspergillaceae Lin et al. 2022
Aspergillus kawachii
Cryptococcus Cryptococcus spp. Basidiomycota, Tremellomycetes, Suhr & Hallen-Adams
Tremellales, Cryptococcaceae 2015
Malassezia Malassezia furfur Basidiomycota, Malasseziomycetes, Jones et al. 2019
Malasseziales, Malasseziaceae Richard & Sokol 2019
Lam et al. 2019
Cladosporium  Cladosporium spp. Ascomycota, Dothideomycetes, Willis et al. 2019
Capnodiales, Cladosporiaceae
Galactomyces  Galactomyces spp. Ascomycota, Saccharomycetes, Hallen-Adams & Suhr
Saccharomycetales, Dipodascaceae 2017
Debaryomyces  Debaryomyces hansenii Ascomycota, Saccharomycetes, Schei et al. 2017

Trichosporon

Mucor

Trichosporon asahii

Mucor circinelloides

Saccharomycetales, Saccharomycetaceae

Ascomycota, Saccharomycetes,
Saccharomycetales, Dipodascaceae
Zygomycota, Mucoromycetes,
Mucorales, Mucoraceae

David et al. 2014
Suhr et al. 2016

Suhr & Hallen-Adams
2015

Mueller et al. 2019

et al. 2017),

WAL, H R 5 25 i g 18 L TS
Y FE AR, g A ik KL S Y sZ
Fef b SRR E A s, A R
P A0 A B e I 2S00 v BR R R A0 R R BRI
(Hoffmann et al. 2013), FIZREHMIL, REH
[ T8 LT R R, T A v A £ R B
PR AN R RS, TR E 2
LR JE AR T T & Fusarium )3 B4 5 (David
et al. 2014; Suhr et al. 2016). EMKUL, AfE
HAE BT 46 T 8 B AR E S, — L F
2 % B B ARG M (Schei er al. 2017),
S5 BEA R Bh 2

28 EMEFIR

2 }%féﬁ%ﬁ BREREAIRS

EAESIEHR A T18 F Wl N e
%QEIZIEﬂﬂ‘Hﬁﬂffﬁﬁﬁ/ [F) ) o8 1 A 7S R
Gt Wi A W RN i T RS R A R e 2 ) A
HAEHM BT —Fsh B F kA, BET RS A
1= 9 IR A P Ja sl e R vy, XOn] SEEX
18 N AR TR R e A2, dEREm I AR
faS(Belkaid & Harrison 2017). i EEAE N
J B W AR R, S AE F ) iE
KR e ROe Z A EAE T, FE 45 s 18 i A
ARy LA mELAVE .

21 EESHEMEEER
L [ 4 TR i TR B SR T LA AR AR A
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SO HReE A EAER, i N R R R
WeT RN AR B A2, — WA 5T & Bt
25 7] TR WE T R BN 175 S 1 45 I R ALY /N BRU7E IR
LR 25 W) 5 45 W S SRR, [t g 38 9 40
& & Bacteroides . K& Lactobacillus . ™
K& Hallella . FJEVa4H1)E Barnesiella #1745 7
J& Alistipes FMAEFETHE, BEJE Clostridium
FEEKQiu ef al. 2015). ki B FE KB 2>
SR E AR AR, AR A i R
K BB Mucor circinelloides 1)/ JgiE N3
FETR T8 3G, W& RS B 58 = 18 Akkermansia
muciniphila 8’V (Mueller et al. 2019),

FL TR 5 4 TR 2 2o 4 B A A B 40 I ) A
HAER, R IE 2 e A R g, 4E5E
T E SRS (liev & Leonardi 2017), JiE
2 TR RE 85 4R 22 Tl i 2 i 4 TR I A2 4 o
Bl ans b R l%EE Saccharomyces boulardii FIt 53
[y — Fi 25 1B AT A R ME AR Clostridium
difficile F*'ETER A MER B, HVHARMER
I 1Y 1= 4% (Castagliuolo et al. 1996, 1999); AL
PG B i AT R 1) 28 L 5E R TS PR R B 15
S, HpiE G EELINE Vibrio cholerae 1
{244 (Brandao et al. 1998); At [EF B4 e ) H
TENRENS 5 KT Escherichia coli FIFRAHFEYD
I'JECHE Salmonella typhimurium MZ546, FHIFE
TG B 30 i T8 E Bz 20 M b I i 28 58 4 o 4441
(Tiago et al. 2012). JpiBIEAE 20T AT LIRS
R R NI o s I LR OSBRI Candida
albicans HA MAYE(dimorphism), 1EH &0 T
EEEREA S 1E R ARG e, B Y
BRI MR AW 220 )5, SRE B E
FRGY, BEIRFLFFEE Lactobacillus acidophilus . %
P EFLFF A Lactobacillus reuteri . T 18 FLAT H
Lactobacillus casei TN Bifidobacterium
animalis 3X 4 T &5 A 4H P& W] 9048 SR i B /) BN
TCTRE /N BV T8 P S R T Y B R R g A R

(Wagner et al. 1997); RAWEFUFFE Lactobacillus
rhamnosus 774 [ —F LA h Z2 B AT 46 A5k
I B 22 19 O HLREL K A= A 18 b B 240 i
(Allonsius et al. 2017); FRAWEFLAT & 23 W10 5
—RNGEF - LT -B- MRk (1-ABC) L T LT
1 8 2R B 1) TR 22 AH 5% Z% (MacAlpine et al.
2021). JpiEdeA: HE S A R A EAE R Z
RAETERNR P R GV R B, X Ml
SRS ERHE R 2 CELIEN, H2E
B VR AL R 5 E— B4R 5T
22 ERSBETFRERGHNHEEIER
TEMERERST, Wi A Jw 51 2 ]
R HE WA A RO R, BRI e R 5
A LA SRV BLIR B AEAE 25 TR B A S I i
J5 B 1R G I S i JR G 23 Jia sh R AP AL I 425
HEMASRRS . PR 400, CCR2' Ly6C ¥k
. CX3CRITHARZAMEANML . CD11b'CD103"
R A ML N 4R A% 0 A L 5 6 5 A L 2 A T T
KR R ELTE W — I B4, OOl e KM
£ o SRR AN T B R L A R A e
PR, 3R T AR AT A 9 0 i A AR U 2
R, FEALFE Toll #£5Z&(Toll-like receptors).
C ﬂﬁ%%%ﬁi@—type lectin receptors)F1 NOD
F3Z AR (NOD-like receptors), ‘BRI R BIA A (1)
BT, BARAnpEE B H e e e En
(TLR2, TLR4, Dectin-2, Mincle #1 DC-SIGN),
B- B BH(TLR2 . Dectin-1 1 NKp30)LL K oK H %&
1k DNA (TLR9) (Conti et al. 2009; Puel et al.
2010; Gessner ef al. 2012; Jhingran et al. 2015;
Kashem et al. 2015; Speakman et al. 2020), 5+
(R 5 2R e AT DA AN T T A0S, AR
HE. o5k, MpiESEREENZE
YWIFFE Bacteroides thetaiotaomicron 7=/4 7] BHG
1 R e i B S R BT RR IR, REAE 41D
fil] 1 € 2 2K TR 7E 7 18 H 2 B (Fan et al. 2015),
W2 R GLRES P IF R I ELTE ,  [R] A
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37 5L L Tt AS T 9 5 R S8 3 T R IR R S
IR AR MIETG, 18 32877 A 0 R A
ARG VE e, HRPUIR IR BT A28 IR AR
{51 401 . g 2 R B 200 B X TR A L BE B 2R
WESE 5> A ICAZINRE, 1R TF 118 X R
Y %2 #%& 7 (Cheng 2014 ; Saeed et al. 2014 ;
Rizzetto et al. 2016); Th17 AT 7E (4%
TR TR AL RL TR AR IR G i R 1S, TR
HEi%JSHR JE H (Leonardi et al. 2018).

i 18 L TAT IR 23 5 ) 55k M 1 A S g e B BB
PR GRE SN o Gk L 4 B s At U 34
1 37 T LA B 988 0 285 W B BERA6r , AR T LA
HYEE IE R 2. TEA RN, miE N kK
PR S AE R CD45°CD103 " RALDH #4 74k
2 e 7 1 R T R, e A R IR T AT
05 AT 11K 11871 4 N i kA = 1 R N e R
V1 5(Zhang et al. 2016). Mzl E G AT 520
BRERL, S5l s AEAYNR IR ST R 255
FLA AR TEAUNER T18ME5 ok, &
5| &S IE I HIE R SE(Wheeler et al. 2016),

3 BEEW AN LR E KR

S i T TN L A TR A A 45 i B R RS
FaAS, (BAETE F %0 1 T RERT, Fue SR 30
LA ) 0ok B R B AP R i BT R, 2
HhE F I E B AR E R, XTI R
INENGENG, BT A B UM R
Ji(Huffnagle & Noverr 2013 ; Fiers et al. 2019),
3.1 RIEMH®

1T 5% 2 W1 i 38 L 1 1l AP 2K 1R -5 R R W i
(inflammatory bowel disease, IBD)# VI CHK, 5%
PFEUR B SR E R 23 7E IBD A A ] Pk %
i, IBD JL B HFEMh B S AR, (H
PRI JE B H R @R LE IR, 20280
LR MEY 72.9% (Chehoud er al. 2015), i
R R IE N ) — 280 W S5 B0W 2

30 EMEFIR

2332 DSS P/ RS I R AR AE AR BE 1 fin
(Lam et al. 2019). 5% B (Crohn’s disease,
CD)FI{5 47 1 45 1 %% (ulcerative colitis, UC)&Z: M
Fh LR 1) SRE PE A (Moyes & Naglik 2012),
WIFE KB CD B8 Y 1y TER R 25 v 3 B oA
JE AN LR T R B EE RS, T UC R SRS
) BL T SRR (Lam et al. 2019), 1A,
AR CD B i PR B il H L R Y E
HLIE 2 VAN 26 O (E B E
(Kumamoto 2016; Wheeler ef al. 2016; Sokol et al.
2017). Ml LRI SRS A AR, (K
T EREFETE IBD W—MIEIERTiRfe, 5
SN TN S RE Saccharomycopsis fibuligera
(Iliev et al. 2012). #a$i K I#+E(Guslandi et al.
2003; Dalmasso et al. 2006)FIHRIE fF£):(Sivignon
et al. 2015)5 i A= ELIE DARPL 1 (4 & BRI B0
HRZH LU IE 8 Histoplasma capsulatum B985
3.2 FHRERR

JHFIE = AR e R Es A e, S5
ATk, A N W A — A
XUAERIOCER, oM . S F N 43 W 45 ik
T, XFEAECRYARA “W-H” (Schnabl &
Brenner 2014; Amornphimoltham et al. 2019).
i E Rzl - 2 5 R A R
JEGSRE(LL et al. 2019), (L0 BB RRE A 2 R 4
JnEE g i P& (liev & Leonardi 2017). VA
JiF R (Yang et al. 2017) J& JH-#5 4k (Wang et al.
2019b), —HHPRETEITR BRI R B, 3 BE TR
ol A WA E R, R R
Humicola . $fJI W@ MhE 8 FEHAm, EmE
FET R N(Yang et al. 2017), S{EEAFERR
BEVE SO AL AR A L, TROAE P TR A R A TR
T PR H R R (ASCA) MR A B3 &, JF 55K
TR A SE(Yang ef al. 2017), KW ZHE
AT /)N Bl 3 T )8 B o ) R 4 e
Yran - RIS, IR A Kupffer
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EL WAL 01 B- I SRME S e 2k IL-1B iy, =
SO A R R AR B R AR, TR R 25
A0 Ji 1B LR I BE RS BE AN B SR MR 0 Fe s
Al P38 WA SR (Richard & Sokol 2019).
DL E A58 3% B 10 1 L 1 R 2R R A2 2 T TR
JHH ) K e, TR, il A R R 2 R
SLEREPEE SN
3.3 I

i 1 L T 2R R AT BE 2 51 R 45 i R RH S e
B 1@ B [l £ 2 — (Brennan & Garrett 2016) .
Card9 ™ A5/ N R 25 W R R e LA Wi IO AR
B FEPERDVNEL, R H T Card9 /BN
200 i D0 125 1 R S TR T A2 R T R AR AS
WRENE, SEORIHEEE 28, WiE I
A A s A, Hoh G S BRI Candida
tropicalis W& 52 5 2R 4141 Hh 6 2 30 40 g
(myeloid-derived suppressor cells, MDSCs) X
F, Ml T s i CD8T T Ml CD4" T YA
P, (2 T ES R R R . P T 245 ) R
M Ab B AT 2 MDSCs AR 2, 2 T 400 41 45 1 s
[ & H= (Wang et al. 2018). JTHA—IGAIFFEX 1329 A
(454 N EEIRE AT, 350 ALY FRAE R 525 4
ft RN ) B 20 % BE R A B s AT 25 250007, &
IR 55 Jip P 0 45 M O S ) g 3 L TR A & AR
T2k, Aspergillus rambellii 55 6 Fp EL 1 = i 1
hn, T Aspergillus kawachii =EREFEAK, %5
MR W At TR R R, SRR
G 525 7 {08 T TR R 1) L 0 5 i e i
i HIWT(Lin ef al. 2022); ULAb, EHRIHA DI
W i 18 FCTR R R 23 IR Bl B 235 1 e A1 LAt Jes iE
B &, AN AR (Aykut et al. 2019; Alam
et al. 2022)F1 I 2 (Vadovics et al. 2022).,

4 ETRERENIRNTE

41 mEHEEMERE@ET
FLTR TR A O B 1 B TR A — 3R, 2R

PRI e B A AR, RIRb T 55 2B LR AT LA
PR BIGT TN o AP R RE R H AT )
W2 — i A2 B, b FEAPL IR BE R RE IS4 =
JUEREIBEN S R 1 A (A&, S i
1y b IREERETE AT LA B A e,
Wil iz sh, o3t 5 #sE A 1E (irritable bowel
syndrome, IBS)[JZTEHEMR (Gu et al. 2022); i
For FQ B T I AT IR 4 2 g 1 it 4 T 1) 42
e, g it K AT enterohemorrhagic
Escherichia coli . MR . FEHLINE Vibrio
cholera T TWEFT IR Helicobacter pylori (Qamar
et al. 2001; Kelesidis & Pothoulakis 2012),

FLTA £ AR G AT AR i R, IRIT IR
I o TRTE TR B A4 BELRE ) T R - SRR
SCEA fR AR, RERSIOE SR S MR A
2| g 2H 2 eh R MR A, E A TR O
(Saber et al. 2017)F1¥E5% G J1(Volman et al.
2008) I o H B SR D L G A0 ML BE ) 5 —
Pl R o AT DA 31 25 AR OR , FESE AR AR R
A /NER B R, B B 1 0 8 R TR BRI
BEATREA /N B 50 2 J8E , 4R R 4 &
BIE RGN IIRE, X F 20 RE T
8 S A E AT RN, TR B U IE
A % 4 6 R e B 0 OR3P 4 ) (Jiang e al.
2017) . ZFh B 2 FH LA 1 M o R AT 65 AR A
R 2 2 h A dU B2 AT g /N B
Vo 3 RRE AR M o o R, A T SR A A
ZTL(Wang er al. 2019a; Wu et al. 2019).
42 T#EHE

F A BCAE W) 2 B AR £ A T A 366 [A) 24 3k
ATER BRI, AR S UM B A DGR
SIFRIB I ERRYT W . T A A A
H b Hm HA ARG s AR R,
AL BB YT B — B R . e
Hb, A TR B RO HOR TR R ] TR TR
SERIAE AT o TRk s A b [ g 5L A

EMER 31
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P HI PR 4 AR R E SR R RS
ik ABAB, AIAAPRDRMER ERE R, T
A MERR B 4 Y4 (Chen et al. 2020), LA % Bk
SRy S A A R A Y TR TR RE IS R IA N\ RN RE
T P2Y2, mEsR I T A A R A R =
MR (extracellular adenosine triphosphate, eATP)
ForUh ATP FEAREEXT AT o0, AT HITIRYT
IBD FlHAth & AEHB IR (Scott et al. 2021), X FRE
PR AT 0 1 RE % A T A A b A B
A LRSI RE A LR, S0 B A
MR, WA ISIEERE, ks DSS %S
/N EE 28, it e 4 I R AL T — A
8 A RIRYT R (Sun et al. 2021), RE T
FEELTA A WT ST 1 AL T 018 B B, (H R TESR IR
7 FHE A5 5 T O 2RI BRI T .
43 FEE¥HE

& RS (fecal microbiome transplantation)
JE— BB IR YT ik, R B A 3
HRUEM BB B F EN, G B RER
PEAHICHNG o W i L T 2 B R ) rh H
A R B AR ETE R AR o, AR MR R T
BOR(Li et al. 2019), JTHA—IHFIY RS H
R A ROR AR T I, (B R ZEAE iy iE
FLIA S0 2 BT IRCR  Helns £
SR B R = I RIR TP RCR (Zuo et al. 2018).
T RS A AL 2 52 ) 8 M 1 LR TR AR AR ZEL
BE P IEEBAIR I AT 1E N & R R R
w . IR IT G A& Bk TE 8 3 B KR IR (Leonardi
et al. 2020). L, ML A N E FCR A AT
AR ML R A 2%, JF HAGI B i
LR 2H T TR ZE R R A 1R T RICR .

5 ERQMBEREWT %
G 4 00 3 s R 20

M 3 7 R B 3R 1 0

e, HC MR Jy v T L

32 EMEFIR

T 7 B LA 0 ) A e P B R L R A
B8 vh . PE DO T R A R S R
(Santus et al. 2021),
5.1 KEIEFRISGE

% b, MO RG5O sl 5 e R R kAT
J B FL B A, R vl Y ST R R AT
DAHS BB AT S Al 4 B0, HR AR G R 1
J5 i ml DUEE B R B A B B A L AR
PRI T HOh R IE S5 B, IF oW B 1S
1) () L A TR PR T AT — 2B MR N S5 . (HI%
TEMERE R (1) BEFRFHEATE, 2
PGB o B 9 . N, S pE e e sk =
fig Wi B2 19 85 3% 5t b o ik A K (Gaitanis et al.
2012); —LEf A s 8 b LR B IR
AIRBE AR K RIS, /N F R R A
(Griffith et al. 2009); J7iE H 40 & #5131
B, AT B ELRBE U AR R, SR AR
1) BT AT RE St T K &2 91 43 85 2K (Scanlan &
Marchesi 2008; Hamad et al. 2017); (2) REFF#E
W, ARG S EE T (3) TEASH LAY Pk
R {of 308 1k S R R e LA DX 530 B P o s
5.2 PMIRBEFEAEE

AR, maEEl P EARRE LR, N
Jo 1 BRI 5 BRI T —Fh S A B R F B
HAT, e R I B Y vk R R
B0 A LAY . Ho, s
5 T BB S % rRNA JEFE (%) 1TS 5 18S
X1 7P 14 (Schoch et al. 2012; Yang et al.
2018; Frau et al. 2019), 2K FHIMANEF 1Y 16S
e iR OE ) WS I R R - 1K ialll) 7B
HRER /B, JF H R TR E 1) PCR 724
HEATIY, R/ T Iy Bt B A A R
SEOAT RO MERE AR 3G A 1 1 i s P BB 2
i — L8 EL R 015 B (Tang et al. 2015), FfHG
P TR E AT U o LA AR ) B
R BRI AT I T — BB AR, Bk
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HRAN 14 I0 P B sk S, ST S T b
IR G R = ST b T i 7/ OB PN EAG Y o SRS
RN R —FEEERAN TH, Bdfh—
Sl T S — DR (1) AR, kg
Fey 380y By 515 25 (2) e i IR
R, 2R AE AR A A TR B0 e T L Y 2K
T, TR B TR LA e A R BT Y
KL K 4H i 25 (Richard & Sokol 2019); (3) 44
FREANTMER R, Bz RS HILEAE
H(Qin et al. 2010). Fl4n, 2018 FHY—HLT
SEAFEER AT 2 A s R B s, 18
70 A% B A A EAR A 39 v RS
71 Fh E[F (Donovan et al. 2018); LAk, 2015 4%
— I 56T 7l B IR LR FR A S Y 7 Sk R 4L A
5%, HAE%EH 5 PP EE (Lewis et al. 2017),

AT AR UL 2 — 28 5 UL A I i,
X EEHNE AL HETEE W R, FIH
LA R R PEBUAR R IR B 43 B A T S e 9k
e IR A2 58, TR AL R A2 5O i i
B XL B TR AE B B N A R B (liev et al
2012; Bohm et al. 2017). X ZEH AR S 2]
PRALE R ATk S AR B, AR AR 85 55
B4 5 AR g 0 P 4 R A AR TR, (HIZ
K ARG 32 2 BT PR s R P 1 BR )
(Santus et al. 2021). BMASRUL, REKIEAR
RGBT HE 00 8 2 M 18 R B A
BT Tk

6 MEREFANWEE

i 38 L TR T R AR T 5 — o A Y
SRR, AHH RS IR VR 2Pk, A VR 2 TR
VIRATF RN o LA R BOR B BT 5 R T
WiB HE R E BRI RS, HEREPT
FUPR R G B R A IR R RS . s b, fil R
A T8 NAFAER SRR 0, BN S 1E
FA by, RAEREEAMER LA SSES

AR AT , AR SRR 15 T2 Z [ A H
Ve CEUR R (1liev & Leonardi 2017), Ff
DITER R IBETE T, BRI 2 ANl fi
FRARZS T Wil A B AT S 15 2 00 S
%7 i B A 5 3 A TR 22 ] e S BB ) H
VEHER; I 1B A SR A7

1 B R EEE], X — A
e s, B H T 20 MO8 T HOR Y &
JE o R HARBE h B 58 R 2 B0 i i il
I Y T BRI P K AR S R v TR A R Y
AL, SRR B R T ROAE,
A= AT AR ) B AR S 0 T R AR TR TR =
B o 5 225, I LA SR W) M 308 L T 1) 93
WA R I P PR R S R IR R
OB I G b, IR Hw -l ™ -1
FHRILERG WEMRR; ¥ 3707k 5
DRI ZH 00 > #8 TF 92 DX 3] i T A G 40 7 A e o £
PR, W TR EEhE T 518 R
PE T SR SO, I AR R N 2% SR AR A o3 7
ERGE B R . A, R AR R YT
R 22 A ) U AT 15 A, Eban, A FG e B 2L
T ILAE 2 B0 4 A= I A 7 B e 18— b I
RAE, I — MO LG B GB , 5I R
AETS R, Eﬁﬁlﬁﬂﬁﬁ%{%fﬁﬁﬁ%(Munoz
et al. 2005),

Jo B FL R S B Z AR S DI R S &, TLA
RRERRIINE] T REEVEN R 45t 2 2
AN R A . PRI, 8 14 M 18 LT 2H
SR A P AT A SRl R b S0 BE  HR 2 B AR
AW, F IR UG A E AR bR . AR AT T
¥ T L TR RH S5 18 R85 TE AN [ 05 & J Ik 341
AZEMEE R, AFEY 1 7 AR A2 B
SRR, YRR I RKIZ TR TR T 14 B T B
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