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Abstract
North	China	leopard	(Panthera pardus japonensis)	is	the	most	widespread	subspecies	
of	leopard	and	one	of	the	rare	and	endangered	species	in	China.	It	is	currently	con-
fined	 to	several	 isolated	natural	 reserves,	and	 little	 is	known	about	 its	habitat	net-
work	 connectivity	with	 land	use	 changes.	This	 study	was	 conducted	 to	 assess	 the	
impacts	of	land	use	changes	on	landscape	connectivity	for	North	China	leopard	in	the	
Great	Taihang	Region.	Circuit	theory-	based	connectivity	models	and	least-	cost	path	
analyses	were	used	to	delineate	pathways	suitable	for	species	movement,	and	evalu-
ate	the	impacts	of	land	use	changes	on	landscape	connectivity.	The	results	revealed	
that	there	were	37	least-	cost	paths	in	1990	and	38	in	2020.	The	area	of	forest	land	
increased	from	57,142.74 km2	to	74,836.64 km2,	with	the	percentage	increasing	from	
26.61%	to	34.85%.	 In	general,	 the	 increase	 in	 forest	 land	area	promoted	 the	 land-
scape	connectivity	for	North	China	leopard	at	broad	spatial	scales.	The	improvement	
of	landscape	connectivity	was	not	always	consistent	with	the	land	use	changes,	and	
there	was	a	slightly	decreasing	trend	on	connectivity	in	some	key	movement	barrier	
areas	with	 high	 intensity	 of	 human	 activities.	 Improving	 landscape	 connectivity	 at	
broad	spatial	scales	is	as	important	as	protecting	the	habitats	(natural	reserves)	where	
the	species	lives.	Our	study	can	serve	as	an	example	of	exploring	the	relationships	be-
tween	land	use	changes	and	landscape	connectivity	for	species	conservation	at	broad	
spatial	scales	with	limited	movement	pattern	data.	This	information	is	proved	to	be	
critical	for	enhancing	landscape	connectivity	for	the	conservation	concern	of	North	
China	leopard	and	planning	of	natural	reserves	network.
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1  |  INTRODUC TION

Land	 use	 changes	 caused	 by	 human	 activities	 have	 led	 to	 habitat	
loss	 and	 fragmentation	 at	 local,	 regional,	 landscape,	 and	 global	
scales,	which	can	hinder	 the	migration	and	dispersal	of	 species	at	
gene,	 individual,	 and	 population	 levels,	 further	 alter	 the	 struc-
ture	 and	 configuration	of	 the	 landscape,	 and	have	become	an	 im-
portant	 factor	 threatening	 biodiversity	 (Ashrafzadeh	 et	 al.,	 2022; 
Ewers	 &	 Didham,	 2006;	 Fischer	 &	 Lindenmayer,	 2007;	 Kruess	 &	
Tscharntke, 1994).	The	compounding	effects	of	habitat	loss	and	frag-
mentation	are	key	drivers	of	global	biodiversity	loss	(Fahrig,	2003).	
The	 loss	 of	 natural	 habitats	 makes	 the	 survival	 of	 species	 very	
dependent	 on	 connections	 between	 habitat	 patches	 (Baguette	
et al., 2013;	Sahraoui	et	al.,	2017).	Landscape	connectivity	is	the	de-
gree	to	which	the	landscape	facilitates	or	impedes	movement	among	
resource	patches	(Taylor	et	al.,	1993;	Tischendorf	&	Fahring,	2000).	
Improving	 landscape	 connectivity	 can	 promote	 the	 effectiveness	
and	availability	of	species	habitats	(Saura	&	Pascual-	Hortal,	2007).

Large	 carnivores	 are	 particularly	 sensitive	 to	 landscape	 frag-
mentation	due	to	their	vast	home	range	and	often	 low	population	
density	(Calvignac	et	al.,	2009; Huck et al., 2010;	Kaboodvandpour	
et al., 2021;	Mohammadi,	Almasieh,	Nayeri,	et	al.,	2021).	They	 re-
quire	 large	 and	 interconnected	 habitats	 with	 abundant	 prey	 for	
long-	term	persistence	and	viability	(Ashrafzadeh	et	al.,	2020; Ripple 
et al., 2014).	Large	carnivores	are	often	subject	to	persecution	and	
conflict	 with	 humans,	 which	makes	 them	 especially	 vulnerable	 to	
habitat	loss	and	fragmentation	(Almasieh	et	al.,	2022;	Mohammadi	
et al., 2022).	Conservation	of	 large	carnivores	requires	the	preser-
vation	of	extensive	core	habitat	areas,	linkages	between	them,	and	
mitigation	of	human-	wildlife	conflict	(Almasieh	et	al.,	2016;	Cushman	
et al., 2018;	Mohammadi,	Almasieh,	Wan,	 et	 al.,	2021).	High	 con-
nectivity	can	facilitate	the	movement	capacity	to	satisfy	ecological	
requirements	and	reduce	population	isolation,	and	maintaining	con-
nectivity	is	hence	recognized	as	a	key	factor	in	the	conservation	and	
management	of	endangered	mammal	species	(Minor	&	Urban,	2008; 
Rezaei	et	al.,	2022).

The	 leopard	 (Panthera pardus	 Linnaeus,	 1758)	 is	 widely	 dis-
tributed	 in	 the	 continents	 of	 Asia	 and	 Africa	 (Gavashelishvili	 &	
Lukarevskiy,	 2008).	 However,	 because	 of	 habitat	 fragmentation	
(Selvan	 et	 al.,	2014)	 and	 hunting	 (Datta	 et	 al.,	2008),	 the	 leopard	
population	has	been	reduced	and	is	being	isolated	(Kaboodvandpour	
et al., 2021).	 The	 leopard	 has	 been	 categorized	 as	 a	 vulnerable	
(VU)	 species	 according	 to	 the	 IUCN	 Red	 List	 (Stein	 et	 al.,	 2020).	
Previous	 studies	have	 shown	 that	 connectivity	 as	well	 as	 ground-	
level	 protection	 and	 natural	 forest	 extent	 are	 of	 profound	 impor-
tance	to	the	distribution	and	persistence	of	the	leopard	population	
(Farhadinia	et	al.,	2015; Kittle et al., 2018).	Conserving	leopards	re-
quires	integrated	landscape-	level	management	to	protect	corridors	
and	 enhance	 connectivity,	 especially	 outside	 of	 Protected	 Areas	
(Mohammadi	 et	 al.,	2022).	Understanding	 the	 impact	 of	 fragmen-
tation	 on	 leopards	 and	 identifying	 strategies	 to	 maintain	 connec-
tivity	are	critical	to	counter	the	negative	impacts	of	fragmentation	
(Fattebert	et	al.,	2015; Thatte et al., 2020).

It	is	important	to	determine	the	method	for	connectivity	assess-
ment.	The	methods	may	differ	from	one	landscape	to	another	and	
there	is	no	universal	method	suitable	for	all	situations.	But	we	can	
found	similar	methods	in	many	studies,	such	as,	least-	cost	path	mod-
eling	(Adriaensen	et	al.,	2003;	Larue	&	Nielsen,	2008; Li et al., 2010),	
graph	 theory-	based	models	 (Bunn	 et	 al.,	2000; Devi et al., 2013; 
Machado	et	al.,	2020;	Pascual-	Hortal	&	Saura,	2006, 2008;	Sahraoui	
et al., 2017;	 Urban	 &	 Keitt,	 2001),	 centrality	 analyses	 (Carroll	
et al., 2012;	Estrada	&	Bodin,	2008),	factorial	least-	cost	path	mod-
eling	(Cushman	et	al.,	2009; Elliot et al., 2014; Khosravi et al., 2018; 
Mateo-	Sanchez	et	al.,	2014),	resistant	kernels	(Compton	et	al.,	2007; 
Cushman	&	Landguth,	2012;	Wasserman	et	al.,	2012)	and	random-
ized	 shortest	 path	 algorithms	 (Long,	2019;	 Panzacchi	 et	 al.,	 2016; 
Van	Moorter	et	al.,	2021;	Vasudev	et	al.,	2021),	factorial	least-	cost	
path	 and	 cumulative	 resistant	 kernel	 approaches	 (Ashrafzadeh	
et al., 2020;	 Cushman	 et	 al.,	2013;	 Kaboodvandpour	 et	 al.,	2021; 
Khosravi et al., 2018;	McGarigal	 &	 Cushman,	2002;	Mohammadi,	
Almasieh,	 Nayeri,	 et	 al.,	 2021;	 Shahnaseri	 et	 al.,	 2019),	 current	
flow	 (McRae,	 2006),	 circuit	 theory	 (McRae	 et	 al.,	2008;	McRae	&	
Beier,	2007).	Circuit	theory	has	already	been	shown	to	be	useful	for	
predicting	movement	 patterns	 and	 probabilities	 of	 successful	 dis-
persal	moving	across	complex	 landscapes,	generating	measures	of	
connectivity	or	isolation	of	habitat	patches,	or	protected	areas,	and	
identifying	 important	 connective	 elements	 for	 conservation	 plan-
ning	and	designing	robust	reserve	network	(An	et	al.,	2021; Dickson 
et al., 2019;	Hanks	&	Hooten,	2013;	Howey,	2011; Koen et al., 2014; 
Pelletier	et	al.,	2014).

The	North	China	leopard	(Panthera pardus japonensis,	commonly	
referred	 to	as	Panthera pardus fontanierii	 in	 the	Chinese	 literature)	
is	categorized	as	class	I	state	key	protected	wild	animals,	a	top	car-
nivore,	and	flagship	species	in	the	study	area	and	is	the	most	wide-
spread	subspecies	of	 leopard	and	one	of	 the	rare	and	endangered	
species	in	China	(Laguardia	et	al.,	2017; Liu et al., 2007;	Song,	2016; 
Wang	et	al.,	2001).	Recent	camera-	trap	surveys	and	other	evidence	
revealed	the	presence	of	the	North	China	leopard	in	Shanxi,	Shaanxi,	
northern	 Hebei,	 Ningxia,	 and	 northern	 Henan,	 and	 most	 popu-
lations	 are	 small,	 mainly	 in	 several	 isolated	 nature	 reserves	 (Cao	
et al., 2020; Consolee et al., 2020;	Ding	&	Du,	2020;	Gong,	2019; 
Laguardia et al., 2017; Liu et al., 2007;	Song	et	al.,	2014;	Vitekere	
et al., 2020; Zhu et al., 2021).	The	Great	Taihang	Region	is	the	domi-
nant	distribution	area	of	North	China	leopard	and	contains	the	most	
densely	distributed	population	of	North	China	leopard	in	China	(Cao	
et al., 2020).	In	the	past	30 years,	with	the	implementation	of	a	series	
of	forestry	projects,	such	as	the	National	Natural	Forest	Protection	
Program,	 Three-	North	 Forest	 Shelterbelt	 Program,	 and	 Grain	 for	
Green	Project,	great	changes	have	taken	place	in	the	study	area	(Li	
et al., 2017).	Yet	there	is	little	insight	concerning	the	impacts	of	land	
use	changes	on	the	landscape	connectivity	for	North	China	leopard	
at a large scale.

Landscape	connectivity	was	classified	into	structural	connectiv-
ity	 and	 functional	 connectivity.	 Structural	 connectivity	 is	 equated	
with	habitat	contiguity	and	is	measured	by	analyzing	landscape	struc-
ture,	 independent	 of	 any	 attributes	 of	 the	organism(s)	 of	 interest,	
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and	 functional	 connectivity	 explicitly	 considers	 the	 behavioral	 re-
sponses	of	an	organism	to	the	various	landscape	elements	(patches	
and	boundaries;	Tischendorf	&	Fahring,	2000).	Connectivity	can	also	
be	divided	into	three	general	categories:	structural	connectivity	(de-
rived	from	physical	attributes	of	the	landscape,	such	as	size,	shape,	
and	location	of	habitat	patches	but	does	not	factor	in	dispersal	abil-
ity),	potential	 functional	connectivity	 (based	on	physical	attributes	
of	 the	 landscape	with	 limited	 data	 about	 dispersal	 ability	 derived	
from	body	size	or	energy	budgets),	and	actual	functional	connectiv-
ity	(based	on	the	observations	of	individuals	moving	between	focal	
patches;	Calabrese	&	Fagan,	2004; Fletcher et al., 2016).	This	study	
was	conducted	to	assess	structural	connectivity	based	on	the	spa-
tial	arrangement	of	suitable	habitat	patches	(nature	reserves)	in	the	
landscape,	 combined	with	 the	maximum	dispersal	 ability	of	North	
China	leopard	from	body	size	(potential	functional	connectivity).

The	main	 objectives	 of	 this	 study	were:	 (1)	 to	 detect	 the	 land	
use	changes	in	the	Great	Taihang	Region	from	1990	to	2020,	(2)	to	
clarify	the	influences	of	land	use	changes	on	landscape	connectivity	
for	North	China	leopard,	and	to	answer	the	following	research	ques-
tion,	(3)	how	are	the	changes	of	the	key	barrier	areas	that	affect	the	
habitat	ecological	network	connectivity	of	North	China	leopard?	We	
hypothesize	that	land	use	changes,	especially	the	increase	in	forest	
land	area,	will	promote	landscape	connectivity	for	North	China	leop-
ard	at	a	broad	spatial	scale	and	the	key	barrier	areas	will	shrink,	and	
the	connectivity	of	areas	with	high	intensity	of	human	activities	will	
be	reduced.	This	information	will	be	helpful	in	providing	the	basis	for	
this	unique	and	rare	wildlife	species	conservation	planning	in	China.

2  |  MATERIAL S AND METHODS

2.1  |  Study area

The	 study	 area	 is	 the	 Great	 Taihang	 Region	 (34°34′–	40°47′N,	
110°14′–	116°34′E)，with	 an	 area	 of	 about	 214,100 km2, located in 
the	north	of	China	and	covers	 the	entire	 territory	of	Shanxi	prov-
ince,	 as	well	 as	 some	districts	 and	 counties	 in	Beijing,	Hebei,	 and	
Henan	provinces,	 accounting	 for	 about	2.2%	of	China's	 terrestrial	
area	(Figure 1)	(Cao	et	al.,	2020).	In	the	study	area,	cropland	covers	
37%	of	this	area,	forest	35%,	and	Grassland	21%.	There	are	various	
geomorphic	types,	including	mountains,	hills,	platforms,	and	plains.	
The	 study	 area	 is	mainly	mountainous	 area.	 The	 eastern	 part	 is	 a	
massive	mountain	formed	by	the	Taihang	Mountain,	and	the	western	
part	 is	 the	Loess	Plateau	with	Lvliang	Mountain	as	 the	 trunk.	The	
altitude	ranges	between	24 m	and	3091 m.	The	climate	in	this	region	
is	a	temperate	continental	monsoon	climate	and	the	four	seasons	are	
distinct,	with	mean	annual	 temperature	between	8	and	13°C,	and	
average	 annual	 precipitation	 between	 400	 and	 1000 mm.	 Rainfall	
is	 concentrated	 from	 July	 to	 September.	 Deciduous	 broad-	leaved	
forest	 is	the	most	widely	distributed	plant	community	 in	this	area.	
Deciduous	broad-	leaved	forest	and	secondary	deciduous	shrub	are	
mainly	distributed	in	the	South,	while	temperate	shrub	and	semi-	arid	
grassland are located in the northern part.

The	diversity	of	 the	geographical	environment	 leads	 to	a	good	
variety	 of	 flora	 and	 fauna.	 Among	 these	 species,	 Panthera pardus 
and Cuon alpinus	 were	 categorized	 as	 class	 I	 state	 key	 protected	
wild	animals	in	China;	Prionailurus bengalensis, Lynx lynx, Otocolobus 
manul, Ursus thibetanus, Vulpes vulpes, Canis lupus, Nyctereutes pro-
cyonoides, Martes flavigula, Naemorhedus griseus, Macaca mulatta 
were	classified	as	class	II	state	key	protected	wild	animals	in	China;	
Panthera pardus, Cuon alpinus, Otocolobus manul, Ursus thibetanus, 
and Naemorhedus griseus	were	listed	by	the	IUCN	global	red	list	as	
threatened	 species	 (endangered,	 vulnerable,	 and	 near	 threatened;	
Table 1;	Bu	et	al.,	2021).	North	China	leopard	is	considered	the	top	
predator in their range.

2.2  |  Circuit theory- based connectivity models

We	used	Circuitscape	software	and	cost	distance	 functions	 to	as-
sess	landscape	connectivity	(v4.0,	www.circu itsca pe.org).	First,	we	
built	nine	background	layers,	including	five	land	use	types	(cropland,	
forest	 land,	 grassland,	water,	 and	 built-	up	 areas),	 elevation,	 slope,	
linear	 transportation	 infrastructure,	 and	 human	 population	 den-
sity,	which	affected	species	movement	(Figure	S1; Cao et al., 2020; 
Petsas	et	al.,	2020; Zhu et al., 2021).	Next,	these	raster	maps	were	
converted	 into	a	resistance	surface	based	on	their	values	and	cor-
responding	weight,	reflecting	their	opposition	to	species	movement.

In	 each	of	 the	 five	 land	use	 type	 layers,	 the	percentage	 cover	
of	 land	 use	 type	within	 every	 1	 km	 range	was	 calculated	 to	 form	
a	background	 layer,	 and	different	 resistance	values	were	assigned	
according	to	the	percentage	cover	of	land	use	type	in	the	later	stage.	
For	each	 land	use	 type	 layer,	we	assigned	 the	value	 from	0	 (there	
was	no	presence	of	the	respective	land	use	type)	to	100%	(a	land	use	
type	was	full	coverage).	The	elevation	and	slope	data	were	selected	
in	the	background	layers	to	represent	topographic	features.	Data	on	
elevation,	slope,	and	land	use	were	obtained	from	the	National	Earth	
System	Science	Data	Center	(http://www.geoda ta.cn),	with	a	spatial	
resolution	of	30 m.	As	for	the	impact	of	linear	transportation	infra-
structure,	we	developed	a	background	layer	by	combining	informa-
tion	from	expressways,	national	highways,	provincial	highways,	and	
railways.	The	spatial	distribution	of	linear	traffic	infrastructure	data-
sets	was	derived	from	National	Catalogue	Services	for	Geographic	
Information	 (https://www.webmap.cn;	 1:250,000).	 Each	 cell	 was	
assigned	a	value,	representing	the	shortest	distance	from	the	cell's	
center	to	any	linear	transportation	feature,	and	the	spatial	resolution	
was	30 m.	The	last	layer	represented	human	population	density,	with	
a	spatial	resolution	of	1	km	(Resource	and	Environment	Science	and	
Data Center, https://www.resdc.cn).

We	used	1-	km	grid	to	mask	the	study	area,	and	every	single	grid	
(1	km)	of	the	nine	background	layers	was	assigned	a	resistance	value	
ranging	 from	1	 (minimum	movement	 resistance)	 to	100	 (maximum	
movement	resistance)	and	a	weight	value	ranging	from	0	(the	layer	
has	no	impact	on	movement	decision)	to	10	(the	layer	is	very	import-
ant	for	movement	decision)	according	to	expert	opinions	(Table	S1).	
Then,	we	transformed	the	background	layers	into	resistance	layers	

http://www.circuitscape.org
http://www.geodata.cn
https://www.webmap.cn
https://www.resdc.cn


4 of 13  |     LIANG et al.

according to the resistance values and their corresponding weight. 
Finally,	the	two	resistance	surface	layers	in	1990	and	2020	were	cre-
ated,	indicating	the	impacts	of	all	background	layers	on	North	China	
leopard	movement	(Figure	S2).

2.3  |  Multicollinearity of background layers

To	 check	 multicollinearity	 of	 the	 background	 layers	 (elevation,	
slope,	 distance	 from	 roads	 and	 railways,	 and	 human	 population	

density),	 we	 established	 a	 random	 sampling	 system	 within	
the	 study	 area	 using	 the	 “Random	 Point”	 tools	 in	 ArcGIS	 10.3	
(Phompila	et	al.,	2017),	producing	a	total	of	5147	random	sample	
points.	 The	 attributes	 of	 background	 layers	 were	 extracted	 to	
each	 random	 sample	 point	 using	 the	 “Extract	 Multi	 Values	 to	
Points”	 tools.	 Then,	 the	 spatial	 correlation	 between	 the	 pair-	
wise	 background	 layers	 in	 1990	 and	 2020	was	 conducted	 using	
the	 Pearson	 correlation	 analysis,	 and	 the	 correlation	 coefficient	
between	 selected	 variables	was	 not	 excessively	 high	 (r < |.8|)	 to	
avoid	multi-	collinearity	(Cvitanovic	et	al.,	2016).

F I G U R E  1 Location	of	the	study	area	and	land	cover	in	1990	and	2020.	(a)	location	of	the	study	area	in	China;	(b)	digital	elevation	model	
and	nature	reserves	where	the	North	China	leopards	are	mainly	distributed;	(c,	d)	land	cover	in	1990	and	2020,	respectively.
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2.4  |  Species dispersal distance

There	 are	 multiple	 data	 on	 the	 dispersal	 distance	 of	 leopards,	
81.6	 km	 based	 on	 the	 GPS-	satellite	 Iridium	 transmitters	 for	
Panthera pardus saxicolor	in	natural	mountainous	areas	(Farhadinia	
et al., 2018),	and	352.8	km	based	on	the	VHF	radio-	collar	and	GPS/
GSM	collar	for	Panthera pardus	 in	the	Maputaland	coastal	ecore-
gion	(Fattebert	et	al.,	2013).	To	the	best	of	our	knowledge,	it	has	
not	been	carried	out	the	study	on	the	movement	ecology	of	North	
China	 leopard	 based	 on	 GPS	 collar.	 According	 to	 the	 allometric	
growth	equations	 (Santini	et	al.,	2013),	we	estimated	the	disper-
sal	capacity	of	North	China	 leopard	with	body	weight	and	home	
range	as	input	data.	The	adult	body	weight	of	North	China	leopard	
is	about	52.40 kg,	and	the	home	range	is	about	18.78 km2	 (Jones	
et al., 2009).	The	maximum	dispersal	distance	of	North	China	leop-
ard is calculated as d =	13.11 × BS0.34 × HR0.27, BS	is	body	weight	

(kg),	HR	 is	 home	 range	 (km2),	 and	 dispersal	 distance	 d	 is	 in	 km	
(about	 111 km).	 In	 this	 study,	 considering	 the	 topographic	 char-
acteristics	of	the	study	area,	including	mountains,	hills,	platforms,	
and	plains,	we	lastly	determined	the	species	dispersal	capacity	is	
111 km.

2.5  |  Quantifying connectivity properties

We	 identified	 landscape	 connectivity	 using	 circuit	 theory	 and	
least-	cost	 path	 analyses	 implemented	 via	 Linkage	Mapper	 v.2.0.0.	
in	ArcGIS	 10.3	 (McRae	&	Kavanagh,	2011).	 The	 core	 area	 (18	 na-
ture	reserves)	polygons	and	resistance	raster	were	used	to	perform	
cost-	weighted	distance	calculations	from	each	nature	reserves.	The	
Centrality	tools	from	the	Linkage	Mapper	toolbox	were	used	to	cal-
culate	current	flow	centrality	across	the	networks,	which	measures	
how	 important	 a	 link	 or	 core	 area	 is	 for	 keeping	 the	 overall	 net-
work	 connected.	We	 used	 the	 Barrier	Mapper	 tool	 from	 Linkage	
Mapper	 to	detect	 important	barrier	 areas	of	 connectivity	 restora-
tion	(McRae,	2012).

3  |  RESULTS

3.1  |  Land use change status

Table 2	 sets	out	 the	descriptive	 statistics	of	 land	use	 type	areas	
and	changes	from	1990	to	2020.	The	dominant	land	use	types	in	
the	 study	area	are	cropland,	 forest	 land,	 and	grassland,	with	 the	
areas	 of	 79,346.29,	 74,836.64,	 and	 45,670.23 km2 in 2020, ac-
counting	 for	36.95%,	34.85%,	and	21.27%	of	 the	 study	area,	 re-
spectively.	 The	 area	 of	 forest	 land	 increased	 from	 57,142.74	 to	
74,836.64 km2	at	a	rate	of	655.33 km2/a, with the percentage in-
creased	from	26.61%	to	34.85%.	The	area	of	grassland	decreased	
from	69,226.26	 to	45,670.23 km2	 at	 a	 rate	of	872.45 km2/a, with 
the	percentage	decreased	from	32.23%	to	21.27%.	Under	the	in-
fluence	 of	 human	 activities,	 the	 expansion	 of	 built-	up	 areas	was	
evident	with	the	percentage	increased	from	3.07%	to	5.87%,	and	
the	 area	 increased	 from	 6596.23	 to	 12,605.26 km2	 at	 a	 rate	 of	
222.56 km2/a.

TA B L E  1 List	of	the	state	key	protected	mammals	in	China	in	the	
study	area

Species
Protection 
status in China

IUCN 
red list

Red list 
of China's 
vertebrate

Panthera pardus I VU EN

Cuon alpinus I EN EN

Prionailurus 
bengalensis

II LC VU

Lynx lynx II LC EN

Otocolobus manul II NT EN

Ursus thibetanus II VU VU

Vulpes vulpes II LC NT

Canis lupus II LC NT

Nyctereutes 
procyonoides

II LC NT

Martes flavigula II LC NT

Naemorhedus 
griseus

II VU VU

Macaca mulatta II LC LC

Note:	The	level	of	Endangered:	EN,	endanger;	VU,	vulnerable;	NT,	near	
threatened; LC, least concern.

TA B L E  2 Descriptive	statistics	of	land	use	type	areas	and	changes	from	1990	to	2020

Types of land use Area in 1990 (km2) Area in 2020 (km2) Proportion in 1990 Proportion in 2020
Proportion change 
from 1990 to 2020

Cropland 78,170.3 79,346.29 36.40% 36.95% 0.55%

Forest land 57,142.74 74,836.64 26.61% 34.85% 8.24%

Grassland 69,226.26 45,670.23 32.23% 21.27% −10.97%

Water 2830.98 1188.85 1.32% 0.55% −0.76%

Built-	up	areas 6596.23 12,605.26 3.07% 5.87% 2.80%

Unused land 789.80 1109.04 0.37% 0.52% 0.15%

Total 214,756.31 214,756.31 100.00% 100.00%
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3.2  |  Spatial distribution of the cumulative current 
map and least- cost paths

Multi-	collinearity	 analysis	 indicated	 that	 the	 spatial	 correlation	
between	 the	 pair-	wise	 background	 layers	 (elevation,	 slope,	
distance	from	roads	and	railways,	and	human	population	density)	
did	 not	 exceed	 0.8	 (Figure	 S3),	 and	 all	 background	 layers	 were	
preserved. Figure 2	shows	the	cumulative	current	map,	least-	cost	
paths,	and	current	flow	centrality	results	for	North	China	leopard.	
Two	main	corridors	were	identified	by	the	cumulative	current	map.	
The	larger	corridor	was	recognized	in	the	middle	of	the	southern	
part	of	 the	 study	area,	 spanning	 the	Taiyue	Mountain	and	 some	
parts	 of	 the	 Taihang	 Mountain.	 Another	 large	 corridor	 was	
detected	 in	 the	western	 part	 of	 the	 study	 area,	mainly	 crossing	
along	 the	 Lvliang	Mountains.	 In	 1990,	 there	 were	 37	 least-	cost	
paths,	 of	 which	 20	 were	 less	 than	 111 km.	 Nevertheless,	 there	
were	38	least-	cost	paths	in	2020,	with	22	paths	less	than	111 km.	
According	to	the	method	of	natural	breakpoints,	the	current	flow	
centrality	 is	 divided	 into	 four	 levels,	 namely,	 higher,	 high,	 low,	
and	 lower.	 In	 1990,	 the	 least-	cost	 paths	 with	 higher	 centrality	
were	among	 the	nature	 reserve	of	3–	2-	17,	13–	14,	5–	7–	8-	10,	and	

9–	11-	12,	while	in	2020,	there	were	no	changes	except	that	the	link	
between	nature	reserves	11	and	12	is	no	longer	in	a	higher	rank.	
The	 number	 of	 nature	 reserves	 (within	 the	 yellow	 circles)	 with	
centers	less	than	10	kilometers	away	from	the	least-	cost	path	was	
12 in 1990 and 11 in 2020.

3.3  |  Change of key barriers

The	Barrier	Mapper	analysis	identified	three	key	barrier	areas	(a,	b,	
and	c)	for	restoring	connectivity	for	North	China	leopard	across	the	
whole	landscape	(Figure 3).	As	a	result	of	land	use	changes,	within	
barrier	areas	a,	b,	and	c,	the	key	barriers	to	migration	corridors	did	
not	show	a	significant	downward	trend.	By	contrast,	in	areas	D	and	
E,	new	connectivity	corridors	appeared,	which	were	more	conducive	
to	improve	the	connectivity	among	core	areas	and	promote	species	
movement.

In	barrier	areas	A	and	C	 (Figure 4A,C,	Table	S2),	 the	 land	use	
type	 was	 characterized	 by	 cropland.	 In	 2020,	 the	 proportion	 of	
cropland	 was	 55.28%	 and	 76.46%,	 respectively,	 and	 the	 pro-
portion	 of	 forest	 land	was	 13.75%	 and	 6.50%,	 respectively.	 The	

F I G U R E  2 Cumulative	current	map,	least-	cost	paths,	and	current	flow	centrality	results	for	North	China	leopard.	Core	areas	were	the	
18	nature	reserves	used	to	model	landscape	connectivity.	The	yellow	circle	indicated	that	the	distance	between	the	center	of	the	nature	
reserve and the least- cost path was <10	km.
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proportion	 of	 grassland	 was	 even	 lower,	 8.67%	 and	 2.95%,	 re-
spectively,	in	2020.	From	1990	to	2020,	the	area	of	built-	up	areas	
increased	by	130.68%	and	100.17%,	 respectively.	 In	 barrier	 area	
B	 (Figure 4B,	Table	S2),	 in	2020,	 the	proportion	of	built-	up	areas	
increased	by	371.39%,	the	cropland	increased	by	30.32%,	and	the	
forest	land	increased	by	296.52%,	reaching	33.97%.	In	areas	D	and	
E	 (Figure 4D,E,	 Table	S2),	 the	 terrain	 is	mainly	mountainous,	 and	
forest	land	and	grassland	are	the	main	land	use	types.	In	2020,	the	
proportion	of	forest	land	was	47.57%	and	51.12%,	respectively,	and	
the	proportion	of	grassland	was	26.27%	and	25.48%,	respectively.	
From	1990	to	2020,	 the	area	of	 forest	 land	 increased	by	66.88%	
and	60.04%,	respectively.

4  |  DISCUSSION

The results achieved in our work showed that land use changes and 
human	 activities	 have	most	 important	 impacts	 on	 landscape	 con-
nectivity,	especially	the	changes	in	the	migration	corridors	and	key	
barrier	 areas.	 In	 order	 to	 protect	North	China	 leopard,	we	 should	
not	only	protect	 the	habitats	where	 the	species	 lived	but	also	 im-
prove	 landscape	connectivity	at	broad	spatial	scales.	 In	this	study,	
we	aggregated	information	from	expert	opinions	and	various	factors	

that	potentially	affect	the	movement	of	North	China	leopard,	in	an	
effort	to	identify	the	migration	corridors	and	key	barrier	areas.	This	
could	be	used	as	a	systematic	approach	for	conservation	planning	
for	North	China	leopard.

4.1  |  Methodological considerations

There	are	many	methods	to	evaluate	landscape	connectivity.	The	fac-
torial	least-	cost	path	and	cumulative	resistant	kernel	approaches	are	
also	particularly	useful	when	employed	in	combination	to	accurately	
identify	core	habitats,	fracture	zones,	and	corridors	across	a	broad	
landscape	 (Cushman	et	al.,	2013;	McGarigal	&	Cushman,	2002).	 In	
general,	 species	distribution	modeling	 is	applied	 to	predict	habitat	
suitability	map,	 and	 then,	 species	 occurrence	 data	 and	 the	 resist-
ance	layers	are	used	to	identify	core	habitats	and	corridors	using	the	
resistant	kernel	and	factorial	least-	cost	path	methods	(Ashrafzadeh	
et al., 2020;	Kaboodvandpour	et	al.,	2021;	Mohammadi,	Almasieh,	
Nayeri,	 et	 al.,	2021;	 Shahnaseri	 et	 al.,	2019).	 In	 this	 study,	 due	 to	
the	lack	of	exact	species	occurrence	data,	we	combined	the	nature	
reserves	 where	 species	 lived	 (as	 core	 areas)	 and	 the	 constructed	
resistance	 layers	 to	 identify	 migration	 corridors	 using	 the	 circuit	
theory-	based	connectivity	model.

F I G U R E  3 Key	barrier	areas	marked	with	(a,	b,	and	c),	with	the	greatest	values	of	connectivity	restoration	potential.	In	areas	(d	and	e),	
new	connectivity	corridors	appeared.
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When	applying	 the	circuit	 theory-	based	connectivity	model	 to	
analyze	 landscape	 connectivity,	 it	 is	 necessary	 to	 determine	 the	
landscape	resistance	surface	and	species	dispersal	distance,	which	
is	difficult	to	accurately	obtain,	especially	in	the	absence	of	species	
characteristics	data	at	broad	spatial	 scales	 (Petsas	et	al.,	2020).	 In	
our	study,	we	evaluated	the	main	factors	affecting	the	migration	of	
North	China	leopard	by	aggregating	information	from	the	literatures	
and	expert	opinion.	Expert	knowledge	could	not	replace	the	infor-
mation	 obtained	 from	 actual	 movement,	 but	 it	 could	 be	 valuable	
(Sahraoui	et	al.,	2017).	The	accuracy	of	the	data	needs	to	be	further	
verified	by	field	experiments.

4.2  |  Core area and connectivity

There	are	usually	two	methods	in	the	selection	of	the	core	area.	One	
is	to	 identify	discrete	wilderness	patches	from	the	Boolean	wilder-
ness	map,	and	the	other	is	to	select	areas	with	the	highest	wilderness	
quality	index	from	the	wilderness	continuum	map	(Cao	et	al.,	2019).	
In	the	study	area,	the	leopard	movement	data	are	not	available	at	this	
stage, so we choose the 18 nature reserves where the north China 
leopard	 lived	as	core	areas	 to	assess	 landscape	connectivity.	From	
1990	to	2020,	the	 location	of	the	nature	reserve	has	not	changed,	
which	 is	 one	 of	 the	 reasons	 why	 the	 landscape	 connectivity	 has	
not	 changed	 significantly	 at	 broad	 spatial	 scales.	 Further	 research	
is	 needed	 to	 consider	 the	 distribution	 of	 more	 suitable	 habitats	
out	of	nature	reserves	and	their	 impact	on	landscape	connectivity.	
However,	the	careful	analysis	also	shows	that	nature	reserves	with	
centers <10	km	away	from	the	 least-	cost	path	are	 important	step-
ping	stone	habitats.	In	the	northern	part	of	the	study	area,	especially	
the	 link	between	nature	 reserves	11–	16	and	15–	16,	 strengthening	
the	management	of	these	nature	reserves	and	barrier	areas	will	facili-
tate	the	migration	and	protection	of	North	China	leopard.

4.3  |  Contribution of land use changes

Within	the	barrier	areas	A	and	C,	lower	forest	land	area	and	higher	
cropland	area,	combining	the	increase	in	built-	up	area,	barriers	to	mi-
gration corridors showed a slight increase in trend. This supports our 
hypothesis	that	connectivity	of	regions	with	high	intensity	of	human	
activities	will	 be	 reduced	 and	 concurs	with	 a	 previous	 study	 that	
vegetation,	 including	 grass,	 shrub,	 forest,	 and	 vegetation	 density,	
is	 a	key	habitat	variable	 for	predicting	 the	occurrence	of	 leopards	
(Farhadinia	 et	 al.,	 2015;	 Kaboodvandpour	 et	 al.,	 2021),	 and	 leop-
ards	occurrence	 is	driven	both	by	vegetation	and	 forest	proximity	
(as	a	proxy	for	security	from	human	persecution;	Kittle	et	al.,	2018; 
Mohammadi	et	al.,	2022;	Penjor	et	al.,	2018).	Cropland	may	be	an	im-
portant	habitat	variable	indirectly	(Farhadinia	et	al.,	2015; Hosseini 
et al., 2019).	Sometimes,	leopards	may	go	to	villages	and	croplands	
to	chase	 livestock,	 leading	to	human-	leopard	conflict	 (Parchizadeh	
&	 Adibi,	 2019).	 Leopards	 have	 a	 broader	 habitat	 niche	 (Kaszta	
et al., 2020; Rather et al., 2020;	Stein	et	al.,	2020),	but	relatively	high	
vulnerability	to	human-	wildlife	conflict	(Rostro-	Garcia	et	al.,	2016).	
Distance	from	agricultural	areas	is	an	important	variable	in	habitat	
suitability	(Barashkova	et	al.,	2017;	Erfanian	et	al.,	2013).

Within	the	barrier	areas	B,	barriers	to	migration	corridors	tended	
to	 slow	 down.	 Forest	 and	 forest-	shrub	 land	 mosaic	 are	 important	
cover	types	for	leopards	distribution	(Khosravi	et	al.,	2019;	Macdonald	
et al., 2019).	The	availability	of	food	is	an	important	factor	in	the	choice	
of	habitat	for	large	carnivores,	having	abundant	prey	plays	a	vital	role	
in	 choosing	 the	 habitat	 and	 spatial	 distribution	 (Aryal	 et	 al.,	2014).	
Prey	 presence	 and	 distance	 to	 villages	 were	 further	 identified	 as	
the	major	drivers	of	Persian	leopard	habitat	suitability	(Ashrafzadeh	
et al., 2019).	Leopards	feed	on	smaller	animals	 in	areas	close	to	vil-
lages,	while	they	farther	away	will	also	prey	on	larger	animals	based	
on	the	diet	analysis	(Henschel	et	al.,	2011),	and	strongly	avoid	areas	
that	may	encounter	humans	(Strampelli	et	al.,	2018).	Relevant	to	our	

F I G U R E  4 Land	use	changes	within	areas	(a,	b,	c,	d,	and	e)	from	1990	to	2020.
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study,	it	is	found	that	common	North	China	leopard	prey	are	mainly	
wild	boar	(Sus scrofa),	roe	deer	(Capreolus capreolus),	hare,	and	pheas-
ant	 in	Tieqiaoshan	Provincial	Nature	Reserve,	and	 the	North	China	
leopard	prefers	 to	prey	on	wild	boar	 (Zhu	et	al.,	2021).	Due	 to	 the	
large	 area	 of	 Chinese	 pine	 forest,	 the	 relative	 abundance	 index	 of	
wild	boar	was	found	to	be	higher	than	that	of	roe	deer	in	Tieqiaoshan	
Provincial	Nature	Reserve	(Zhu	et	al.,	2021).	This	is	why	the	popula-
tion	density	of	North	China	leopards	gradually	increases	after	moving	
away	from	the	village,	 increases	with	the	distribution	of	wild	boars,	
and	decreases	with	the	distribution	of	roe	deer	(Zhu	et	al.,	2021).	The	
larger	the	area	of	woody	savanna,	the	higher	the	population	density	
of	North	China	leopards,	which	may	be	due	to	the	higher	distribution	
of	 the	main	prey	of	North	China	 leopards	 in	Tieqiaoshan	Provincial	
Nature	Reserve	(Zhu	et	al.,	2021).	Consistent	with	our	hypothesis,	in	
barrier	area	B,	with	the	increase	in	forest	land	and	cropland	area,	bar-
riers	to	migration	corridors	tended	to	slow	down.

In	areas	D	and	E,	the	new	migration	corridors	appeared	in	2020,	
which	were	more	conducive	 to	 improve	the	connectivity	between	
core	 areas	 and	 promote	 species	 migration.	 Forest	 coverage	 will	
affect	 the	 habitat	 utilization	 and	 spatial	 distribution	 of	 leopards	
(Simcharoen	et	al.,	2008).	With	the	increase	in	forest	land	area,	the	
patch	area	of	habitat	outside	natural	reserves	is	also	increasing.	As	
the	area	of	suitable	habitat	increases,	new	connecting	corridors	will	
be	created.

4.4  |  The implications for the conservation

Habitat	fragmentation	is	a	process	 in	which	a	 large	natural	habitat	
is	 converted	 into	 several	 smaller	 and	 spatially	 separated	 habitat	
patches,	and	this	process	has	significant	adverse	effects	on	wildlife	
populations	(Kaboodvandpour	et	al.,	2021).	Large	carnivores	such	as	
North	China	leopard	need	vast	and	highly	connected	natural	habi-
tats	to	meet	their	different	biological	requirements	(Zhu	et	al.,	2021).	
Therefore,	highly	connected	habitat	patches	are	necessary	to	keep	
North	China	 leopard	alive,	and	protecting	them	is	an	urgent	prior-
ity	(Cao	et	al.,	2020).	This	study	provides	important	implications	for	
conservation.	 It	 can	 serve	 as	 a	 baseline	 assessment	 of	 landscape	
connectivity	 for	North	China	 leopard.	 In	 this	 study,	 detecting	 key	
barrier	areas	to	connectivity	could	be	an	appropriate	approach	for	
North	China	leopard	protection.	Conservation	actions	may	be	most	
effective	 if	we	 focus	on	 the	protection	of	 the	 core	 areas	 and	 key	
barrier	 areas	among	 them,	with	priority	given	 to	 them	 to	 improve	
the	connectivity	and	increase	the	likelihood	of	species	movements	
(Khosravi	et	al.,	2018;	Saura	et	al.,	2017).

To	maximize	the	viability	of	the	North	China	leopard	population,	
we	 suggest	 several	 conservation	 efforts:	 (1)	 maintaining	 healthy	
North	 China	 leopard	 population,	 especially	 in	 protected	 areas,	 to	
guarantee	the	 long-	term	survival	of	North	China	 leopards;	 (2)	mit-
igating	 human-	leopard	 conflict,	mitigation	measures	 can	 be	 taken	
with	 local	 participants	 to	 promote	 the	 coexistence	 of	 human	 and	
North	China	 leopard;	 (3)	Strengthening	 the	protection	of	stepping	
stone	habitats,	especially,	the	nature	reserves	with	centers	<10	km	

away	from	the	least-	cost	path;	(4)	adding	new	core	areas	to	the	pro-
tected	areas	network	strategically	considering	along	 the	 routes	of	
the	least-	cost	path	(especially	the	length	of	least-	cost	path > 111 km)	
within	or	near	the	key	barrier	areas;	and	(5)	enhancing	potential	cor-
ridors	for	the	North	China	leopard	to	facilitate	dispersal	of	individu-
als	between	core	areas	(for	example,	in	area	D).

5  |  CONCLUSION

In	this	paper,	we	used	a	circuit	theory-	based	approach	to	explore	the	
relationships	between	land	use	changes	and	landscape	connectivity	
for	North	China	leopard.	The	results	confirmed	that	the	increase	in	
forest	land	area	will	promote	the	landscape	connectivity	for	North	
China	 leopard	 at	 broad	 spatial	 scales,	 and	 connectivity	 of	 regions	
with	high	 intensity	of	human	activities	will	be	 reduced.	Our	study	
provides	an	effective	approach	for	assessing	the	impacts	of	land	use	
changes	on	landscape	connectivity	for	North	China	leopard	at	broad	
spatial	scales,	specifically,	when	information	on	species	movement	
patterns	 is	scarce.	Therefore,	the	results	could	guide	conservation	
actions	and	contribute	to	government	decision-	making,	so	as	to	en-
hance	 landscape	 connectivity	 for	 conservation	 concern	 of	 North	
China	leopard	and	planning	of	natural	reserves	network.

AUTHOR CONTRIBUTIONS
Guofu Liang:	 Conceptualization	 (equal);	 methodology	 (equal);	 re-
sources	 (lead);	 software	 (equal);	 supervision	 (lead);	 validation	
(equal);	 writing	 –		 original	 draft	 (lead);	 writing	 –		 review	 and	 edit-
ing	 (lead).	 Jingzhen Liu:	 Conceptualization	 (equal);	 methodology	
(equal);	 software	 (lead);	 validation	 (equal);	 writing	 –		 original	 draft	
(supporting);	writing	–		review	and	editing	(supporting).	Hanbo Niu: 
Conceptualization	(equal);	methodology	(equal);	software	(support-
ing);	validation	(equal);	writing	–		original	draft	(supporting);	writing	–		
review	and	editing	(supporting).	Shengyan Ding:	Conceptualization	
(equal);	methodology	(equal);	supervision	(supporting).

ACKNOWLEDG MENTS
The	 authors	 sincerely	 thank	 Feng	 Zhang,	 Yue	 Cao,	 Yuehui	 LI,	
Dapeng,	Haipeng	Zhao,	and	Junqiang	Lian	and	other	wildlife	experts	
for	providing	North	China	leopard	occurrence	areas	and	movement	
pattern	information	for	this	study.	The	authors	also	show	their	grati-
tude	to	the	associate	editor	and	anonymous	reviewers	for	their	valu-
able	comments	on	the	earlier	manuscript.

FUNDING INFORMATION
This	 study	 was	 financially	 supported	 by	 the	 Natural	 Science	
Foundation	of	Henan	Province	(grant	number	202300410095),	and	
the	National	Demonstration	Center	 for	Experimental	Environment	
and	Planning	Education	 (Henan	University)	 Funding	Project	 (grant	
number	2020HGSYJX002).

CONFLIC T OF INTERE S T
The	authors	declare	no	conflict	of	interest.



10 of 13  |     LIANG et al.

DATA AVAIL ABILIT Y S TATEMENT
Data	 used	 for	 the	 analysis	 are	 uploaded	 in	 a	 Dryad	 repository	
(https://doi.org/10.5061/dryad.msbcc	2g23).

ORCID
Guofu Liang  https://orcid.org/0000-0002-8545-011X 

R E FE R E N C E S
Adriaensen,	 F.,	 Chardon,	 J.	 P.,	 De	 Blust,	 G.,	 Swinnen,	 E.,	 Villalba,	 S.,	

Gulinck,	 H.,	 &	 Matthysen,	 E.	 (2003).	 The	 application	 of	 ‘least-	
cost’	 modelling	 as	 a	 functional	 landscape	 model.	 Landscape and 
Urban Planning, 64(4),	 233–	247.	 https://doi.org/10.1016/s0169	
-	2046(02)00242	-	6

Almasieh,	K.,	Kaboli,	M.,	&	Beier,	P.	(2016).	Identifying	habitat	cores	and	
corridors	 for	 the	 Iranian	 black	 bear	 in	 Iran.	Ursus, 27(1),	 18–	30.	
https://doi.org/10.2192/ursus	-	d-	15-	00032.1

Almasieh,	 K.,	 Mohammadi,	 A.,	 &	 Alvandi,	 R.	 (2022).	 Identifying	 core	
habitats	and	corridors	of	a	near	threatened	carnivore,	striped	hy-
aena	(Hyaena hyaena)	in	southwestern	Iran.	Scientific Reports, 12(1),	
3425.	https://doi.org/10.1038/s4159	8-	022-	07386	-	y

An,	Y.,	Liu,	S.	L.,	Sun,	Y.	X.,	Shi,	F.	N.,	&	Beazley,	R.	(2021).	Construction	
and	optimization	of	an	ecological	network	based	on	morphologi-
cal	spatial	pattern	analysis	and	circuit	theory.	Landscape Ecology, 
36(7),	2059–	2076.	https://doi.org/10.1007/s1098 0- 020- 01027 - 3

Aryal,	A.,	Brunton,	D.,	Ji,	W.	H.,	&	Raubenheimer,	D.	(2014).	Blue	sheep	
in	 the	 Annapurna	 Conservation	 Area,	 Nepal:	 Habitat	 use,	 pop-
ulation	 biomass	 and	 their	 contribution	 to	 the	 carrying	 capacity	
of	 snow	 leopards.	 Integrative Zoology, 9(1),	 34–	45.	 https://doi.
org/10.1111/1749- 4877.12004

Ashrafzadeh,	M.	R.,	Khosravi,	R.,	Adibi,	M.	A.,	Taktehrani,	A.,	Wan,	H.	Y.,	
&	Cushman,	S.	A.	(2020).	A	multi-	scale,	multi-	species	approach	for	
assessing	 effectiveness	 of	 habitat	 and	 connectivity	 conservation	
for	endangered	felids.	Biological Conservation, 245,	108523.	https://
doi.org/10.1016/j.biocon.2020.108523

Ashrafzadeh,	 M.	 R.,	 Khosravi,	 R.,	 Mohammadi,	 A.,	 Naghipour,	 A.	
A.,	 Khoshnamvand,	 H.,	 Haidarian,	 M.,	 &	 Penteriani,	 V.	 (2022).	
Modeling	climate	change	impacts	on	the	distribution	of	an	endan-
gered	brown	bear	population	in	its	critical	habitat	in	Iran.	Science of 
the Total Environment, 837,	155753.	https://doi.org/10.1016/j.scito	
tenv.2022.155753

Ashrafzadeh,	 M.	 R.,	 Naghipour,	 A.	 A.,	 Haidarian,	 M.,	 &	 Khorozyan,	 I.	
(2019).	Modeling	the	response	of	an	endangered	flagship	predator	
to	climate	change	in	Iran.	Mammal Research, 64(1),	39–	51.	https://
doi.org/10.1007/s1336	4-	018-	0384-	y

Baguette,	 M.,	 Blanchet,	 S.,	 Legrand,	 D.,	 Stevens,	 V.	 M.,	 &	 Turlure,	 C.	
(2013).	 Individual	 dispersal,	 landscape	 connectivity	 and	 ecolog-
ical networks. Biological Reviews, 88(2),	 310–	326.	 https://doi.
org/10.1111/brv.12000

Barashkova,	A.	N.,	Kirilyuk,	V.	E.,	&	Smelansky,	I.	E.	(2017).	Significance	
of	protected	areas	 for	 the	Pallas's	cat	 (Otocolobus manul:	Felidae)	
conservation in Russia. Nature Conservation Research, 2,	113–	124.	
https://doi.org/10.24189/ ncr.2017.019

Bu,	X.,	Wang,	J.,	Wu,	J.,	Sun,	T.,	Xiang,	R.,	Lu,	Q.,	Hao,	Y.,	Cui,	S.,	Sheng,	
Y.,	&	Meng,	X.	(2021).	Mammal	fauna	and	biodiversity	in	the	north-
eastern	 Taihang	 Mountains.	 Biodiversity Science, 29(3),	 331–	339.	
https://doi.org/10.17520/	biods.2020081

Bunn,	A.	G.,	Urban,	D.	L.,	&	Keitt,	T.	H.	(2000).	Landscape	connectivity:	A	
conservation	application	of	graph	theory.	Journal of Environmental 
Management, 59(4),	 265–	278.	 https://doi.org/10.1006/
jema.2000.0373

Calabrese,	J.	M.,	&	Fagan,	W.	F.	(2004).	A	comparison-	shopper's	guide	to	
connectivity	metrics.	Frontiers in Ecology and the Environment, 2(10),	
529–	536.	https://doi.org/10.2307/3868383

Calvignac,	S.,	Hughes,	S.,	&	Hanni,	C.	(2009).	Genetic	diversity	of	endan-
gered	brown	bear	 (Ursus arctos)	 populations	 at	 the	 crossroads	 of	
Europe,	Asia	and	Africa.	Diversity and Distributions, 15(5),	742–	750.	
https://doi.org/10.1111/j.1472-	4642.2009.00586.x

Cao,	 Y.,	 Carver,	 S.,	 &	 Yang,	 R.	 (2019).	 Mapping	 wilderness	 in	 China:	
Comparing	 and	 integrating	 Boolean	 and	 WLC	 approaches.	
Landscape and Urban Planning, 192,	 103636.	 https://doi.
org/10.1016/j.landu	rbplan.2019.103636

Cao,	Y.,	Yang,	R.,	&	Carver,	 S.	 (2020).	 Linking	wilderness	mapping	and	
connectivity	modelling:	A	methodological	framework	for	wildland	
network planning. Biological Conservation, 251,	108679.	https://doi.
org/10.1016/j.biocon.2020.108679

Carroll,	 C.,	 McRae,	 B.	 H.,	 &	 Brookes,	 A.	 (2012).	 Use	 of	 linkage	 map-
ping	 and	 centrality	 analysis	 across	 habitat	 gradients	 to	 con-
serve	 connectivity	 of	 gray	 wolf	 populations	 in	 western	 North	
America.	 Conservation Biology, 26(1),	 78–	87.	 https://doi.
org/10.1111/j.1523-	1739.2011.01753.x

Compton,	B.	W.,	McGarigal,	K.,	Cushman,	S.	A.,	&	Gamble,	L.	R.	(2007).	
A	resistant-	kernel	model	of	connectivity	for	amphibians	that	breed	
in vernal pools. Conservation Biology, 21(3),	 788–	799.	 https://doi.
org/10.1111/j.1523-	1739.2007.00674.x

Consolee,	K.	T.,	Gao,	C.,	Vitekere,	K.,	Li,	C.,	Yan,	H.,	&	Jiang,	G.	(2020).	
Human-	leopard	conflict:	An	emerging	 issue	of	North	China	 leop-
ard	conservation	in	tieqiaoshan	provincial	nature	reserve	in	Shanxi	
Province,	China.	Animals, 10(6),	996.	https://doi.org/10.3390/ani10 
060996

Cushman,	 S.	 A.,	 Elliott,	 N.	 B.,	 Bauer,	 D.,	 Kesch,	 K.,	 Bahaa-	el-	din,	 L.,	
Bothwell,	H.,	Flyman,	M.,	Mtare,	G.,	Macdonald,	D.	W.,	&	Loveridge,	
A.	J.	(2018).	Prioritizing	core	areas,	corridors	and	conflict	hotspots	
for	lion	conservation	in	southern	Africa.	PLoS One, 13(7),	0196213.	
https://doi.org/10.1371/journ	al.pone.0196213

Cushman,	S.	A.,	&	Landguth,	E.	L.	(2012).	Multi-	taxa	population	connec-
tivity	in	the	Northern	Rocky	Mountains.	Ecological Modelling, 231, 
101–	112.	https://doi.org/10.1016/j.ecolm	odel.2012.02.011

Cushman,	S.	A.,	Landguth,	E.	L.,	&	Flather,	C.	H.	(2013).	Evaluating	pop-
ulation	 connectivity	 for	 species	 of	 conservation	 concern	 in	 the	
American	Great	Plains.	Biodiversity and Conservation, 22(11),	2583–	
2605.	https://doi.org/10.1007/s1053	1-	013-	0541-	1

Cushman,	S.	A.,	McKelvey,	K.	S.,	&	Schwartz,	M.	K.	(2009).	Use	of	empir-
ically	 derived	 source-	destination	models	 to	map	 regional	 conser-
vation corridors. Conservation Biology, 23(2),	368–	376.	https://doi.
org/10.1111/j.1523-	1739.2008.01111.x

Cvitanovic,	M.,	Blackburn,	G.	A.,	&	Jepsen,	M.	R.	(2016).	Characteristics	
and	 drivers	 of	 forest	 cover	 change	 in	 the	 post-	socialist	 era	 in	
Croatia:	 Evidence	 from	 a	 mixed-	methods	 approach.	 Regional 
Environmental Change, 16(6),	 1751–	1763.	https://doi.org/10.1007/
s1011	3-	016-	0928-	0

Datta,	A.,	Anand,	M.	O.,	&	Naniwadekar,	R.	(2008).	Empty	forests:	Large	
carnivore	and	prey	abundance	in	Namdapha	National	Park,	north-	
east India. Biological Conservation, 141(5),	1429–	1435.	https://doi.
org/10.1016/j.biocon.2008.02.022

Devi,	B.	S.	S.,	Murthy,	M.	S.	R.,	Debnath,	B.,	&	Jha,	C.	S.	(2013).	Forest	
patch	connectivity	diagnostics	and	prioritization	using	graph	the-
ory.	Ecological Modelling, 251,	 279–	287.	https://doi.org/10.1016/j.
ecolm	odel.2012.12.022

Dickson,	 B.	 G.,	 Albano,	 C.	 M.,	 Anantharaman,	 R.,	 Beier,	 P.,	 Fargione,	
J.,	 Graves,	 T.	 A.,	 Gray,	 M.	 E.,	 Hall,	 K.	 R.,	 Lawler,	 J.	 J.,	 Leonard,	 P.	
B.,	 Littlefield,	 C.	 E.,	 McClure,	 M.	 L.,	 Novembre,	 J.,	 Schloss,	 C.	 A.,	
Schumaker,	N.	H.,	Shah,	V.	B.,	&	Theobald,	D.	M.	(2019).	Circuit-	theory	
applications	to	connectivity	science	and	conservation.	Conservation 
Biology, 33(2),	239–	249.	https://doi.org/10.1111/cobi.13230

Ding,	G.	W.,	&	Du,	L.	J.	(2020).	Survival	status	of	North	China	leopard	in	
the wild. Nong Jia Can Mou, 663(15),	240.

Elliot,	N.	B.,	Cushman,	S.	A.,	Macdonald,	D.	W.,	&	Loveridge,	A.	J.	(2014).	
The	devil	is	in	the	dispersers:	Predictions	of	landscape	connectivity	

https://doi.org/10.5061/dryad.msbcc2g23
https://orcid.org/0000-0002-8545-011X
https://orcid.org/0000-0002-8545-011X
https://doi.org/10.1016/s0169-2046(02)00242-6
https://doi.org/10.1016/s0169-2046(02)00242-6
https://doi.org/10.2192/ursus-d-15-00032.1
https://doi.org/10.1038/s41598-022-07386-y
https://doi.org/10.1007/s10980-020-01027-3
https://doi.org/10.1111/1749-4877.12004
https://doi.org/10.1111/1749-4877.12004
https://doi.org/10.1016/j.biocon.2020.108523
https://doi.org/10.1016/j.biocon.2020.108523
https://doi.org/10.1016/j.scitotenv.2022.155753
https://doi.org/10.1016/j.scitotenv.2022.155753
https://doi.org/10.1007/s13364-018-0384-y
https://doi.org/10.1007/s13364-018-0384-y
https://doi.org/10.1111/brv.12000
https://doi.org/10.1111/brv.12000
https://doi.org/10.24189/ncr.2017.019
https://doi.org/10.17520/biods.2020081
https://doi.org/10.1006/jema.2000.0373
https://doi.org/10.1006/jema.2000.0373
https://doi.org/10.2307/3868383
https://doi.org/10.1111/j.1472-4642.2009.00586.x
https://doi.org/10.1016/j.landurbplan.2019.103636
https://doi.org/10.1016/j.landurbplan.2019.103636
https://doi.org/10.1016/j.biocon.2020.108679
https://doi.org/10.1016/j.biocon.2020.108679
https://doi.org/10.1111/j.1523-1739.2011.01753.x
https://doi.org/10.1111/j.1523-1739.2011.01753.x
https://doi.org/10.1111/j.1523-1739.2007.00674.x
https://doi.org/10.1111/j.1523-1739.2007.00674.x
https://doi.org/10.3390/ani10060996
https://doi.org/10.3390/ani10060996
https://doi.org/10.1371/journal.pone.0196213
https://doi.org/10.1016/j.ecolmodel.2012.02.011
https://doi.org/10.1007/s10531-013-0541-1
https://doi.org/10.1111/j.1523-1739.2008.01111.x
https://doi.org/10.1111/j.1523-1739.2008.01111.x
https://doi.org/10.1007/s10113-016-0928-0
https://doi.org/10.1007/s10113-016-0928-0
https://doi.org/10.1016/j.biocon.2008.02.022
https://doi.org/10.1016/j.biocon.2008.02.022
https://doi.org/10.1016/j.ecolmodel.2012.12.022
https://doi.org/10.1016/j.ecolmodel.2012.12.022
https://doi.org/10.1111/cobi.13230


    |  11 of 13LIANG et al.

change	with	demography.	 Journal of Applied Ecology, 51(5),	1169–	
1178. https://doi.org/10.1111/1365-	2664.12282

Erfanian,	 B.,	 Mirkarimi,	 S.	 H.,	 Mahini,	 A.	 S.,	 &	 Rezaei,	 H.	 R.	 (2013).	
A	 presence-	only	 habitat	 suitability	 model	 for	 Persian	 leopard	
Panthera pardus saxicolor	 in	Golestan	National	 Park,	 Iran.	Wildlife 
Biology, 19(2),	170–	178.	https://doi.org/10.2981/12-	045

Estrada,	 E.,	&	Bodin,	O.	 (2008).	Using	network	 centrality	measures	 to	
manage	 landscape	 connectivity.	 Ecological Applications, 18(7),	
1810–	1825.	https://doi.org/10.1890/07- 1419.1

Ewers,	R.	M.,	&	Didham,	R.	K.	 (2006).	Confounding	 factors	 in	 the	de-
tection	 of	 species	 responses	 to	 habitat	 fragmentation.	 Biological 
Reviews, 81(1),	 117–	142.	 https://doi.org/10.1017/s1464	79310	
5006949

Fahrig,	L.	(2003).	Effects	of	habitat	fragmentation	on	biodiversity.	Annual 
Review of Ecology, Evolution, and Systematics, 34,	487–	515.	https://
doi.org/10.1146/annur	ev.ecols	ys.34.011802.132419

Farhadinia,	M.	S.,	Ahmadi,	M.,	Sharbafi,	E.,	Khosravi,	 S.,	Alinezhad,	H.,	
&	Macdonald,	D.	W.	(2015).	Leveraging	trans-	boundary	conserva-
tion	partnerships:	Persistence	of	Persian	leopard	(Panthera pardus 
saxicolor)	in	the	Iranian	Caucasus.	Biological Conservation, 191,	770–	
778. https://doi.org/10.1016/j.biocon.2015.08.027

Farhadinia,	M.	 S.,	 Johnson,	 P.	 J.,	Macdonald,	D.	W.,	&	Hunter,	 L.	 T.	 B.	
(2018).	 Anchoring	 and	 adjusting	 amidst	 humans:	 Ranging	 be-
havior	 of	 Persian	 leopards	 along	 the	 Iran-	Turkmenistan	 border-
land. PLoS One, 13(5),	 0196602.	 https://doi.org/10.1371/journ	
al.pone.0196602

Fattebert,	 J.,	Dickerson,	 T.,	 Balme,	G.,	 Slotow,	R.,	&	Hunter,	 L.	 (2013).	
Long-	distance	 natal	 dispersal	 in	 leopard	 reveals	 potential	 for	 a	
three-	country	 metapopulation.	 South African Journal of Wildlife 
Research, 43(1),	61–	67.	https://doi.org/10.3957/056.043.0108

Fattebert,	J.,	Robinson,	H.	S.,	Balme,	G.,	Slotow,	R.,	&	Hunter,	L.	(2015).	
Structural	 habitat	 predicts	 functional	 dispersal	 habitat	 of	 a	 large	
carnivore: How leopards change spots. Ecological Applications, 
25(7),	1911–	1921.	https://doi.org/10.1890/14-	1631.1

Fischer,	 J.,	 &	 Lindenmayer,	 D.	 B.	 (2007).	 Landscape	 modifi-
cation	 and	 habitat	 fragmentation:	 A	 synthesis.	 Global 
Ecology and Biogeography, 16(3),	 265–	280.	 https://doi.
org/10.1111/j.1466-	8238.2007.00287.x

Fletcher,	R.	 J.,	 Jr.,	Burrell,	N.	S.,	Reichert,	B.	E.,	Vasudev,	D.,	&	Austin,	
J.	 D.	 (2016).	 Divergent	 perspectives	 on	 landscape	 connectiv-
ity	 reveal	 consistent	 effects	 from	 genes	 to	 communities.	Current 
Landscape Ecology Reports, 1,	 67–	79.	 https://doi.org/10.1007/
s4082	3-	016-	0009-	6

Gavashelishvili,	 A.,	 &	 Lukarevskiy,	 V.	 (2008).	 Modelling	 the	 habi-
tat	 requirements	 of	 leopard	 Panthera pardus in west and cen-
tral Asia. Journal of Applied Ecology, 45(2),	 579–	588.	 https://doi.
org/10.1111/j.1365-	2664.2007.01432.x

Gong,	X.	M.	(2019).	Assessment	on	habitat	suitability	for	Panthera Pardus 
Fontanierii	 in	Tieqiao	Mountain	Nature	Reserve	based	on	maxent	
model.	Shanxi Forestry Science and Technology, 48(1),	14–	15.	https://
doi.org/10.3969/j.issn.1007-	726X.2019.01.005

Hanks,	E.	M.,	&	Hooten,	M.	B.	(2013).	Circuit	theory	and	model-	based	in-
ference	for	landscape	connectivity.	Journal of the American Statistical 
Association, 108(501),	 22–	33.	 https://doi.org/10.1080/01621	
459.2012.724647

Henschel,	P.,	Hunter,	L.	T.	B.,	Coad,	L.,	Abernethy,	K.	A.,	&	Muhlenberg,	
M.	 (2011).	 Leopard	 prey	 choice	 in	 The	 Congo	 Basin	 rain-
forest	 suggests	 exploitative	 competition	 with	 human	 bush-
meat	 hunters.	 Journal of Zoology, 285(1),	 11–	20.	 https://doi.
org/10.1111/j.1469-	7998.2011.00826.x

Hosseini,	M.,	Farashi,	A.,	Khani,	A.,	&	Farhadinia,	M.	S.	(2019).	Landscape	
connectivity	for	mammalian	megafauna	along	the	Iran-	Turkmenistan-	
Afghanistan	borderland.	Journal for Nature Conservation, 52,	125735.	
https://doi.org/10.1016/j.jnc.2019.125735

Howey,	 M.	 C.	 L.	 (2011).	 Multiple	 pathways	 across	 past	 landscapes:	
Circuit	theory	as	a	complementary	geospatial	method	to	least	cost	
path	for	modeling	past	movement.	Journal of Archaeological Science, 
38(10),	2523–	2535.	https://doi.org/10.1016/j.jas.2011.03.024

Huck,	 M.,	 Jedrzejewski,	 W.,	 Borowik,	 T.,	 Milosz-	Cielma,	 M.,	 Schmidt,	
K.,	Jedrzejewska,	B.,	Nowak,	S.,	&	Myslajek,	R.	W.	(2010).	Habitat	
suitability,	 corridors	 and	dispersal	 barriers	 for	 large	 carnivores	 in	
Poland.	Acta Theriologica, 55(2),	177–	192.	https://doi.org/10.4098/j.
at.0001-	7051.114.2009

Jones,	K.	E.,	Bielby,	J.,	Cardillo,	M.,	Fritz,	S.	A.,	O'Dell,	J.,	Orme,	C.	L.,	Safi,	
K.,	 Sechrest,	W.,	 Boakes,	 E.	H.,	 Carbone,	 C.,	 Connolly,	 C.,	 Cutts,	
M.	 J.,	Foster,	 J.	K.,	Grenyer,	R.,	Habib,	M.,	Plaster,	C.	A.,	Price,	S.	
A.,	Rigby,	E.	A.,	Rist,	J.,	…	Purvis,	A.	(2009).	PanTHERIA:	A	species-	
level	 database	 of	 life	 history,	 ecology,	 and	 geography	 of	 extant	
and	 recently	 extinct	 mammals.	 Ecology, 90(9),	 2648.	 https://doi.
org/10.1890/08- 1494.1

Kaboodvandpour,	 S.,	 Almasieh,	 K.,	 &	 Zamani,	 N.	 (2021).	 Habitat	 suit-
ability	 and	 connectivity	 implications	 for	 the	 conservation	 of	 the	
Persian	 leopard	along	 the	 Iran-	Iraq	border.	Ecology and Evolution, 
11(19),	13464–	13474.	https://doi.org/10.1002/ece3.8069

Kaszta,	Z.,	Cushman,	S.	A.,	&	Macdonald,	D.	W.	(2020).	Prioritizing	hab-
itat	core	areas	and	corridors	for	a	large	carnivore	across	its	range.	
Animal Conservation, 23(5),	 607–	616.	 https://doi.org/10.1111/
acv.12575

Khosravi,	R.,	Hemami,	M.	R.,	&	Cushman,	S.	A.	(2018).	Multispecies	as-
sessment	 of	 core	 areas	 and	 connectivity	 of	 desert	 carnivores	 in	
central Iran. Diversity and Distributions, 24(2),	193–	207.	https://doi.
org/10.1111/ddi.12672

Khosravi,	R.,	Hemami,	M.	R.,	&	Cushman,	S.	A.	(2019).	Multi-	scale	niche	
modeling	of	 three	sympatric	 felids	of	conservation	 importance	 in	
central Iran. Landscape Ecology, 34(10),	 2451–	2467.	 https://doi.
org/10.1007/s1098 0- 019- 00900 - 0

Kittle,	A.	M.,	Watson,	A.	C.,	Cushman,	S.	A.,	&	Macdonald,	D.	W.	(2018).	
Forest	cover	and	level	of	protection	influence	the	Island-	wide	dis-
tribution	of	an	apex	carnivore	and	umbrella	species,	the	Sri	Lankan	
leopard	(Panthera pardus kotiya).	Biodiversity and Conservation, 27(1),	
235–	263.	https://doi.org/10.1007/s1053	1-	017-	1431-	8

Koen,	E.	L.,	Bowman,	J.,	Sadowski,	C.,	&	Walpole,	A.	A.	(2014).	Landscape	
connectivity	for	wildlife:	Development	and	validation	of	multispe-
cies	linkage	maps.	Methods in Ecology and Evolution, 5(7),	626–	633.	
https://doi.org/10.1111/2041- 210x.12197

Kruess,	A.,	&	Tscharntke,	T.	(1994).	Habitat	fragmentation,	species	loss,	
and	biological	control.	Science, 264(5165),	1581–	1584.	https://doi.
org/10.1126/scien	ce.264.5165.1581

Laguardia,	A.,	Kamlera,	J.	F.,	Lia,	S.,	Zhanga,	C.	C.,	Zhoua,	Z.	F.,	&	Shia,	
K.	(2017).	The	current	distribution	and	status	of	leopards	Panthera 
pardus in China. Oryx, 51(1),	 160.	 https://doi.org/10.1017/s0030 
60531	6000053

Larue,	M.	A.,	&	Nielsen,	C.	K.	(2008).	Modelling	potential	dispersal	cor-
ridors	 for	 cougars	 in	midwestern	North	America	 using	 least-	cost	
path	methods.	Ecological Modelling, 212(3–	4),	372–	381.	https://doi.
org/10.1016/j.ecolm	odel.2007.10.036

Li,	H.	L.,	Li,	D.	H.,	Li,	T.,	Qiao,	Q.,	Yang,	J.,	&	Zhang,	H.	M.	(2010).	Application	
of	least-	cost	path	model	to	identify	a	giant	panda	dispersal	corridor	
network	after	 the	Wenchuan	earthquake—	Case	study	of	Wolong	
Nature Reserve in China. Ecological Modelling, 221(6),	 944–	952.	
https://doi.org/10.1016/j.ecolm	odel.2009.12.006

Li,	 X.,	 Gao,	 H.,	 Han,	 L.,	 &	 Liu,	 J.	 (2017).	 Spatio-	temporal	 variations	 in	
vegetation	NPP	and	the	driving	factors	in	Taihang	Mountain	Area.	
Chinese Journal of Eco- Agriculture, 25(4),	 498–	508.	 https://doi.
org/10.13930/	j.cnki.cjea.160780

Liu,	W.	 S.,	 Hu,	D.	 F.,	 &	Gao,	 E.	H.	 (2007).	 Surviving	 status	 of	 leopard	
(Panthera pardus)	in	Gansu	Province.	Sichuan Journal of Zoology, 26(1),	
86–	88.	https://doi.org/10.3969/j.issn.1000-	7083.2007.01.020

https://doi.org/10.1111/1365-2664.12282
https://doi.org/10.2981/12-045
https://doi.org/10.1890/07-1419.1
https://doi.org/10.1017/s1464793105006949
https://doi.org/10.1017/s1464793105006949
https://doi.org/10.1146/annurev.ecolsys.34.011802.132419
https://doi.org/10.1146/annurev.ecolsys.34.011802.132419
https://doi.org/10.1016/j.biocon.2015.08.027
https://doi.org/10.1371/journal.pone.0196602
https://doi.org/10.1371/journal.pone.0196602
https://doi.org/10.3957/056.043.0108
https://doi.org/10.1890/14-1631.1
https://doi.org/10.1111/j.1466-8238.2007.00287.x
https://doi.org/10.1111/j.1466-8238.2007.00287.x
https://doi.org/10.1007/s40823-016-0009-6
https://doi.org/10.1007/s40823-016-0009-6
https://doi.org/10.1111/j.1365-2664.2007.01432.x
https://doi.org/10.1111/j.1365-2664.2007.01432.x
https://doi.org/10.3969/j.issn.1007-726X.2019.01.005
https://doi.org/10.3969/j.issn.1007-726X.2019.01.005
https://doi.org/10.1080/01621459.2012.724647
https://doi.org/10.1080/01621459.2012.724647
https://doi.org/10.1111/j.1469-7998.2011.00826.x
https://doi.org/10.1111/j.1469-7998.2011.00826.x
https://doi.org/10.1016/j.jnc.2019.125735
https://doi.org/10.1016/j.jas.2011.03.024
https://doi.org/10.4098/j.at.0001-7051.114.2009
https://doi.org/10.4098/j.at.0001-7051.114.2009
https://doi.org/10.1890/08-1494.1
https://doi.org/10.1890/08-1494.1
https://doi.org/10.1002/ece3.8069
https://doi.org/10.1111/acv.12575
https://doi.org/10.1111/acv.12575
https://doi.org/10.1111/ddi.12672
https://doi.org/10.1111/ddi.12672
https://doi.org/10.1007/s10980-019-00900-0
https://doi.org/10.1007/s10980-019-00900-0
https://doi.org/10.1007/s10531-017-1431-8
https://doi.org/10.1111/2041-210x.12197
https://doi.org/10.1126/science.264.5165.1581
https://doi.org/10.1126/science.264.5165.1581
https://doi.org/10.1017/s0030605316000053
https://doi.org/10.1017/s0030605316000053
https://doi.org/10.1016/j.ecolmodel.2007.10.036
https://doi.org/10.1016/j.ecolmodel.2007.10.036
https://doi.org/10.1016/j.ecolmodel.2009.12.006
https://doi.org/10.13930/j.cnki.cjea.160780
https://doi.org/10.13930/j.cnki.cjea.160780
https://doi.org/10.3969/j.issn.1000-7083.2007.01.020


12 of 13  |     LIANG et al.

Long,	J.	A.	(2019).	Estimating	wildlife	utilization	distributions	using	ran-
domized	 shortest	 paths.	 Landscape Ecology, 34(11),	 2509–	2521.	
https://doi.org/10.1007/s1098	0-	019-	00883	-	y

Macdonald,	 D.	W.,	 Bothwell,	 H.	M.,	 Kaszta,	 Z.,	 Ash,	 E.,	 Bolongon,	 G.,	
Burnham,	D.,	Can,	O.	E.,	Campos-	Arceiz,	A.,	Channa,	P.,	Clements,	
G.	R.,	Hearn,	A.	 J.,	Hedges,	 L.,	Htun,	 S.,	 Kamler,	 J.	 F.,	 Kawanishi,	
K.,	 Macdonald,	 E.	 A.,	 Mohamad,	 S.	 W.,	 Moore,	 J.,	 Naing,	 H.,	 …	
Cushman,	S.	A.	(2019).	Multi-	scale	habitat	modelling	identifies	spa-
tial	conservation	priorities	for	mainland	clouded	leopards	(Neofelis 
nebulosa).	Diversity and Distributions, 25(10),	 1639–	1654.	 https://
doi.org/10.1111/ddi.12967

Machado,	R.,	Godinho,	S.,	Guiomar,	N.,	Gil,	A.,	&	Pirnat,	J.	(2020).	Using	
graph	 theory	 to	 analyse	 and	 assess	 changes	 in	 Mediterranean	
woodland	 connectivity.	 Landscape Ecology, 35(6),	 1291–	1308.	
https://doi.org/10.1007/s1098 0- 020- 01014 - 8

Mateo-	Sanchez,	M.	C.,	Cushman,	S.	A.,	&	Saura,	S.	 (2014).	Connecting	
endangered	brown	bear	 subpopulations	 in	 the	Cantabrian	Range	
(north-	western	 Spain).	 Animal Conservation, 17(5),	 430–	440.	
https://doi.org/10.1111/acv.12109

McGarigal,	 K.,	 &	 Cushman,	 S.	 A.	 (2002).	 Comparative	 evaluation	 of	
experimental	 approaches	 to	 the	 study	 of	 habitat	 fragmenta-
tion	 effects.	 Ecological Applications, 12(2),	 335–	345.	 https://doi.
org/10.2307/3060945

McRae,	B.	H.	(2006).	Isolation	by	resistance.	Evolution, 60(8),	1551–	1561.	
https://doi.org/10.1111/j.0014-	3820.2006.tb005	00.x

McRae,	B.	H.	 (2012).	Barrier mapper connectivity analysis software. The 
Nature	Conservancy.	http://www.circu	itsca	pe.org/linka	gemapper

McRae,	 B.	H.,	 &	 Beier,	 P.	 (2007).	 Circuit	 theory	 predicts	 gene	 flow	 in	
plant	and	animal	populations.	Proceedings of the National Academy 
of Sciences of the United States of America, 104(50),	19885–	19890.	
https://doi.org/10.1073/pnas.07065	68104

McRae,	B.	H.,	Dickson,	B.	G.,	 Keitt,	 T.	H.,	&	 Shah,	V.	B.	 (2008).	Using	
circuit	 theory	 to	 model	 connectivity	 in	 ecology,	 evolution,	
and conservation. Ecology, 89(10),	 2712–	2724.	 https://doi.
org/10.1890/07-	1861.1

McRae,	 B.	 H.,	 &	 Kavanagh,	 D.	 M.	 (2011).	 Linkage mapper connectivity 
analysis software.	The	Nature	Conservancy.	http://www.circu itsca 
pe.org/linka	gemapper

Minor,	 E.	 S.,	 &	 Urban,	 D.	 L.	 (2008).	 A	 graph-	theory	 frarmework	
for	 evaluating	 landscape	 connectivity	 and	 conservation	
planning. Conservation Biology, 22(2),	 297–	307.	 https://doi.
org/10.1111/j.1523-	1739.2007.00871.x

Mohammadi,	 A.,	 Almasieh,	 K.,	 Nayeri,	 D.,	 Adibi,	 M.	 A.,	 &	Wan,	 H.	 Y.	
(2022).	 Comparison	 of	 habitat	 suitability	 and	 connectivity	 mod-
elling	 for	 three	 carnivores	 of	 conservation	 concern	 in	 an	 Iranian	
montane	landscape.	Landscape Ecology, 37(2),	411–	430.	https://doi.
org/10.1007/s1098	0-	021-	01386	-	5

Mohammadi,	A.,	Almasieh,	K.,	Nayeri,	D.,	Ataei,	F.,	Khani,	A.,	Lopez-	Bao,	
J.	V.,	Penteriani,	V.,	&	Cushman,	S.	A.	(2021).	Identifying	priority	core	
habitats	and	corridors	for	effective	conservation	of	brown	bears	in	
Iran. Scientific Reports, 11(1),	1044.	https://doi.org/10.1038/s4159	
8-	020-	79970	-	z

Mohammadi,	 A.,	 Almasieh,	 K.,	 Wan,	 H.	 Y.,	 Nayeri,	 D.,	 Alambeigi,	 A.,	
Ransom,	J.	I.,	&	Cushman,	S.	A.	(2021).	Integrating	spatial	analysis	
and	questionnaire	survey	to	better	understand	human-	onager	con-
flict	 in	 Southern	 Iran.	Scientific Reports, 11(1),	 12423.	https://doi.
org/10.1038/s4159	8-	021-	91921	-	w

Panzacchi,	M.,	Van	Moorter,	B.,	Strand,	O.,	Saerens,	M.,	Ki,	I.	K.,	St	Clair,	C.	C.,	
Herfindal,	I.,	&	Boitani,	L.	(2016).	Predicting	the	continuum	between	
corridors	 and	 barriers	 to	 animal	 movements	 using	 Step	 Selection	
Functions	and	Randomized	Shortest	Paths.	Journal of Animal Ecology, 
85(1),	32–	42.	https://doi.org/10.1111/1365-	2656.12386

Parchizadeh,	 J.,	&	Adibi,	M.	A.	 (2019).	Distribution	and	human-	caused	
mortality	 of	 Persian	 leopards	 Panthera pardus saxicolor in Iran, 
based	 on	 unpublished	 data	 and	 Farsi	 gray	 literature.	Ecology and 
Evolution, 9(20),	11972–	11978.	https://doi.org/10.1002/ece3.5673

Pascual-	Hortal,	 L.,	 &	 Saura,	 S.	 (2006).	 Comparison	 and	 development	
of	 new	graph-	based	 landscape	 connectivity	 indices:	Towards	 the	
priorization	 of	 habitat	 patches	 and	 corridors	 for	 conservation.	
Landscape Ecology, 21(7),	 959–	967.	https://doi.org/10.1007/s1098 
0-	006-	0013-	z

Pascual-	Hortal,	L.,	&	Saura,	S.	(2008).	Integrating	landscape	connectivity	
in	broad-	scale	forest	planning	through	a	new	graph-	based	habitat	
availability	 methodology:	 Application	 to	 capercaillie	 (Tetrao uro-
gallus)	in	Catalonia	(NE	Spain).	European Journal of Forest Research, 
127(1),	23–	31.	https://doi.org/10.1007/s1034	2-	006-	0165-	z

Pelletier,	D.,	Clark,	M.,	Anderson,	M.	G.,	Rayfield,	B.,	Wulder,	M.	A.,	&	
Cardille,	 J.	 A.	 (2014).	 Applying	 circuit	 theory	 for	 corridor	 expan-
sion	and	management	at	 regional	scales:	Tiling,	pinch	points,	and	
omnidirectional	 connectivity.	PLoS One, 9(1),	 e84135.	https://doi.
org/10.1371/journ	al.pone.0084135

Penjor,	U.,	Macdonald,	D.	W.,	Wangchuk,	S.,	Tandin,	T.,	&	Tan,	C.	K.	W.	
(2018).	 Identifying	 important	 conservation	 areas	 for	 the	 clouded	
leopard Neofelis nebulosa	 in	 a	 mountainous	 landscape:	 Inference	
from	 spatial	 modeling	 techniques.	 Ecology and Evolution, 8(8),	
4278–	4291.	https://doi.org/10.1002/ece3.3970

Petsas,	P.,	Tsavdaridou,	A.	I.,	&	Mazaris,	A.	D.	(2020).	A	multispecies	ap-
proach	for	assessing	landscape	connectivity	in	data-	poor	regions.	
Landscape Ecology, 35(3),	561–	576.	https://doi.org/10.1007/s1098 
0- 020- 00981 - 2

Phompila,	C.,	Lewis,	M.,	Ostendorf,	B.,	&	Clarke,	K.	(2017).	Forest	cover	
changes	 in	Lao	tropical	 forests:	Physical	and	socio-	economic	fac-
tors	 are	 the	most	 important	drivers.	Land, 6(2),	 1–	14.	https://doi.
org/10.3390/land6	020023

Rather,	T.	A.,	Kumar,	S.,	&	Khan,	J.	A.	 (2020).	Multi-	scale	habitat	mod-
elling	and	predicting	change	 in	 the	distribution	of	 tiger	and	 leop-
ard	using	random	forest	algorithm.	Scientific Reports, 10(1),	11473.	
https://doi.org/10.1038/s4159	8-	020-	68167	-	z

Rezaei,	 S.,	 Mohammadi,	 A.,	 Malakoutikhah,	 S.,	 &	 Khosravi,	 R.	 (2022).	
Combining	 multiscale	 niche	 modeling,	 landscape	 connectivity,	
and	gap	analysis	 to	prioritize	habitats	 for	conservation	of	striped	
hyaena	 (Hyaena hyaena).	 PLoS One, 17(2),	 e0260807.	 https://doi.
org/10.1371/journ	al.pone.0260807

Ripple,	W.	J.,	Estes,	 J.	A.,	Beschta,	R.	L.,	Wilmers,	C.	C.,	Ritchie,	E.	G.,	
Hebblewhite,	M.,	Berger,	J.,	Elmhagen,	B.,	Letnic,	M.,	Nelson,	M.	P.,	
Schmitz,	O.	J.,	Smith,	D.	W.,	Wallach,	A.	D.,	&	Wirsing,	A.	J.	(2014).	
Status	 and	 ecological	 effects	 of	 the	 world's	 largest	 carnivores.	
Science, 343, 1241484. https://doi.org/10.1126/scien	ce.1241484

Rostro-	Garcia,	S.,	Tharchen,	L.,	Abade,	L.,	Astaras,	C.,	Cushman,	S.	A.,	
&	Macdonald,	D.	W.	 (2016).	 Scale	dependence	of	 felid	predation	
risk:	 Identifying	 predictors	 of	 livestock	 kills	 by	 tiger	 and	 leop-
ard	 in	 Bhutan.	 Landscape Ecology, 31(6),	 1277–	1298.	 https://doi.
org/10.1007/s1098	0-	015-	0335-	9

Sahraoui,	Y.,	Foltete,	J.	C.,	&	Clauzel,	C.	(2017).	A	multi-	species	approach	
for	 assessing	 the	 impact	 of	 land-	cover	 changes	 on	 landscape	
connectivity.	 Landscape Ecology, 32(9),	 1819–	1835.	 https://doi.
org/10.1007/s1098	0-	017-	0551-	6

Santini,	L.,	di	Marco,	M.,	Visconti,	P.,	Baisero,	D.,	Boitani,	L.,	&	Rondinini,	
C.	 (2013).	Ecological	correlates	of	dispersal	distance	 in	 terrestrial	
mammals.	 Hystrix- Italian Journal of Mammalogy, 24(2),	 181–	186.	
https://doi.org/10.4404/hystr	ix-	24.2-	8746

Saura,	 S.,	 Bastin,	 L.,	 Battistella,	 L.,	 Mandrici,	 A.,	 &	 Dubois,	 G.	 (2017).	
Protected	areas	in	the	world's	ecoregions:	How	well	connected	are	
they?	Ecological Indicators, 76,	144–	158.	https://doi.org/10.1016/j.
ecoli	nd.2016.12.047

Saura,	 S.,	&	Pascual-	Hortal,	 L.	 (2007).	A	new	habitat	 availability	 index	
to	 integrate	 connectivity	 in	 landscape	 conservation	 planning:	
Comparison	with	existing	 indices	and	application	to	a	case	study.	
Landscape and Urban Planning, 83(2–	3),	 91–	103.	 https://doi.
org/10.1016/j.landu	rbplan.2007.03.005

Selvan,	K.	M.,	 Lyngdoh,	S.,	Habib,	B.,	&	Gopi,	G.	V.	 (2014).	Population	
density	 and	 abundance	 of	 sympatric	 large	 carnivores	 in	 the	

https://doi.org/10.1007/s10980-019-00883-y
https://doi.org/10.1111/ddi.12967
https://doi.org/10.1111/ddi.12967
https://doi.org/10.1007/s10980-020-01014-8
https://doi.org/10.1111/acv.12109
https://doi.org/10.2307/3060945
https://doi.org/10.2307/3060945
https://doi.org/10.1111/j.0014-3820.2006.tb00500.x
http://www.circuitscape.org/linkagemapper
https://doi.org/10.1073/pnas.0706568104
https://doi.org/10.1890/07-1861.1
https://doi.org/10.1890/07-1861.1
http://www.circuitscape.org/linkagemapper
http://www.circuitscape.org/linkagemapper
https://doi.org/10.1111/j.1523-1739.2007.00871.x
https://doi.org/10.1111/j.1523-1739.2007.00871.x
https://doi.org/10.1007/s10980-021-01386-5
https://doi.org/10.1007/s10980-021-01386-5
https://doi.org/10.1038/s41598-020-79970-z
https://doi.org/10.1038/s41598-020-79970-z
https://doi.org/10.1038/s41598-021-91921-w
https://doi.org/10.1038/s41598-021-91921-w
https://doi.org/10.1111/1365-2656.12386
https://doi.org/10.1002/ece3.5673
https://doi.org/10.1007/s10980-006-0013-z
https://doi.org/10.1007/s10980-006-0013-z
https://doi.org/10.1007/s10342-006-0165-z
https://doi.org/10.1371/journal.pone.0084135
https://doi.org/10.1371/journal.pone.0084135
https://doi.org/10.1002/ece3.3970
https://doi.org/10.1007/s10980-020-00981-2
https://doi.org/10.1007/s10980-020-00981-2
https://doi.org/10.3390/land6020023
https://doi.org/10.3390/land6020023
https://doi.org/10.1038/s41598-020-68167-z
https://doi.org/10.1371/journal.pone.0260807
https://doi.org/10.1371/journal.pone.0260807
https://doi.org/10.1126/science.1241484
https://doi.org/10.1007/s10980-015-0335-9
https://doi.org/10.1007/s10980-015-0335-9
https://doi.org/10.1007/s10980-017-0551-6
https://doi.org/10.1007/s10980-017-0551-6
https://doi.org/10.4404/hystrix-24.2-8746
https://doi.org/10.1016/j.ecolind.2016.12.047
https://doi.org/10.1016/j.ecolind.2016.12.047
https://doi.org/10.1016/j.landurbplan.2007.03.005
https://doi.org/10.1016/j.landurbplan.2007.03.005


    |  13 of 13LIANG et al.

lowland	 tropical	 evergreen	 forest	 of	 Indian	 Eastern	 Himalayas.	
Mammalian Biology, 79(4),	 254–	258.	 https://doi.org/10.1016/j.
mambio.2014.03.002

Shahnaseri,	G.,	Hemami,	M.	R.,	Khosravi,	R.,	Malakoutikhah,	S.,	Omidi,	
M.,	&	Cushman,	S.	A.	(2019).	Contrasting	use	of	habitat,	landscape	
elements,	and	corridors	by	grey	wolf	and	golden	 jackal	 in	central	
Iran. Landscape Ecology, 34(6),	1263–	1277.	https://doi.org/10.1007/
s1098 0- 019- 00831 - w

Simcharoen,	S.,	Barlow,	A.	C.	D.,	Simcharoen,	A.,	&	Smith,	J.	L.	D.	(2008).	
Home	range	size	and	daytime	habitat	selection	of	leopards	in	Huai	
Kha	Khaeng	Wildlife	 Sanctuary,	 Thailand.	Biological Conservation, 
141(9),	2242–	2250.	https://doi.org/10.1016/j.biocon.2008.06.015

Song,	D.	(2016).	North	Chinese	leopards:	Discovery	of	the	camera	trap.	
Forest & Humankind, 11,	146–	153.

Song,	 D.,	 Wang,	 B.,	 Jiang,	 J.,	 Wan,	 S.,	 Cui,	 S.,	 Wang,	 T.,	 &	 Feng,	 L.	
(2014).	 Using	 camera	 trap	 to	 monitor	 a	 North	 Chinese	 leopard	
(Panthera pardus japonesis)	 population	 and	 their	 main	 ungulate	
prey.	Biodiversity Science, 22(6),	733–	736.	https://doi.org/10.3724/
sp.j.1003.2014.14198

Stein,	A.	B.,	Athreya,	V.,	Gerngross,	P.,	Balme,	G.,	Henschel,	P.,	Karanth,	
U.,	 Miquelle,	 D.,	 Rostro-	Garcia,	 S.,	 Kamler,	 J.	 F.,	 Laguardia,	 A.,	
Khorozyan,	 I.	&	Ghoddousi,	A.	 (2020).	Panthera pardus	 (amended	
version	 of	 2019	 assessment).	 The	 IUCN	 Red	 List	 of	 Threatened	
Species	 2020:	 e.T15954A163991139.	 https://doi.org/10.2305/
IUCN.UK.2020-	1.RLTS.T1595	4A163	991139.en

Strampelli,	P.,	Andresen,	L.,	Everatt,	K.	T.,	Somers,	M.	J.,	&	Rowcliffe,	J.	
M.	(2018).	Habitat	use	responses	of	the	African	leopard	in	a	human-	
disturbed	region	of	rural	Mozambique.	Mammalian Biology, 89,	14–	
20. https://doi.org/10.1016/j.mambio.2017.12.003

Taylor,	P.	D.,	Fahrig,	L.,	&	Merriam,	H.	G.	 (1993).	Connectivity	 is	a	vital	
element	of	landscape	structure.	Oikos, 68(3),	571–	573.	https://doi.
org/10.2307/3544927

Thatte,	P.,	Chandramouli,	A.,	Tyagi,	A.,	Patel,	K.,	Baro,	P.,	Chhattani,	H.,	
&	Ramakrishnan,	U.	(2020).	Human	footprint	differentially	impacts	
genetic	connectivity	of	four	wide-	ranging	mammals	in	a	fragmented	
landscape. Diversity and Distributions, 26(3),	 299–	314.	https://doi.
org/10.1111/ddi.13022

Tischendorf,	 L.,	 &	 Fahring,	 L.	 (2000).	 On	 the	 usage	 and	 measure-
ment	 of	 landscape	 connectivity.	 Oikos, 90(1),	 7–	19.	 https://doi.
org/10.1034/j.1600-	0706.2000.900102.x

Urban,	D.,	&	Keitt,	T.	(2001).	Landscape	connectivity:	A	graph-	theoretic	
perspective. Ecology, 82(5),	1205–	1218.

Van	 Moorter,	 B.,	 Kivimaki,	 I.,	 Panzacchi,	 M.,	 &	 Saerens,	 M.	 (2021).	
Defining	 and	 quantifying	 effective	 connectivity	 of	 landscapes	

for	 species'	 movements.	 Ecography, 44(6),	 870–	884.	 https://doi.
org/10.1111/ecog.05351

Vasudev,	D.,	Goswami,	V.	R.,	Srinivas,	N.,	Syiem,	B.	L.,	&	Sarma,	A.	(2021).	
Identifying	 important	 connectivity	 areas	 for	 the	 wide-	ranging	
Asian	 elephant	 across	 conservation	 landscapes	 of	 Northeast	
India. Diversity and Distributions, 27(12),	 2510–	2526.	 https://doi.
org/10.1111/ddi.13419

Vitekere,	K.,	Wang,	J.,	Karanja,	H.,	Consolee,	K.	T.,	Jiang,	G.,	&	Hua,	Y.	
(2020).	Dynamic	 in	species	estimates	of	carnivores	 (Leopard	Cat,	
Red	 Fox,	 and	 North	 Chinese	 Leopard):	 A	 multi-	year	 assessment	
of	 occupancy	 and	 coexistence	 in	 the	 tieqiaoshan	nature	 reserve,	
Shanxi	 Province,	 China.	 Animals, 10(8),	 10081333.	 https://doi.
org/10.3390/ani10 081333

Wang,	C.	P.,	Liu,	J.	P.,	Fang,	B.	H.,	Qu,	J.	S.,	Guo,	G.	Q.,	Zhang,	Q.	L.,	Lu,	
C.	X.,	&	Xu,	X.	 J.	 (2001).	Study	on	the	present	situation	and	pro-
tection	 of	 leopard	 country	 resources	 in	 Henan	 province.	 Journal 
of Henan Forestry Science and Technology, 21(3),	 9–	11.	https://doi.
org/10.3969/j.issn.1003-	2630.2001.03.004

Wasserman,	T.	N.,	Cushman,	S.	A.,	Shirk,	A.	S.,	Landguth,	E.	L.,	&	Littell,	
J.	S.	(2012).	Simulating	the	effects	of	climate	change	on	population	
connectivity	of	American	marten	(Martes americana)	 in	the	north-
ern	 Rocky	 Mountains,	 USA.	 Landscape Ecology, 27(2),	 211–	225.	
https://doi.org/10.1007/s1098	0-	011-	9653-	8

Zhu,	M.,	Zaman,	M.,	Wang,	M.,	Vitekere,	K.,	Ma,	J.,	&	Jiang,	G.	 (2021).	
Population	 density	 and	 driving	 factors	 of	 north	 China	 Leopards	
in	Tie	Qiao	Shan	Nature	Reserve.	Animals, 11(2),	429.	https://doi.
org/10.3390/ani11 020429

SUPPORTING INFORMATION
Additional	 supporting	 information	 can	 be	 found	 online	 in	 the	
Supporting	Information	section	at	the	end	of	this	article.

How to cite this article: Liang,	G.,	Liu,	J.,	Niu,	H.,	&	Ding,	S.	
(2022).	Influence	of	land	use	changes	on	landscape	
connectivity	for	North	China	leopard	(Panthera pardus 
japonensis).	Ecology and Evolution, 12, e9429. https://doi.
org/10.1002/ece3.9429

https://doi.org/10.1016/j.mambio.2014.03.002
https://doi.org/10.1016/j.mambio.2014.03.002
https://doi.org/10.1007/s10980-019-00831-w
https://doi.org/10.1007/s10980-019-00831-w
https://doi.org/10.1016/j.biocon.2008.06.015
https://doi.org/10.3724/sp.j.1003.2014.14198
https://doi.org/10.3724/sp.j.1003.2014.14198
https://doi.org/10.2305/IUCN.UK.2020-1.RLTS.T15954A163991139.en
https://doi.org/10.2305/IUCN.UK.2020-1.RLTS.T15954A163991139.en
https://doi.org/10.1016/j.mambio.2017.12.003
https://doi.org/10.2307/3544927
https://doi.org/10.2307/3544927
https://doi.org/10.1111/ddi.13022
https://doi.org/10.1111/ddi.13022
https://doi.org/10.1034/j.1600-0706.2000.900102.x
https://doi.org/10.1034/j.1600-0706.2000.900102.x
https://doi.org/10.1111/ecog.05351
https://doi.org/10.1111/ecog.05351
https://doi.org/10.1111/ddi.13419
https://doi.org/10.1111/ddi.13419
https://doi.org/10.3390/ani10081333
https://doi.org/10.3390/ani10081333
https://doi.org/10.3969/j.issn.1003-2630.2001.03.004
https://doi.org/10.3969/j.issn.1003-2630.2001.03.004
https://doi.org/10.1007/s10980-011-9653-8
https://doi.org/10.3390/ani11020429
https://doi.org/10.3390/ani11020429
https://doi.org/10.1002/ece3.9429
https://doi.org/10.1002/ece3.9429

	Influence of land use changes on landscape connectivity for North China leopard (Panthera pardus japonensis)
	Abstract
	1|INTRODUCTION
	2|MATERIALS AND METHODS
	2.1|Study area
	2.2|Circuit theory-based connectivity models
	2.3|Multicollinearity of background layers
	2.4|Species dispersal distance
	2.5|Quantifying connectivity properties

	3|RESULTS
	3.1|Land use change status
	3.2|Spatial distribution of the cumulative current map and least-cost paths
	3.3|Change of key barriers

	4|DISCUSSION
	4.1|Methodological considerations
	4.2|Core area and connectivity
	4.3|Contribution of land use changes
	4.4|The implications for the conservation

	5|CONCLUSION
	AUTHOR CONTRIBUTIONS
	ACKNOWLEDGMENTS
	FUNDING INFORMATION
	CONFLICT OF INTEREST
	DATA AVAILABILITY STATEMENT

	REFERENCES


