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Abstract: The intestine, as the organ responsible for food digestion and nutrient absorption within the
body, its structural and functional integrity is of critical importance for health maintainance. The brush
border is an essential intestinal structure that, through its highly ordered array of microvilli, greatly
expands the absorptive surface area and plays a central role in mediating nutrient transport,
maintaining epithelial homeostasis, and forming a physical barrier defense. A clear understanding of
the brush border’ s microstructure is of great value for both basic and clinical research related to
intestinal function. This article systematically reviews the structural components of the brush border
and the ultrastructure of microvilli, with a focus on the actin core bundles within microvilli; the cross-
linking roles of bundling proteins such as Fimbrin, Villin, and Espin-1; the mechanical stabilization
and dynamic regulation provided by the terminal web through proteins including Calmodulin,
Spectrin, and Myosin; and the regulatory function of the intermicrovillar adhesion complex in the
ordered assembly of microvilli. By offering a systematic overview of microvillar architecture and

functional proteins, this work provides an important theoretical basis for deep understanding the
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assembly and regulatory mechanisms of small-intestinal microvilli and their targeted modulation in

intestinal diseases.

Keywords: microvilli; brush border; terminal web; microvillar structural proteins; intermicrovillar

adhesion complex
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Fig. 1 Structure of the intestinal microvillus (Drawn through Adobe Illustrator 2024)

2.1 WHAERKRERIKEH

R v 9 AR 45 #4) (terminal web, TW) 2345 & &
g Hp () E B AL R A, A TR B AR BB, R gk
B T IR R M S S ER T . BEA
AUAE 2 45 090 B 0 45 4 F e 1 T R 5 A AR
FH 5 7 T0 33 T 285 18 % DL K A 5 mie) iy w43 16 o OC 5
e,
20101 A i AR S5 4 1Y) 20 1k AR it X AR 45 ) A7
T 0 Ae 240 B A T o , 3 8 WL B0 3R AR 4 L DR A
24 1 At 40 6B 2R o0 A . AR AR L T BE N A 4k
FEE AT LUK 4 o S FE B X OB D) AR ) X
(interrootlet zone) : AR [H] X 3= %2 Fy f3f 48 & AR 5 A Fn
il 278 AR S0 T 11 T HR 200 22 9 1o, T 8 B AR S R 2 UL
By A 12T A A AR S5 R, TR AR B R 45 A
R TG Y S L HE A RN ) A AR Ik A T
filh o YR 20 22 W02 H LBK 2 1 A ol L3 2R 1 A
A ] 22 HE ) 245, B 2 A AR RS T 1 A5 BB
FE R AT RRG T X B AR RT LA

IMAC

£FEHE A fimbrin

HBEND villin

WLsh & R EE [ espin-1

Yl 5 [ capping protein
e Z2ARWIBIEE ) F-actin

—ap JE%?EE [ protocadherin

—ap FEFFSRAE

mucin-like protocadherin

ol 0l

% JEWLBERE A tropomyosin
. R34 12 tight junction
- Fh#717 zonula adherens
. BiHi desmosome

KB Ak B 20 B 7R BLACE T RS A i B vE T
2) 4 AN 2 3% 2 52 A VA < S0 T 48 L FEE A 0 e S i
B % % 4% (tight junctions) Fl #7 [8] #% #% (adherens
junctions ) 7 AR () 1 K 40 i 2 18] T8 il 17 B 0, 3
T T BT 100 i DX 38K 86 BRF DX 3 RS X1

2.1.2 Ruli IR 5 #1981 R 5 7R iy AR 25
AR B B SRS i R —Emsh 12
fe, Hah 17 MK T ATP 19 it 58 1 Ca® ' 1Y 1
B AEATP R Ca? IAEHT T, 3 90 B AR R B
AnES TN N E S - e Ui AR RS ok
S EER RN A QSN e EDO 7 R R N DS i VAL
AT E . WLBKEE B 5 A i RO IR 45 4 1Y 3l g
2 UM G, WLER 2 19 - 1a(Myosin-1a) #f 3% 4% %5 L
S FR R A RS, HE AT P AR A 4 A oK i T
RGBT AR T IS A TR R &
PR, 38 o A PR 2 WUER 8 A PR T RLBE 1k K i
WO 285+ B e 4, B T Lk R B 7R Bl O A g
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THEEEMZA PR EA - WKL E A L
YEU LT ) A A, B IR A R AT LR B
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10 nm Y 40 Jf £ 25 1 22 08 00 3505 M 2%, 3xX 26 £ 4R
F1 22 528 T 2K v IR 45 44 A 561K 2 L 5 B O
WOE AR I, 2D IR T SR R AR E M B 2
TP

2.2 WHERZRENNL

W2z, WhR A WLEh 8 22 s 2 R L sh &
MR T WO B R 2RI E
FI LR (G-actin) 25 I8 1A 418 IR 2T 4 (F -actin) ,
AN 7 nm, AW BRE" . MeREESN
W 45 R (contractile bundles) 1 - 47 3 (parallel
bundles) : 76 V47 5 b, 5 22 DL 51 i B R HE 51, 7T
A hy 20 2% T AR AL 25 0 (AN 90 B ) 19 SR AU 26
Y7 4 WP S TR U AR R 2 IR A
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R AT 5 B T WL E 22 I SRS
R AR A PR T R B 454 .
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AL T AR S A T R 2 A ME . AT LUAR
ST SN e A - = BN G T i -l &
(nucleating proteins) il 1§ & H (capping proteins) .
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I1 (severing and depolymerizing proteins) 1 5 ik &
F (motor proteins) JLZE . AR 2 X & K EH M
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2.2.3 ZHEA SEHR AR FRE K o3 B L 3D
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24z 5, IUER B A A0 9 B R B 2 5K W
9 REE AN R N DL M AME S B R
R 4NN TG S AR L T 0 3h ) A

S KNS 2 A B A B R Y O
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2.3.3 Espin-1 Espin-1 7& — & 2 19 L 3l &
HEAEA, EES 54N E AR EE,
FLAE 20 ML 53 fb 25 R A 5 bR A G EEE YT . B
5 UBk A P T P IR PE R 7 40 431k 0 7 v i) 3
BAA L K 5 H AR Y E B AE Jr R B Tl
FRAEdE AT BE R B HE . Espin-1E
BLREAL T RIAR 2% 0947 ILEh 3 A R BE B 1 40 e
TR -G B L AR Az A LR 54 4
fh 3t BB YA S, Espin-176/Mg FE 2 40 i
(18 DR % X35 e B A, LR B AN A TP i L
B, MR BRSS9 1 i A i m A rh A b L B e a0
F W], 996 5E M bR IC 0 Espin-1 fl & & H AE U6 45 5
PE M e i F-actin 2F 2, Jf- 48 fif LR AL FNHR 25, ik —
AAE T HAE WL sh & A4S MR i AR R
Espin-1 f LA i 2% F J1 45 & F-actin, JF 76 K 4b 52 Bk
LB B 2208 iR 7 AR S50 o i 8 41 AR
56 % L, Espin-1 0] LA &0 78 A4 B2 R 5 Lsh &
HE A B 4> T 2 s BRES M, O R R R fE P 1
W) 280, TE 405 b, B Espin-1 5K 51
B, M AT L R R K B R T R
B Espin-1XF WL 8h 2 71 A i 8 45 B 24 MR
SRS Espin- 1 7R AR R BURR 2 b 1) 2635 B
il T Fimbrin #1 Villin, H H 5 F-actin 1 45 & £ F1
Hh— A EE g, BRI Z Ak, Espin-1 A% Ca™
W AR AR S ), BE A5 A A0 i DY e T s LS B
45 ¥, 1 Fimbrin £ Villin (74 38 46 75 4 1] 52 1) Ca* " 1
i X {45 Espin-1 78 41 i 4 35 55 28 1k b g %
o et BN, v B mie gt
TRBE

Espin 8 1 5 A3 1% B ot 45 4k [) T80 0 ok 2
[) T 780 R b R) TR S R ) ) R S R i Y
167 A5 SE TR IR B , 12 DX S8l A 3 S B 1) W HL 2 45 44 5k
(WASP [R] 5 &5 #9550 2) K WL h 28 11 45 & 25 3100
245 F B i 25 T BOUL B B AR 0 1 B R
%, 3R W HLAE Espin £ 1 K5 D g b o7 96 4% 0 Hfr .
2.3.4 RN E S E AR E AR w0 B
Plastin-13&H | & B S0 O o SR 78 8 1 45 4
BRI IE R H A ity R 45 4 B S KL, RN
R B T W 4, DA T 5 ORI R 25 % A= Ak A 2 )
JEAESE I DL K ¥ b Rz A B AR B 156 W] Plastin-1 7]
DL ok K UL 3 8 22 e T b ) 22 ) 4% Sk AR E il
N SN S S L S SR BE R N
Plastin 2 ik 7K - (19 #h 2 Pk 138, 3 B Plastin-1 7€

K ity DO R 25 ) 21 2 0 T g s A v B T —
1M Vildin 55 PR R /0N BROFE B R4S 1F T 1 1 98 6 8
i WM EASEAGEALAREREAN SIS
HY A= G B 25 S, X R W Villin 7E 1 BB LT
(1 T A mT D L AR T AR A (R AR 4 i
P Ca? " K- $2 T+ 1 A2 B 2% 1 T, Villin s B /s B
5k 9% & F-actin Y) % 2k %4, F-actin £8 2 P45 fr 14
Jn, ZRBT T Villin 78 Ca® 4 M 3l 25 98 795 b A 1k 4
ERS . i — & ks b &k 3,8 Villin 1
Plastin-1 [7] B @ bR J5 , B AG & & 1 72 475 o] B vl
AL TE X KB 5 S PR Plastin o] DL 7E 57309 i 40
SR 4 K HH 22 B T R 9K 8h B0 Gk 45 R i
SEEYS TR REBR Espin-1 9/ BRUBS R b ST AR EE B 7
/N HANRRGE , i — 2 0E 52 Espin-1 7 17 AL 3
1A AR B SE A RN R R R

TEWF 58 7 & B, Fimbrin | Villin Fl Espin (/T —
o AT R B X R R T T 2SR A H AN, R T
= AR N B, A 2R B R B e L HE
G ZE AL LB B (22 T A AU B AT R IR
B A % 6 A T RN B A S A S BT s
18 F R E SOR R M, B AR 2 R B R
WA RS54 KRB FE MR, g R, 1R
=i L2l B 8 A B TE OO E A SORT 4 Ry b HL
A B ICAR M AR R B AR ) SOAE TR 0 R 2
MBS o A E ML & —IhEE X
1A r ) A G TR AR T o B R S R e L M
Jo 38 1) 1E H A BRI RE .
2.4 WHERFMESY IMAC

T 18] B F A ) (intermicrovillar adhesion
complex, IMAC) j& — F 5 & ¢ 1k H D) fig &2 4% (1) 4
i 455 4, 3 N e 2R T 1 2 i 4 ity DX B, 3
i 1 19 25 18] 43 A7 2 S5 IO B A T HE S RN % 4
REMY G . IMAC 38 i A AH AR TR B =2 18] 9 3 4
P Z B R a3 2 0 Jf 2 T/ 1 48 IR 25 A R A HE
H, HETTE B T — A e L v R il R 2k 454, A
T O T R 4 B TE W SR LB A A DL B B
Ty il 55 22 B A RS 2 b 2 0% 1Y 2% TR LA R 5 R
SERPES D WRSE R I, IMAC A AAY 2 — A 25 4
R 250, K S mEmER RS FBEAE
Z 10 FH B AR T 2% . L i 8 B 22 R n PCDH 24
(CDHR2) #1 MLPCDH (CDHRS5) 55 41 g 4 8 48
K 6 45 8 1 (I USHIC Fl ANKS4B) AH 5 45 4
LR M BT — A BE PR Rl B B AR X T E Y
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A ity 5 B RN AT S AR AL T 4r T AR L A,
IMAC i J& B 47 Jay i Ca® e B Y S g . N
10 5L 0 TR 1 0T 25 A S B AT AR R Ca? B B A
FE A% TR J 2 SR TR U S A Ca® DA 8 42 1R B 8 v
) Ca? ¥ BE o X Bl Ca® " 2% wh 4 I AT LA By 1k 40 i P
Ca® "o B B, [R5 45 5 55 0 1T 5 SO o B 45
P 2 o Bl 25 O i AR, N T AR B B A
A AR ORNZE 2 B AR R R S T AR AR

3 MAERSSeNEREER

TR AR 0 4l i 35 1 ) — R AR L 25 4 OB S
HT Rl = B AR T L AE 19 4> 7 HLH X 2e B
02 7% 19 L 3l 2R 1 I 4% S HL AR 6 B 1 B [ 4 FH 52
RO W S S A R R T B AT BRI T
LR
3.1 FRAEAERIER

e i L Bz 20 Ak 8 6 3 35 1) A i I AR 25 4
A6 H 110 ku JLEREE (A T(MyolA) i 1k I 3 5 45 37
# 1 (calmodulin, CaM) H . Z &), %2 & Wil
T 0 i) R 4 R K B 2R T A0 T AT L B R SR A
SE TR, A T 45 IR 5 00 5 5 B HES S — K
JEAY — g R B A 7R BPoxE
MyolA R bR 5, BiLIR 2% 1 B 6 90 6 il A B 98 7 1k
MEKEAN -G, X B oEE B D> I
BB E TR, 2 ZE A YA TSR
SEME PN T B Y . R A R AR
A Ca® AR AMR K BoR , 2 Ca> R E TR 24
K SF (1 pmol-L- 1) B, CaM & 4= ¥ % i, B 2%
B R 5 110 ku W19 55 1 (KD A FEIRZY 56%)
F W] Ca®" nl AE 38 i A2 F 00 B AR 1 B G W 2
AR SN . FEATPRBEANG T . E4
WL A 245 A 45 M (ABD) /] 5 sl 1 4
A5 A A R 5 10 28 16 0 4% 5 1 A AT P A7 AE B, 3k
HIEE R7 S N R B SR i =Rt/ DN 87 B el & 2
il 5, DA 52 3R ok 98 6 45 4 1) T 3k 9 5 h ) 2
PE I O B AR R i AR 5 A P e Y A
(1 Ca® ZZ w i, T LU Joy 35 Ca® ik J32 4k 7 7 BE BE 3%
I Villin /-5 /WL sh & A VI # (=1 pmol- L") Xk
Go B 8 3k BT 4 ) O A X)L 7 A A R 1
Z W, 1 mmol-L ' CaM A 7E & 5 100 pmol-L ' Ca*"
(25 10 N S B AR B L Bh & 1 22, B Ak Villin i BE T
R T B S B R AR BEAh, CaM 28 b Dy fig 36
A AR AR L3N P o R R AY Ca® ok AR Ak, S

TG B 1 22 10 1 S PR SR B DA 3 N7 Ak B A B
k.
3.2 mMEEARAEIER

E R v AR 25 b, I 52 B [ (Spectrin)
TW260/240 i 8] T 88 M RUEME A o X E T H—
A~ 240 ku B o I HEF1—A> 260 ku Ay B 37 1 20 BY , 7 %
i 1 B ¥ “head-to-head” 7 28 5 , FEHH I 1> o B —
B vy Xof v HE 51 DU SR A, A4 F K 240~260 nm
Y BE 29 5 nm, 5 22 M9 27 40 il Spectrin PY 3R 44 RS
FHO L I o BLA S 1 B 1 (CaM) 85 &
S, TR R SR Ca® i B AR kR 35 5 ) A R o T
e R e S84, TW260/240 i@
T AR S A8 Ik X 46 K T 1 T AR e o R I e T
TR 25 b, de 45 4 v B SR HES AR B IE B
SR GE i 2 A A TR T o B A AR SR B, KR
P T AR b, FECTET T,
TW260/240 45 B 7K i 9 AR 45 #4 U 45 ] 1 1% 4% &
Vi) B A5 Ak, DT 5 B 400 B R el 53 1 AL AR B U0 L
AR 28 T 3% el s, B b B B B IR ) g 1
RGP M TW260/240 B 26 3% 3 B 2 #1019
WEG EAEMA T EH R B W R
A
3.3 AkZEBAEER

FE IR 2 40 B AR v, LR B ) (myosin) &
G CHAER, FE A HES AR LA B LK & A
[ (non-muscle myosin [I ,NM Il ), % [T i T K Uiy
PAR 25 4 o N TTAE 2K s 0 AR 25 4 v T8 g g WAc 4 )
28 T R I A 4 e B R A AR R I MR b
B Tty e %% B ST HES . 24 NML T3 1 32 3 3
S ] A O 4 ULER B 15 66 8 (miyosin light
chain kKinase , MLCK) #§ B2 1k 7K S °F BB, f3 40 B&
Ty R A B R R SO AR TR i T AR
RO B Ah T N TT AT 3 a7 i ol R 4 R
L 3h 25 1A ke PRl R 6 R DT PR TIE e A IR i
e, MNM @ R E S SFBMAERKER
P R 35— 43 A UE BT G K B R YT Y 6 AR
S 78 R B oK pH S IR 3T, 1 R 40 i i
iF Rho/ROCK & PI3K/PIP.% i #% i MLCK 8§
NMHC I 19 %% 5 F0 8035, 68 NM T 2 & Bl o5 39
AT 34 5 ) AR 2% R Pk 5 00 BE 2 % I, 3R A KOF
ALIRGH [ 95 S RE SO RE AL DLERE LR
AU T 7 il bR % SO0 5 38 7 M 19 3h g T g o3 i
Xof 5 Ar K4 ALY 22 )2 U 9 L B AR T Tk B A
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