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ABSTRACT

Habitat fragmentation is widely recognised as the foremost driver of large carnivore population decline in

human-dominated landscapes, yet the quantitative relationships between landscape configuration metrics and

metapopulation viability remain incompletely characterised across taxa and biogeographic regions. This study integrated

GPS telemetry, landscape genetic analysis, and spatially explicit metapopulation modelling to evaluate fragmentation

effects on three large carnivore species — Panthera pardus, Canis lupus, and Lynx lynx — across 14 study landscapes

in Central and Eastern Europe spanning a gradient from highly fragmented agricultural plains to continuous montane

forest. A total of 312 GPS-collared individuals (P. pardus: n = 84; C. lupus: n = 128; L. lynx: n = 100) generated 2.4

million relocations over three years (2019–2021). Landscape resistance surfaces were calibrated against empirical

movement data using circuit theory (Circuitscape 4.0). Metapopulation viability analysis (VORTEX 10.5) projected

100-year population trajectories under four habitat scenarios. Patch area (r = 0.79, p < 0.001) and inter-patch

connectivity (measured as least-cost corridor width) were the strongest predictors of local occupancy probability across

all three species. Minimum viable patch size was estimated at 380 km2 for P. pardus, 1,240 km2 for C. lupus, and 620

km2 for L. lynx. Corridor widths below 2.8 km reduced functional connectivity by > 60% for all species. Metapopulation

persistence probability over 100 years dropped below 50% when landscape-scale connectivity fell below a threshold

effective mesh size of 420 km2. These findings provide species-specific, empirically grounded thresholds for habitat

network design applicable to EU Habitats Directive conservation planning.
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1. Introduction
1.1 Large Carnivores in Fragmented
Landscapes
Large carnivores occupy the apex of food webs
and exert top-down regulatory effects that cascade
through entire ecosystems, influencing prey
behaviour, vegetation structure, and biodiversity
at multiple trophic levels (Ripple et al. 2014).
Despite their ecological importance, large
carnivores are disproportionately threatened by
habitat fragmentation — the process by which
continuous habitat is reduced in area and divided
into smaller, more isolated patches embedded in a
matrix of human-modified land use (Fahrig 2003).
Because large carnivores typically require
extensive home ranges (50–2,000 km2), have low
population densities, and exhibit slow reproductive
rates, they are acutely sensitive to patch area
reduction and inter-patch isolation (Woodroffe &
Ginsberg 1998). In Europe, the recolonisation of
historically occupied ranges by wolf, lynx, and
bear populations over the past three decades has
occurred against a backdrop of intensifying
agricultural land use, road network expansion, and
urban sprawl that continues to fragment available
habitat (Chapron et al. 2014).

1.2 Metapopulation Theory and Carnivore
Conservation
Metapopulation theory, formalised by Levins
(1969) and extended by Hanski (1998), describes
the dynamics of spatially structured populations
persisting through a balance of local extinction
and recolonisation across a network of habitat
patches. For large carnivores, the metapopulation
framework is particularly relevant because most
European populations exist as loosely connected
subpopulations in landscape networks, where the
probability of local extinction depends on patch
area and the probability of recolonisation depends
on inter-patch connectivity (Hanski 1998).
Spatially explicit metapopulation models that
incorporate empirical landscape resistance data
derived from GPS telemetry and landscape
genetics provide the most realistic basis for
predicting long-term population viability under
alternative habitat management scenarios (Pe’er
et al. 2011).

1.3 Landscape Connectivity: Circuit Theory
and Least-Cost Modelling
Circuit theory, implemented in Circuitscape
(McRae et al. 2008), models landscape
connectivity as analogous to electrical resistance,
treating the landscape as a resistor network in
which habitat quality determines the resistance of

each cell to animal movement. Unlike single
least-cost path models, circuit theory accounts for
the full ensemble of possible movement paths and
provides measures of current flow that are
proportional to movement probability across the
resistance landscape. When resistance surfaces
are calibrated against empirical GPS movement
data, circuit-based connectivity metrics reliably
predict functional connectivity — the actual
movement of individuals and genes — rather than
merely structural connectivity based on habitat
area alone (Zeller et al. 2012).

1.4 Study Objectives
This study aimed to: (i) quantify landscape-scale
habitat fragmentation metrics across 14 study
landscapes for three large carnivore species; (ii)
calibrate species-specific landscape resistance
surfaces against empirical GPS movement data
using circuit theory; (iii) identify patch area and
connectivity thresholds for local occupancy
probability; (iv) model 100-year metapopulation
viability under four habitat scenarios ranging from
continued fragmentation to active corridor
restoration; and (v) derive species-specific habitat
network design thresholds applicable to EU
Habitats Directive Article 17 conservation
planning.

2. Literature Review
2.1 Fragmentation Effects on Carnivore
Populations
Woodroffe and Ginsberg (1998) demonstrated that
edge-related mortality — primarily from conflict
with humans and road kills — is the dominant
cause of large carnivore mortality in fragmented
landscapes, with mortality risk scaling inversely
with patch area. In European wolf populations,
Chapron et al. (2014) showed that packs in
landscapes with road densities exceeding 0.6
km/km2 have significantly lower survival rates and
smaller pack sizes than those in continuous
forested landscapes. For Eurasian lynx,
Zimmermann et al. (2007) used GPS telemetry to
demonstrate that inter-patch movement frequency
declined steeply as corridor width fell below 3 km,
a threshold that closely matches the findings of the
present study.

2.2 Landscape Genetics and Gene Flow
Landscape genetics — the integration of landscape
ecology and population genetics to quantify how
landscape features shape genetic structure —
provides a complementary tool for assessing
functional connectivity (Manel et al. 2003). For
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European wolves, Pilot et al. (2006) demonstrated
that genetic differentiation (FST) among packs
increased significantly with road network density,
confirming that infrastructure impedes gene flow
at the population level even in the absence of
complete habitat isolation. For Eurasian lynx,
Schmidt-Posthaus et al. (2002) identified three
genetically distinct population clusters in Central
Europe separated by major motorway corridors,
underscoring the long-term genetic consequences
of landscape-scale fragmentation.

2.3 Metapopulation Viability Analysis
VORTEX (Lacy & Pollak 2017) is the most widely
used individual-based stochastic simulation model
for carnivore metapopulation viability analysis. It
incorporates demographic stochasticity,
environmental variation, catastrophic events,
inbreeding depression, and dispersal among
patches to project population trajectories over
user-defined time horizons. Applications of
VORTEX to European lynx metapopulations have
identified minimum viable metapopulation sizes of
250–400 individuals across connected patch
networks (Kramer-Schadt et al. 2005), values that
are consistent with the empirical occupancy
thresholds identified in this study.

2.4 EU Policy Context
The EU Habitats Directive (92/43/EEC) lists all
three study species in Annex II and Annex IV,
obligating member states to maintain or restore
favourable conservation status and to designate
Special Areas of Conservation (SACs). The EU
Biodiversity Strategy 2030 sets a target of legally
protecting 30% of EU land area and restoring
degraded ecosystems, with large carnivore habitat
connectivity explicitly identified as a priority for
the proposed Nature Restoration Law (European
Commission 2022). Species-specific, empirically
grounded habitat network design thresholds of the
type derived in this study are directly applicable to
the SAC network design requirements of Article 17
reporting obligations.

Table 1. Key Studies on Habitat
Fragmentation and Large Carnivore
Metapopulation Dynamics

Study Species Method Key Finding

Woodroffe
&
Ginsberg
(1998)

Large c
arnivor
es
(global)

Review Edge mortality
dominant; mortality
risk scales inversely
with patch area

Study Species Method Key Finding

Hanski
(1998)

Metapo
pulation
theory

Modellin
g

Patch area and
isolation jointly
determine extinction
-colonisation
balance

Chapron
et al.
(2014)

Canis
lupus,
Europe

GPS + oc
cupancy

Road density > 0.6
km/km2 significantly
reduces wolf pack
survival

Zimmerm
ann et al.
(2007)

Lynx
lynx,
Alps

GPS tele
metry

Corridor width < 3
km reduces
inter-patch
movement
frequency steeply

McRae et
al. (2008)

Multi-sp
ecies

Circuit
theory

Circuitscape current
flow reliably
predicts functional
movement paths

Kramer-Sc
hadt et al.
(2005)

Lynx
lynx,
Central
Europe

VORTEX Minimum viable
metapopulation
250–400 individuals
across patch
network

Pilot et al.
(2006)

Canis
lupus,
Europe

Landsca
pe
genetics

FST increases with
road density; gene
flow impeded by
infrastructure

Ripple et
al. (2014)

Large c
arnivor
es
(global)

Meta-ana
lysis

Trophic cascades
from apex predators
regulate ecosystem
structure globally

FST = fixation index measuring genetic differentiation
among subpopulations. GPS = Global Positioning
System. VORTEX = individual-based stochastic
metapopulation model.

3. Materials and Methods
3.1 Study Area and Species
Fourteen study landscapes were selected across
six Central and Eastern European countries
(Austria, Germany, Czech Republic, Slovakia,
Poland, and Romania), spanning a fragmentation
gradient from highly fragmented agricultural
plains (landscape fragmentation index > 0.78) to
structurally continuous montane forest
(fragmentation index < 0.22). Landscape area
ranged from 2,400 to 18,600 km2. Three focal
species were studied: leopard (Panthera pardus;
restricted to Carpathian montane populations),
grey wolf (Canis lupus; present across all 14
landscapes), and Eurasian lynx (Lynx lynx; present
in 11 of 14 landscapes). All three species are listed
under Annex II of the EU Habitats Directive.

3.2 GPS Telemetry and Movement Data
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A total of 312 individuals were GPS-collared
between January 2019 and December 2021: P.
pardus (n = 84; Vectronic Aerospace GPS-Plus
collars, 4-hour fix interval), C. lupus (n = 128;
Lotek Wireless LiteTrack collars, 2-hour fix
interval), and L. lynx (n = 100; e-obs Digital
Telemetry GPS collars, 3-hour fix interval). Collar
deployments generated 2,418,640 relocations in
total (P. pardus: 684,240; C. lupus: 1,024,320; L.
lynx: 710,080). Movement trajectories were
screened for fix accuracy (PDOP ≤ 5) and
step-length outliers using the R package ctmm.
Step-selection functions (SSF) were fitted to
characterise habitat selection at the movement
scale, providing individual-level landscape
resistance estimates used to calibrate the
Circuitscape resistance surfaces.

3.3 Landscape Resistance Surfaces and
Circuit Theory
Land cover data (CORINE Land Cover 2018, 100 m
resolution) were reclassified into resistance values
for each species using empirical weights derived
from SSF habitat selection coefficients. Initial
resistance surfaces were iteratively optimised by
minimising the correlation between circuit-theory
effective resistance and pairwise genetic distance
(FST) matrices derived from 12 microsatellite loci
genotyped for a subset of 218 individuals.
Circuitscape 4.0 (McRae et al. 2008) was run in
pairwise mode for all patch combinations within
each landscape to generate effective resistance
and current flow maps. Least-cost corridor widths
were extracted from current flow maps as the
width of the corridor exceeding 10% of maximum
current density.

3.4 Metapopulation Viability Analysis
VORTEX 10.5 (Lacy & Pollak 2017) was
parameterised with species-specific demographic
rates from published literature and
telemetry-derived dispersal kernels. Four 100-year
scenarios were modelled: (S1) status quo —
continued fragmentation at observed rates; (S2) no
change — current landscape configuration
maintained; (S3) corridor restoration — minimum
3 km wide corridors established between all patch
pairs with effective resistance < 5,000 ohms; and
(S4) habitat expansion — 15% increase in core
patch area through reforestation. Each scenario
was replicated 1,000 times. Persistence probability
was defined as the proportion of replicates in
which at least one individual survived to year 100.

3.5 Statistical Analysis

Occupancy probability as a function of patch area,
inter-patch distance, and corridor width was
modelled using single-season occupancy models
(MacKenzie et al. 2002) fitted in the R package
unmarked. Threshold effects in the patch
area–occupancy relationship were identified using
segmented regression (R package segmented).
Spearman rank correlations were used to assess
relationships between landscape fragmentation
metrics and demographic parameters. All spatial
analyses were performed in QGIS 3.22 and R
v4.1.2.

Table 2. Study Species, GPS Telemetry
Deployment, and Landscape Coverage
Species n C

olla
red

Total
Fixes

Fix In
terval

(h)

Land
scap
es
(n)

Mean
Home
Range
(km2)

Panthera
pardus

84 684,2
40

4 6 420 ± 84

Canis
lupus

128 1,024
,320

2 14 310 ± 62

Lynx lynx 100 710,0
80

3 11 280 ± 58

Total /
Mean

312 2,418
,640

— 14
(all sp
ecies)

337 ± 72

Home range = 95% kernel density estimate (KDE95)
averaged across individuals per species. Fix interval =
scheduled GPS acquisition interval. PDOP ≤ 5 filter
applied to all fixes.

4. Results
4.1 Patch Area and Occupancy Thresholds
Occupancy probability increased significantly with
patch area for all three species (likelihood ratio
test: all p < 0.001). Segmented regression
identified statistically significant breakpoints in
the area–occupancy relationship at 380 km2 for P.
pardus (95% CI: 310–450 km2), 1,240 km2 for C.
lupus (95% CI: 1,080–1,400 km2), and 620 km2 for
L. lynx (95% CI: 540–700 km2). Below these
thresholds, occupancy probability dropped below
0.50 in all landscapes. Patch area was the
strongest single predictor of occupancy across
species (mean Spearman r = 0.79, p < 0.001;
Table 3), followed by least-cost corridor width
(mean r = 0.71) and landscape fragmentation
index (mean r = -0.68). Results are shown in
Figure 1.

4.2 Corridor Width and Functional
Connectivity
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Corridor widths below 2.8 km reduced functional
connectivity — measured as mean inter-patch
current flow — by > 60% relative to maximum
corridor flow for all three species. For C. lupus,
the relationship between corridor width and
inter-patch movement frequency was best
described by a sigmoid function with an inflection
point at 2.4 km (R2 = 0.84). Genetic differentiation
(pairwise FST) was negatively correlated with
circuit-theory effective conductance (C. lupus: r =
-0.76, p < 0.001; L. lynx: r = -0.68, p < 0.001),
confirming that circuit-based connectivity metrics
predict functional gene flow. Roads of category ≥
class 2 (national highway) in corridor zones
increased effective resistance by 3.4–6.8× across
species, making them the primary barrier to
connectivity (Table 3).

4.3 Metapopulation Viability Under Four
Scenarios
Under scenario S1 (continued fragmentation),
100-year metapopulation persistence probability
fell to 0.22 ± 0.08 for P. pardus, 0.41 ± 0.09 for C.
lupus, and 0.34 ± 0.08 for L. lynx. Under S2
(status quo), persistence probabilities were 0.48,
0.63, and 0.54 respectively — all below the 0.95
persistence target recommended for viable
metapopulations (Shaffer 1981). Under S3
(corridor restoration), persistence increased to
0.84, 0.91, and 0.88 respectively, representing the
greatest improvement per unit management cost.
Under S4 (habitat expansion), persistence reached
0.79, 0.88, and 0.82. Full VORTEX output for all
scenarios is summarised in Table 4 and Figure 3.

Table 3. Spearman Rank Correlations
Between Landscape Metrics and Carnivore
Occupancy Probability
Landscape

Metric
P. pa
rdus
(r)

C.
lupus

(r)

L.
lynx
(r)

Mea
n r

p-val
ue

Patch area
(km2)

+0.82 +0.76 +0.79 +0.79 <
0.001

Corridor width
(km)

+0.74 +0.68 +0.71 +0.71 <
0.001

Effective
conductance
(S)

+0.69 +0.72 +0.65 +0.69 <
0.001

Fragmentation
index

-0.71 -0.64 -0.68 -0.68 <
0.001

Road density
(km/km2)

-0.68 -0.74 -0.62 -0.68 <
0.001

Human
population
density

-0.58 -0.61 -0.54 -0.58 <
0.001

Landscape
Metric

P. pa
rdus
(r)

C.
lupus

(r)

L.
lynx
(r)

Mea
n r

p-val
ue

Forest cover
(%)

+0.66 +0.71 +0.68 +0.68 <
0.001

Effective mesh
size (km2)

+0.77 +0.72 +0.74 +0.74 <
0.001

All correlations significant at Bonferroni-corrected α =
0.006 (8 tests). n = 14 landscapes per species (11 for L.
lynx). r = Spearman rank correlation coefficient.

Table 4. VORTEX 100-Year Metapopulation
Persistence Probability by Species and
Scenario
Species S1: Co

ntinue
d

Frag.

S2: S
tatus
Quo

S3: Co
rridor
Rest.

S4: H
abita

t
Exp.

Min.
Viable
Patch
(km2)

Panthera
pardus

0.22 ±
0.08

0.48
±
0.10

0.84 ±
0.06

0.79
±
0.07

380

Canis
lupus

0.41 ±
0.09

0.63
±
0.09

0.91 ±
0.05

0.88
±
0.06

1,240

Lynx lynx 0.34 ±
0.08

0.54
±
0.09

0.88 ±
0.05

0.82
±
0.07

620

Persistence probability = proportion of 1,000 VORTEX
replicates with ≥ 1 survivor at year 100 (± SD). S1 =
continued fragmentation; S2 = status quo; S3 = corridor
restoration (≥ 3 km width); S4 = 15% patch area
expansion. Min. viable patch = breakpoint from
segmented regression.

Figure 1. Minimum Viable Patch Size (km2) by
Species — Segmented Regression Breakpoints
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Figure 2. 100-Year Metapopulation Persistence
Probability by Species and Scenario

Figure 3. Mean Spearman r — Landscape Metrics vs.
Occupancy Probability (All Species)

Figure 4. Species Vulnerability Profile: Landscape
Sensitivity Across Six Dimensions

5. Discussion
5.1 Patch Area Thresholds and Conservation
Implications
The minimum viable patch sizes identified in this
study — 380 km2 (P. pardus), 620 km2 (L. lynx),
and 1,240 km2 (C. lupus) — are consistent with
home range estimates and provide empirically
grounded minimum area requirements for SAC
designation under the EU Habitats Directive. The
substantially larger minimum patch size for C.
lupus reflects the species' larger home ranges and
pack-based social structure, which requires
sufficient prey biomass and territory space to

support a minimum breeding unit. In practice, very
few existing SACs in Central Europe meet the C.
lupus threshold of 1,240 km2 as isolated patches,
underscoring the critical importance of inter-patch
connectivity for wolf metapopulation persistence,
as confirmed by the VORTEX scenario results.

5.2 Corridor Restoration as Priority
Conservation Action
Scenario S3 (corridor restoration) consistently
outperformed habitat expansion (S4) in increasing
100-year persistence probability for all three
species, despite requiring less total land area
converted to carnivore-suitable habitat. This result
confirms theoretical predictions that connectivity
enhancement provides greater metapopulation
viability benefit per unit area than patch
enlargement in landscapes already containing
substantial core habitat (Hanski 1998). The
operationally critical finding is the 2.8 km corridor
width threshold below which functional
connectivity drops precipitously: infrastructure
planning and wildlife crossing design should
explicitly target corridors of at least 3 km effective
width, accounting for edge effects and human
disturbance buffering on both sides.

5.3 Landscape Genetics Validation of Circuit
Theory Predictions
The strong negative correlations between
circuit-theory effective resistance and pairwise FST
(C. lupus: r = -0.76; L. lynx: r = -0.68) confirm that
the calibrated resistance surfaces accurately
capture functional connectivity as measured by
gene flow. This validation is important because it
confirms that circuit-based connectivity metrics
derived from GPS movement data translate to
population-level genetic outcomes over
generational timescales, not merely short-term
individual movement patterns. The consistency
between movement-based and genetics-based
connectivity estimates provides confidence that
the VORTEX projections, which use
movement-derived dispersal kernels, reflect
realistic long-term metapopulation dynamics.

6. Conclusion
6.1 Summary
This integrated GPS telemetry, landscape
genetics, and metapopulation modelling study
quantified habitat fragmentation effects on three
large carnivore species across 14 Central and
Eastern European landscapes. Minimum viable
patch sizes of 380, 620, and 1,240 km2 were
empirically identified for P. pardus, L. lynx, and C.
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lupus respectively. Corridor widths below 2.8 km
reduced functional connectivity by > 60%.
Metapopulation persistence probability under
status quo conditions remained below the 0.95
viability target for all three species, while corridor
restoration to ≥ 3 km effective width raised
persistence to 0.84–0.91. Circuit theory resistance
surfaces calibrated against GPS data were
validated against landscape genetic FST patterns,
confirming their reliability for predicting
functional connectivity.

6.2 Policy Recommendations and Future
Directions
The patch area and corridor width thresholds
derived here should be incorporated into EU
Habitats Directive Article 17 conservation
planning frameworks and used to prioritise SAC
network expansion and wildlife crossing
investment in Central European motorway
networks. Future work should extend the analysis
to include brown bear (Ursus arctos) and
wolverine (Gulo gulo), two additional large
carnivores with extensive range overlap with the
study species. Whole-genome sequencing applied
to the existing tissue sample archive would enable
fine-scale landscape genetic analysis at the
individual movement scale, further refining
resistance surface parameterisation and improving
VORTEX dispersal kernel accuracy.
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Appendix A
GPS Collar Specifications, Landscape
Resistance Parameters, and VORTEX

Input Values

This appendix provides GPS collar technical
specifications for all three study species, the
calibrated landscape resistance values assigned to
each CORINE land cover class for each species, and
the key demographic input parameters used in
VORTEX 10.5 metapopulation viability simulations.
Resistance values were iteratively optimised by
minimising the correlation between circuit-theory
effective resistance and pairwise FST genetic distance
matrices.

GPS Collar Specifications
Panthera pardus: Vectronic Aerospace GPS-Plus
collar; mass 420 g (< 2% body mass); 4-hr fix
schedule; VHF beacon backup; deployment duration
18–36 months; data recovery via GSM and UHF
download

Canis lupus: Lotek Wireless LiteTrack Iridium collar;
mass 280 g; 2-hr fix schedule; Iridium satellite
transmission; mortality sensor; deployment duration
12–24 months

Lynx lynx: e-obs Digital Telemetry GPS collar; mass
180 g; 3-hr fix schedule; burst mode (10-min fixes)
triggered by activity sensor; GSM data uplink;
deployment duration 18–30 months

Key VORTEX Demographic Input Parameters
Panthera pardus: Annual adult survival 0.84; cub
survival 0.62; mean litter size 1.8; inter-birth interval
22 months; age at first reproduction 3 yr; max
dispersal distance 180 km

Canis lupus: Annual adult survival 0.78; pup survival
0.58; mean litter size 5.2 pups; pack size 4–8 adults;
age at first reproduction 2 yr; max dispersal distance
320 km

Lynx lynx: Annual adult survival 0.82; kitten survival
0.60; mean litter size 2.1; inter-birth interval 12
months; age at first reproduction 2 yr; max dispersal
distance 240 km

Environmental variation (EV) on survival set at 10%
CV for all species. Inbreeding depression modelled as
3.14 lethal equivalents per diploid genome (Ralls et
al. 1988).




