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A B S T R A C T

Protected areas (PA) aim to eliminate many of the threats that species face on the greater landscape. In the last
three decades, PA's have expanded considerably; however, quantitative assessments of how well they have
mitigated threats to habitat and biodiversity are very limited. Habitat bordering PA's and the wildlife that use it
are threatened by a wide-range of anthropogenic pressures (e.g., edge effects, fragmentation, and introduced
predators) and this situation is particularly acute for low-density, poorly studied carnivore communities. From
2010 to 2015, we photographically sampled within (contiguous forest) and bordering (degraded, fragmented
forest) a UNESCO World Heritage rainforest PA in Madagascar - Ranomafana National Park (RNP). We
investigated the effects of invasive predators, local people presence, and habitat quality on the endemic
rainforest carnivore community using static, dynamic, and co-occurrence models. We found native carnivores to
be absent or have a low probability of occurrence in degraded forest bordering the PA, while local people and
dogs (Canis familiaris) had high occurrence. Madagascar's largest endemic carnivore, the fosa (Cryptoprocta ferox)
and the much smaller ring-tailed vontsira (Galidia elegans), occurrence in RNP declined rapidly over six years;
their strong co-occurrence with dogs suggests interspecific competition, direct aggression/mortality, or disease
as the cause. We highlight the dangers posed to biodiversity, particularly carnivores, from anthropogenic
pressures bordering PA's and present recommendations to address increased human and dog activity, including
programs to control dogs and their impact on biodiversity.

1. Introduction

Protected areas (PAs) aim to conserve the world's biodiversity and
rarest species, while covering just 15% of earth's terrestrial surface
(Farris et al., 2017). The number of PAs has grown considerably in the
last three decades, particularly in tropical, developing countries
(Naughton-Treves et al., 2005; Tittensor et al., 2014). Since 1992,
PAs have increased annually by an average of 2.5% in total area and
1.4% in the total number of sites (Butchart et al., 2010; Rands et al.,
2010). By 2006, PAs covered 24,000,000 km2, in 133,000 designated

areas (Butchart et al., 2010; Rands et al., 2010). However, this positive
development for biodiversity conservation needs to be viewed from a
balanced perspective. For example, it is estimated that 20% of
vertebrate taxa recognized as threatened by the International Union
for Conservation of Nature (IUCN) do not live in PAs (Rodrigues et al.,
2004). Furthermore, despite formal protection, many PAs do not fully
mitigate threats to habitats and biodiversity, due to chronic under-
staffing, underfunding, and political instability (Brown et al., 2016;
Naughton-Treves et al., 2005).

Despite the proliferation of PAs worldwide (Di Marco et al., 2014;
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Wolfe et al., 2015), attempts to quantify the effectiveness of these
critical areas are greatly limited (Dickman, 2013; Rosenblatt et al.,
2014; Tittensor et al., 2014; Valenta et al., 2016a). While data indicate
that PAs generally curb forest loss within their boundaries, many areas
suffer the effects of deforestation and biodiversity loss from surround-
ing areas, where managers lack the authority, resources, and funding to
respond to adjacent biodiversity threats (Bauer et al., 2015;
Lindenmayer et al., 2012). The actions in these bordering areas often
harm PAs (e.g., watershed degradation). The failure to develop targeted
measures to assess effective conservation and inadequate resources to
conduct management activities (i.e., enforcement, boundary demarca-
tion, and compensation to local communities; Bruner et al., 2001)
prevents managers and conservationists from evaluating progress and
incorporating adaptive management strategies (Panek, 2013).

Developing effective and practical management plans for protecting
wildlife within PAs is particularly important for carnivores, as they are
fundamental drivers of trophic functioning (Ripple et al., 2014) and can
increase ecosystem resilience (Tittensor et al., 2014) through stabilizing
consumer populations (Bruner et al., 2001). As a guild, carnivores are
arguably the most vulnerable species because of their typical-low
densities and wide-ranging movements, which increases their interac-
tion with local human communities (hereafter human), and thus
conflict. Human-carnivore conflict can be a significant source of
mortality for carnivores living in, but ranging beyond, PAs (Koziarski
et al., 2016; Lindsey et al., 2017; Woodroffe and Ginsberg, 1998) and
recent research has highlighted the effects of fragmentation, edge
effects, and introduced predators on native carnivores (Brodie et al.,
2015; Chanchani et al., 2016; Gerber et al., 2012b; Sleeman, 2013;
Vanak and Gompper, 2010; Vanak et al., 2013; Young et al., 2011). In
particular, forest fragmentation means that wide-ranging carnivores
must move among habitat patches and thus face dangers found in the
matrix. This results in low fragment occupancy for many native
carnivore species, when human and introduced carnivore populations
increase (Chanchani et al., 2016; Crooks, 2002; Farris et al., 2015c;
Gerber et al., 2012b; Michalski and Peres, 2005). Introduced carnivores
(e.g., feral dogs and cats) can greatly intensify pressure on native
carnivores as they alter their temporal activity patterns (Farris et al.,
2015b; Farris et al., in press; Gerber et al., 2012a), reduce their spatial
distribution and habitat use (see Vanak et al., 2013 for review), and
decrease prey availability (see Young et al., 2011 for review).

Long-term surveys of carnivores and their prey are critical to
recognize when population changes are occurring (i.e., occupancy,
density, survival, recruitment) and to identifying the driving factors.
Unfortunately, such studies are rare, with most carnivore studies only
providing a small snap-shot of the population, thus missing important
dynamics. Carnivores are highly sensitive to disturbances at the borders
of PAs and are negatively affected by edge effects, poaching, and
human-wildlife conflict (Loss et al., 2013; Sleeman, 2013; Wearn et al.,
2012; Woodroffe and Ginsberg, 1998). Thus, carnivore population
health is likely driven by species-specific tolerances to habitat variation,
human presence, habitat fragmentation, invasive carnivore density, and
prey distributions. The complexity of the interactions between carni-
vores and their habitat and prey means that their management must
account for the multiplicity of variables driving population health
within and around PAs.

Madagascar contains some of the highest levels of biodiversity and
endemism in the world (Ganzhorn et al., 2001), but is home to only
nine native carnivore species. These species are endemic and range in
conservation status from Least Concern to Endangered (Goodman,
2012; IUCN, 2014). A wide-range of anthropogenic threats has resulted
in Madagascar being one of the world's top conservation priorities
(Mittermeier et al., 2004; Schwitzer et al., 2014). While 21 national
parks have been designated in Madagascar (IUCN, 2015), surveys and
population estimates of carnivores are lacking for most of these Pas. For
example, Farris and Gerber (unpublished data) estimate that< 20% of
PAs have robust surveys, consisting of more than opportunistic sight-

ings or rapid assessments, of carnivore populations. Research from five
PAs highlights the threat posed to endemic carnivores as the result of
degradation, fragmentation, and human disturbance (Farris et al.,
2015c; Gerber et al., 2012b; Wierzbowska et al., 2016), poaching and
bushmeat consumption (Farris et al., 2015c; Golden, 2009; Golden
et al., 2014; Robley et al., 2014), and introduced carnivores (Farris
et al., 2015a; Farris et al., 2015b; Gerber et al., 2012b, a). The long-
term effects of these factors and the effectiveness of PAs to diminish
their effects remain unstudied.

Here, we provide a six-year evaluation of the effects of invasive
predators, human encroachment, and habitat quality on population
trends for five native carnivores in one of Madagascar's most important
PAs and a UNESCO World Heritage site, Ranomafana National Park
(RNP). We document the spatial distribution of native carnivores (fosa
Cryptoprocta ferox, falanouc Eupleres goudotii, spotted fanaloka Fossa
fossana, ring-tailed vontsira Galidia elegans, and broad-striped vontsira
Galidictis fasciata) over time, by investigating the factors influencing
native and introduced carnivore species distributions in contiguous
forest and human-dominated sites. Quantifying the effects of spatial
habitat variation, edge effects, and species interactions on native
carnivores, allows us to evaluate the effectiveness of management
actions for carnivore conservation. We hypothesized that all five native
carnivores would have higher occupancy in contiguous forest inside the
PA, while dogs (Canis familiaris) and human occupancy would be higher
in degraded forest outside the PA and distance to edge would negatively
influence native carnivore occupancy and positively influence dogs and
human occupancy. We also hypothesized that native carnivore occu-
pancy would experience little overall change, while dog and human
occupancy would show slight increases over the six-years. This predic-
tion is based upon trends observed across the RNP region with growing
human and dog populations. Finally, we hypothesized that all native
carnivores would demonstrate a lack of co-occurrence, defined as
“apparent spatial avoidance” (whether behavioral or habitat-mediated),
with both dogs and humans inside the PA.

2. Methods

2.1. Study site

We conducted this study at Ranomafana National Park (41,000 ha)
in southeastern Madagascar (21°16′S, 47°20′E; Fig. 1). A small percen-
tage of this submontane rainforest site was selectively logged from 1986
to 1989, but in 1991 the area was designated as a PA (Wright et al.,
2012). RNP protects 13 lemur and five carnivore species (fosa
Cryptoprocta ferox, falanouc Eupleres goudotii, spotted fanaloka Fossa
fossana, ring-tailed vontsira Galidia elegans, and broad-striped vontsira
Galidictis fasciata). This PA, which is bisected into two parcels by the
Namarona River and a paved road, is one of four long-term research
sites in Madagascar (Wright et al., 2012).

2.2. Photographic sampling

Our photographic sampling results from two efforts: (1) Tropical
Ecology Assessment and Monitoring network (TEAM - www.
teamnetwork.org; Data Set Identifier: TEAM-DataPackage-
20131011121105_2883) surveys (2010–2015) within contiguous forest
within the boundaries of the PA and (2) Mad Dog Initiative (MDI; www.
maddoginitiative.com) surveys (2014–2015) within degraded, frag-
mented forest outside the PA (Fig. 1; Table 1). For the first surveys,
we followed TEAM protocol (TEAM Murphy et al., in press) and
surveyed at 40 (2015) to 60 (2010) sites between the months of August
and April (Fig. 1). For the degraded, fragmented forest surveys, we
surveyed 23 sites between September and October (2014) and 25 sites
between June and July (2015).

At each station we placed one or two cameras on opposing sides of
small unmaintained (0–0.5 m) or maintained (> 0.5 m) trails and

Z.J. Farris et al. Biological Conservation 210 (2017) 116–124

117

http://www.teamnetwork.org
http://www.teamnetwork.org
http://www.maddoginitiative.com
http://www.maddoginitiative.com


checked cameras every 5–10 days to change memory cards and
batteries (if required). We placed cameras (Reconyx PC85 &HC500,
Wisconsin, 109 USA; Moultrie D50, D55, &M550, Alabama, USA;
Cuddeback IR, Wisconsin, USA) 10–30 cm off the ground and did not
use bait or lure. We surveyed each station site between 30 and 60 days
(Table 1). Spacing between cameras varied between the two surveys
with TEAM surveys ranging from 1.2 to 2.0 km and MDI surveys
ranging between 0.3 and 1.0 km between camera stations. Finally, for
use as covariates in our modeling, we measured the distance of each
camera station to the nearest forest edge and nearest village.

2.3. Data analysis

For each occupancy (ѱ) modeling approach described below, we
created capture histories for each species by recording whether there

were one or more detections (1) and/or no detections (0) for each trap
night. We defined a capture event as all photos taken of a given species
at a single camera station within 30-min; a time previously chosen to
ensure independence between events (Di Bitetti et al., 2006). We
defined a trap night as the 24-h in which at least one camera trap at
a site was properly functioning. For TEAM data, we used each trap night
as a sampling period, while for MDI data, we collapsed trap nights for
each survey into six-day sampling periods to improve model conver-
gence. For each modeling approach, we created a priori models based
on the aforementioned hypotheses, used Akaike information criterion
[corrected for small sample sizes (AICc)] for model selection (Burnham
and Anderson, 2002), and reported all top-ranking models (ΔAICc <
2.0). We investigated the hypotheses using three occupancy-modeling
approaches (static, dynamic, and co-occurrence) depending on the
available data. All occupancy modeling was analyzed using Program
MARK (MacKenzie et al., 2002; White and Burnham, 1999) and account
for false negatives (i.e., imperfect species detections).

2.4. Static (single-season) occupancy

Given that edge forest surveys were conducted at different sites
outside the PA for only two years (2014–2015), we used single-season,
single-species (hereafter ‘static’) occupancy modeling to estimate
probabilities of occupancy and detection for five native carnivores,
dogs (Canis familiaris), and humans. For each of these species we
considered models that varied in detection by distance to village,
distance to edge, and time. We also considered models that varied in
occupancy by distance to village and edge. For each species having
sufficient captures we provide model-averaged estimates of occupancy
(White and Burnham, 1999). However, for species having low capture
rates we provide naïve occupancy (e.g., number of site-level detections
divided by the total number of sites; not accounting for imperfect
detection) (MacKenzie et al., 2002).

2.5. Dynamic (multi-season) occupancy

For contiguous surveys within RNP (TEAM surveys) we used multi-
season, single-species (hereafter ‘dynamic’) occupancy modeling in
Program MARK (MacKenzie et al., 2006; White and Burnham, 1999),
where ‘season’ refers to subsequent yearly surveys. This explicitly
models yearly changes in the probability of occupancy and probabilities
of local colonization (γ) and extirpation (ε). Local colonization is
defined as the probability of an unoccupied site during time t becoming
occupied at t+1. Conversely, local extirpation is defined as the
probability of a previously occupied site during time t becoming
unoccupied at t+1 (MacKenzie et al., 2006). This modeling approach
uses a robust design, meaning parameters (occupancy, detection,
colonization, and extirpation) are geographically ‘closed’ to movement
(e.g. immigration and/or emigration) during surveys, but ‘open’
between surveys or years (MacKenzie et al., 2006). Models include
distance to nearest village and distance to edge of the forest as
covariates on detection and occupancy parameters. For each species,

Fig. 1. Map of Ranomafana National Park, including location of camera grids from
Tropical Ecology and Assessment Monitoring (TEAM) network (2010–2015; black dots)
and Madagascar Dog Initiative (MDI) for 2014 (red dots) and 2015 (blue triangles) photo
surveys. A portion of the cameras for MDI surveys overlapped for 2014 and 2015. (For
interpretation of the references to color in this figure legend, the reader is referred to the
web version of this article.)

Table 1
Summary of photographic surveys conducted at sites within and bordering the Ranomafana National Park, Madagascar from 2010 to 2015 by the Tropical Ecology Assessment and
Monitoring (TEAM) network and Madagascar Dog Initiative (MDI).

Site name Survey date # Cam stations # Native carnivore photos # Dog photos # Human photos Habitat

TEAM 2010 Aug–Nov, 2010 60 1125 33 355 Contiguous, secondary forest
TEAM 2011 Aug–Dec, 2011 59 2167 32 983 Contiguous, secondary forest
TEAM 2012 Sept–Jan, 2012 59 1589 19 299 Contiguous, secondary forest
TEAM 2013 Nov–Mar, 2013 59 682 27 700 Contiguous, secondary forest
TEAM 2014 Dec–Apr, 2014 55 181 62 693 Contiguous, secondary forest
TEAM 2015 Oct–Feb, 2015 40 455 10 1012 Contiguous, secondary forest
MDI 2014 Sept–Oct, 2014 23 107 520 3660 Degraded, edge forest
MDI 2015 June–July 2015 25 156 181 793 Degraded, edge forest
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we report annual estimates of occupancy and a single estimate of local
colonization and extirpation over the six years. Finally, we provide
projections of occupancy trends for this carnivore community, assum-
ing continued dynamics, by calculating the occupancy equilibrium (λ)
for each species using the following equation from MacKenzie et al.
(2006):

λ = γ (γ + ε).t

2.6. Dynamic (multi-season) co-occurrence

We investigated co-occurrence between native carnivores, dogs, and
humans by fitting multi-season, two species occupancy models to
contiguous forest data within RNP (TEAM surveys). We used the
conditional parameterization (Richmond et al., 2010) and designated
the introduced species (dog and human) as the ‘dominant’ species (A)
and the native carnivore as the ‘subordinate’ species (B) to estimate
parameters (Appendix I). In addition, we estimated a species interaction
factor (SIF) for each species combination. An SIF of 1.0 indicates no
interaction (e.g. species use space independent of one another), while
an SIF > 1.0 indicates co-occurrence (e.g. occur together more often
than expected if independent) and an SIF < 1.0 indicate avoidance
(e.g. occur together less often than expected if independent) (Steen
et al., 2014). We consider a value of SIF < 1.0 to be evidence of
“apparent spatial avoidance” and a value of SIF > 1.0 to be “apparent
spatial attraction”. However, the lack of covariates in these models
prevents us from investigating whether these patterns are due to

competitive or behavioral interactions or may be a mediating factor,
such as the environment. We analyzed all possible combinations of
three native carnivores (fosa, spotted fanaloka, and ring-tailed vont-
sira), dogs, and humans. Insufficient captures of falanouc and broad-

Table 2
Model averaged estimates of occupancy (psi) and detection (p) for five native carnivores,
domestic dogs, and humans resulting from static (single-season, single-species) occupancy
estimation using photographic surveys of degraded and edge rainforest bordering
Ranomafana National Park by the Madagascar Dog Initiative (MDI) from 2014 and 2015.

Species 2014 2015

psi (SE) p (SE) psi (SE) p (SE)

Fosa (C. ferox) 0.47
(0.35)

0.20
(0.08)

0.12a -

Falanouc (E. goudotii) 0 (0) 0 (0) 0.08a -
Spotted fanaloka (F.

fossana)
0.66
(0.17)

0.28
(0.07)

0.63
(0.21)

0.35 (0.05)

Ring-tailed vontsira (G.
elegans)

0.17a - 0.12a -

Broad-striped v. (G.
fasciata)

0.09a - 0.04a -

Domestic dog (C. familiaris) 0.87
(0.15)

0.41
(0.06)

0.90
(0.12)

0.45 (0.07)

Human, local (H. sapien) 0.91
(0.09)

0.71
(0.06)

0.71
(0.30)

0.58 (0.04)

- = Indicates data too sparse to estimate detection probability (p).
a Indicates naïve occupancy estimate used. Naïve estimate does not account for

imperfect detection and is calculated by dividing the number of detections by the number
of sites surveyed.

Fig. 2. Dynamic (multi-season) occupancy trends across Ranomafana National Park,
Madagascar from 2010 to 2015 for A) fosa Cryptoprocta ferox; B) ring-tailed vontsira
Galidia elegans; and C) human, local Homo sapien. Photographic data were collected from
60 camera sites by the Tropical Ecology Assessment and Monitoring (TEAM) network.

Table 3
Estimates of occupancy, local colonization (gam), and local extirpation (eps) for five native carnivores, domestic dogs, and humans resulting from dynamic (multi-season, single-species)
occupancy estimation from photographic surveys within Ranomafana National Park by the Tropical Ecology Assessment and Monitoring (TEAM) network from 2010 to 2015.

Species 2010 2011 2012 2013 2014 2015 gam eps

Fosa (C. ferox) 0.44 (0.13) 0.70 (0.10) 0.55 (0.09) 0.45 (0.11) 0.29 (0.08) 0.20 (0.08) 0.06 (0.05)a 0.44 (0.17)a

Falanouc (E. goudotii) 0.09 (0.08) 0.10 (0.04) 0.10 (0.04) 0.11 (0.05) 0.11 (0.05) 0.11 (0.05) 0.07 (0.04) 0.59 (0.26)
Spotted fanaloka (F. fossana) 0.73 (0.08) 0.78 (0.07) 0.80 (0.08) 0.81 (0.09) 0.82 (0.10) 0.82 (0.10) 0.46 (0.11) 0.10 (0.08)
Ring-tailed vontsira (G. elegans) 0.70 (0.13) 0.33 (0.08) 0.23 (0.05) 0.21 (0.05) 0.20 (0.05) 0.20 (0.05) 0.15 (0.05) 0.60 (0.11)
Broad-striped v. (G. fasciata) 0.13 (0.08) 0.16 (0.07) 0.16 (0.07) 0.16 (0.07) 0.16 (0.07) 0.16 (0.07) 0.17 (0.08) 0.88 (0.12)
Domestic dog (C. familiaris) 0.25 (0.11) 0.21 (0.08) 0.20 (0.07) 0.19 (0.08) 0.19 (0.08) 0.19 (0.08) 0.10 (0.05) 0.44 (0.19)
Human (H. sapien)b 0.25 (0.08) 0.31 (0.07) 0.37 (0.07) 0.42 (0.08) 0.46 (0.09) 0.49 (0.11) 0.10 (0.03) 0.04 (0.06)

a Top model included colonization (gam) and extirpation (eps) varying by season; the single estimate provided for these two parameters is the estimate from 2015 only.
b Human only.
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striped vontsira prevented us from including these two native carni-
vores in co-occurrence analyses.

3. Results

The contiguous forest surveys within RNP resulted in 6199 indivi-
dual photos of the five native carnivores, 183 photos of dogs, and 4042
photos of humans (Table 1). The degraded, edge forest surveys resulted
in 263 photos of four native carnivores (broad-stripe vontsira were
absent), 701 photos of dogs, and 4453 photos of humans (Table 1).

3.1. Static occupancy

The number of captures of native carnivores in degraded, edge
forest only allowed occupancy estimates of two carnivores in 2014 (fosa
ѱ = 0.47 ± SE 0.35 and spotted fanaloka ѱ = 0.66 ± SE 0.17) and
one native carnivore in 2015 (spotted fanaloka ѱ= 0.63 ± SE 0.21).
Dog and human occupancy were considerably higher than native
carnivores, with little change in these two parameters across years
(Table 2). Dog and human detection were higher than native carnivores'
detection and increased with distance from the forest edge (dogs) and
distance to village (humans; Table 2; Appendix II).

3.2. Dynamic occupancy

The dynamic occupancy analyses of contiguous forest showed high
annual probabilities of local extirpation for both fosa and ring-tailed
vontsira (ε = 0.44 ± SE 0.17 and ε = 0.60 ± SE 0.11, respectively;
Table 3; Appendix III) which resulted in strong decreases in occurrence
for both native carnivores over the six years (Fig. 2A–B). Spotted
fanaloka, falanouc, and broad-striped vontsira occupancy changed very

little and neither falanouc, nor broad-striped vontsira occupancy ever
exceeded ѱ= 0.20 for any of the six years (Table 3). All native
carnivores, excluding spotted fanaloka, had local extirpation probabil-
ities far exceeding local colonization probabilities (Table 3).

Dogs showed only a slight decrease in occupancy over the six years
with an extirpation probability (ε = 0.44 ± SE 0.19) higher than their
colonization probability (γ = 0.10 ± SE 0.05). Humans showed a
considerable increase in occupancy over the six years (Fig. 2C) with
colonization (γ= 0.10 ± SE 0.03) higher than extirpation
(ε = 0.04 ± SE 0.06; Table 3). If dynamics continue, equilibrium
occupancy is expected to decrease sharply for fosa and ring-tailed
vontsira and increase sharply for humans (Fig. 3). Our estimates found
falanouc and broad-striped vontsira at equilibrium, with spotted
fanaloka showing a slight increase and dogs showing a slight decrease
in occupancy over the six years (Fig. 3).

3.3. Dynamic co-occurrence

Fosa show positive co-occurrence with dogs at contiguous forest
sites within RNP with higher occupancy at sites where dogs are
detected (psiBA; Table 4), resulting in a positive SIF between the two
carnivores (Fig. 4A). Spotted fanaloka and dogs show little relationship
in co-occurrence, with spotted fanaloka occupancy being slightly lower
at sites where dogs are detected (psiBA; Table 4). Ring-tailed vontsira
and dogs show positive co-occurrence in 2010, but no relationship by
2015 (Fig. 4B). Humans show little relationship with native carnivores
within RNP with the three native carnivores having slightly higher
occupancy at sites where humans are detected (Table 5). However,
humans and dogs show exceedingly high levels of co-occurrence with
occupancy of dogs highest at sites where humans are detected (psiBA)
compared to where humans are not detected (psiBa); resulting in a SIF
value ranging from 1.77 (± SE 0.41; 2015) to 2.92 (± SE 1.51; 2010;
Table 5; Fig. 4C).

4. Discussion

With the global expansion of PAs, the need for reliable assessments
to evaluate threats to habitat and biodiversity increase. These assess-
ments and evaluations are exceedingly important for poorly studied,
rare carnivore populations. Here we provide an evaluation of popula-
tion trends and spatial distributions of a native carnivore community,
introduced dogs, and humans within and bordering an important
rainforest PA. Our findings point to the effectiveness of a PA to
conserve rainforest habitat and protect some members of a native
carnivore community; however, our results also indicate an alarming
shift in equilibrium occupancy for two native carnivores and humans
over a six-year period. In our analysis, the increase in human occupancy
over this six-year period is a measure of human encroachment, which is
related to a wide-range of anthropogenic activities (ex. logging,
resource extraction, hunting, and mining), which have shown to
negatively affect native carnivore occupancy in multiple regions of

Table 4
Dynamic co-occurrence results for domestic dog (species A; Canis familiaris) and three native carnivore species (species B), including the probability of occupancy for native (B) when dogs
are present (BA) and absent (Ba) and the species interaction factor (SIF) for each species combination. Photographic data were collected from 2010 to 2015 by the Tropical Ecology
Assessment and Monitoring (TEAM) network from 60 camera sites within the Ranomafana National Park, Madagascar.

Species combination K 2010 2011 2012 2013 2014 2015

Dog - Fosa psiBA 0.14 (0.13) 0.68 (0.18) 0.45 (0.11) 0.49 (0.12) 0.45 (0.11) 0.45 (0.12)
psiBa 0.43 (0.12) 0.41 (0.09) 0.33 (0.06) 0.30 (0.06) 0.27 (0.06) 0.25 (0.06)
SIF 0.39 (0.35) 1.50 (0.31) 1.28 (0.31) 1.53 (0.37) 1.57 (0.40) 1.64 (0.44)

Dog - Spotted fanaloka psiBA 0.69 (0.08) 0.62 (0.10) 0.63 (0.10) 0.67 (0.10) 0.68 (0.10) 0.68 (0.10)
psiBa 0.41 (0.24) 0.67 (0.08) 0.75 (0.09) 0.76 (0.08) 0.76 (0.09) 0.76 (0.09)
SIF 1.06 (0.08) 0.95 (0.11) 0.88 (0.12) 0.90 (0.09) 0.91 (0.09) 0.91 (0.08)

Dog - Ring-tailed vontsira psiBA – 0.42 (0.13) 0.28 (0.13) 0.22 (0.11) 0.20 (0.10) 0.20 (0.09)
psiBa 0.61 (0.14) 0.31 (0.08) 0.22 (0.05) 0.20 (0.04) 0.20 (0.04) 0.20 (0.05)
SIF 1.50 (0.27) 1.30 (0.40) 1.24 (0.49) 1.11 (0.50) 1.03 (0.44) 1.00 (0.40)

Fig. 3. Occupancy equilibrium (O) plotted in relation to probability of occupancy at year
one ( ) for five native carnivores, dogs, and humans over a six year period within
contiguous forest at Ranomafana National Park, Madagascar. Arrows indicate the
measure and direction of change in occupancy over this six-year period.
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Madagascar (Farris et al., 2015c; Gerber et al., 2012b). We highlight the
need for a better integrative monitoring and protection framework,
particularly for carnivores that are at risk due to human conflict
occurring on the edge of the park. Carnivores worldwide are threatened
by a wide-range of anthropogenic pressures. Our data suggest that
introduced carnivores represent a salient threat to native carnivores
and the capacity for introduced carnivores to alter the spatial distribu-
tion of native carnivores.

The creation of PAs help mitigate, but do not eliminate, human-
wildlife conflicts. In particular, wide-ranging species, such as carni-
vores, are often at the center of conflict, which often occur at sites
bordering PAs (Koziarski et al., 2016; Lagendijk and Gusset, 2008;
Lindsey et al., 2017; Sepúlveda et al., 2014). These human-wildlife
conflicts can contribute significantly to carnivore mortality, complicat-
ing PA management efforts. We highlight the strong potential for
human-wildlife conflict at sites bordering the PA and show that the

largest, most wide-ranging native carnivore, the fosa, had higher
occupancy in degraded, edge forest outside the PA. These human-
wildlife conflicts may have contributed to the considerable decline in
occupancy for fosa and ring-tailed vontsira over this six-years. Similar
analyses from the Masoala-Makira landscape in NE Madagascar showed
comparable results with fosa having a higher probability of occupancy
in forests having some signs of degradation (Farris et al., 2015c).
Human-wildlife conflicts occurring on the borders of PAs often include
bushmeat hunting and lethal predator control as measures to control
livestock loss (Berger, 2006; Woodroffe et al., 2007). Kotschwar et al.
(2014) reports that ring-tailed vontsira are killed for bushmeat across
the RNP region and almost half of livestock owners across this region
had experienced poultry loss to carnivores with fosa and ring-tailed
vontsira contributing to these depredation events. Lethal methods for
predator control are common, and have been observed in many villages
along the eastern region (Farris, personal observation). Both fosa and
ring-tailed vontsira, among other native carnivores, are killed unsus-
tainably across the Masoala-Makira region (Farris et al., 2015c; Golden,
2009; Golden et al., 2014). However, annual bushmeat and depredation
rates for native carnivores are not yet quantified for the RNP region
and, and research is required to assess what role these factors play in
the declining trends in fosa and ring-tailed vontsira populations.

Introduced carnivores represent an additional anthropogenic pres-
sure threatening biodiversity within and bordering PAs. The presence of
dogs within PAs has resulted in decreases in carnivore and prey
populations at multiple sites worldwide (Bergman et al., 2009; Farris
et al., 2015a; Galetti and Sazima, 2006; Weston and Stankowich, 2013;
Young et al., 2011). In this study, the wide-ranging use of degraded
forests by dogs at sites bordering the PA and the strong co-occurrence
between dogs and native carnivores within the PA highlights the strong
potential for conflict, and may contribute to the precipitous declines
observed for fosa and ring-tailed vontsira. Our co-occurrence models
and those in similar studies (Farris et al., 2015a; Farris et al., in press),
provide a reliable approach for managers to investigate the interactions
between introduced and native carnivores. Dogs, and other introduced
carnivores, have continually been shown to invade forested habitat
worldwide, diminish or extirpate native carnivore populations, and
negatively affect ecosystem function (Ritchie et al., 2014; Vanak and
Gompper, 2010; Vanak et al., 2013; Young et al., 2011). We provide
further evidence of the negative impacts of dogs on native wildlife and
point to the alarming increase of introduced carnivores at additional
PAs and/or reserves throughout Madagascar, including Mahatsinjo,
Ilatsara Reserve, Betampona Reserve, Makira Natural Park, Masoala
National Park, and Farankarina Tropical Park (Farris et al., 2015c;
Gerber et al., 2012b, F. Rasambainarivo, unpub. data). Studies have
also shown that the presence of dogs results in lower occupancy for
multiple native carnivores (Farris et al., 2015a), native carnivores
altering their temporal activity patterns (Farris et al., 2015b; Gerber
et al., 2012a), reduced presence and activity of small mammals (Farris
et al., 2015c; Farris et al., 2016), and primates showing apparent
avoidance with these introduced predators (Farris et al., 2014). Dogs in
Madagascar's forests also have the potential to negatively affect native
carnivore populations via disease and pathogen transmission
(Pomerantz et al., 2016; Schwitzer et al., 2014). We point to the
potential for further expansion of dogs into contiguous forest and
continued negative effects on endemic biodiversity at RNP given the
widespread occupancy of humans at sites bordering RNP and the strong
increase in human occupancy within the park over the six years. In
particular, our findings on dog and human detection probabilities
increasing with distance to edge likely results from the increase in
number of trails and forest access points near the forest edge compared
to contiguous forest, thus making detection more difficult near forest
edge. Additionally, human and dog detection may have been lower near
the forest edge as the result of humans avoiding trails near edge in an
effort to diminish their probability of detection by researchers and
managers near the protected area.

Fig. 4. Species interaction factors (SIF) from 2010 to 2015 resulting from dynamic co-
occurrence modeling for A) domestic dog (Canis familiaris) and fosa (Cryptoprocta ferox);
B) domestic dog and ring-tailed vontsira (Galidia elegans); and C) human (Homo sapiens)
and domestic dog. The dashed line at 1.0 indicates lack interaction, or independence in
the spatial relationship. Photo data were collected by the TEAM network across
Ranomafana National Park, Madagascar.
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Dogs have negative effects on mesocarnivores (Vanak and Gompper,
2010); however, in this study most mesocarnivores showed no change
in spatial distribution in relation to dog presence. In particular, the
spotted fanaloka had high probability of occurrence in contiguous
forests and moderate occurrence in degraded forest, where dog
presence was greatest. Farris et al. (2015c) observed similar results
across the Masoala-Makira landscape with spotted fanaloka being the
most widespread native carnivore and having high occurrence within
both contiguous and degraded forests. However, additional research
has shown spotted fanaloka to occur in lower density in degraded forest
(Gerber et al., 2012b), to be absent from fragmented and highly
degraded forests (Farris et al., 2015c; Gerber et al., 2012b), and to
have lower probability of occupancy at sites where small Indian civets
(Viverricula indica) are present (Farris et al., 2015a; Farris et al., in
press). Finally, the lack of detections and/or low capture rates for
falanouc and broad-striped vontsira resulted in low occupancy esti-
mates within RNP and no estimates from bordering degraded forests.
These findings demonstrate the rarity of these two carnivores and
correspond with previous research (Farris et al., 2012; Farris et al.,
2015c; Gerber et al., 2012b; Goodman, 2012).

Conducting routine, effective management activities and assessing
the effectiveness of conservation efforts is critical for effective biodi-
versity conservation; however, these efforts can vary greatly from one
PA to the next. RNP remains one of Madagascar's most important PAs as
it protects high levels of biodiversity and is perhaps the most active and
productive research site in the country (Johnson et al., 2016). Current
management efforts include local school and village-based educational
programs, school lunch programs to address food security and mal-
nutrition, reforestation programs, and human health and hygiene
programs. However, we underscore the need for targeted action plans
to address the sharp declines in fosa and ring-tailed vontsira occupancy
and the strong positive co-occurrence with dogs within and bordering
the PA over the six years. These negative trends occur within a well-
studied, important PA and World Heritage Site and raise concerns about
the threats to native carnivores and co-occurring wildlife occupying
other PAs who experience less monitoring and enforcement. Additional
wildlife surveys, widespread household questionnaires, and diet recalls
are needed at RNP to quantify bushmeat consumption, understand and
quantify depredation events, understand the activities and resource use
of humans, and evaluate the effects of free-roaming dogs on threatened
wildlife. The data collected from these expansive research efforts must
be used to inform systematic conservation planning (ex. identify
conservation goals, implement conservation action on the ground,
and improving management decisions) so that managers can effectively
address the resource and health needs of local communities, the habitat
requirements of native carnivores, and the threats posed to biodiversity
from introduced dogs, cats, and livestock. A feral and domestic dog
control program, which includes spay/neuter and vaccination efforts, is
currently being conducted by the Mad Dog Initiative at villages

bordering RNP. To date, the organization has completed> 300 spay/
neuter and vaccination procedures, in addition to conducting house-
hold questionnaires to investigate the local husbandry and management
practices and the role of dogs in local villages (Valenta et al., 2016b).
While these efforts may reduce dog populations over time and diminish
disease/pathogen transmission, dogs continue to use the majority of the
degraded, edge forest and continue accompanying humans into con-
tiguous forest. The increase in human and dog detections on trails
located longer distances from villages and forest edge points to the
reliance upon existing trails and the need for humans to travel longer
distances into the PA for resource extraction. This finding highlights the
need for continued monitoring to determine if current and future
management efforts are effective at diminishing human and dog
activity within contiguous forest in RNP.

5. Conclusion

Designating protected areas represents an initial step towards
effective biodiversity conservation, but it requires additional steps to
ensure long-term success. Long-term conservation requires commit-
ments to local communities and enforcement of laws and regulations.
Management strategies will have to continually evolve as emerging
threats are recognized, which are best understood through long-term
scientific monitoring. Evaluating the effectiveness of management
efforts to protect biodiversity within PAs is critical for effective long-
term conservation. Here we investigate human-wildlife conflicts, high-
light the negative effects of introduced carnivores on native wildlife,
propose management efforts, and evaluate the effectiveness of an
important PA to protect a native carnivore community. We highlight
several threats to native carnivore species, provide managers with
important data to evaluate management efforts, and support the
development of active management plans. Addressing the two-fold
increase in human presence and activity within this PA calls for
additional enforcement and monitoring. We point to the need for a
holistic wildlife conservation and local livelihoods approach by local
managers to provide the greatest success in meeting the needs of local
people and the long-term protection of the carnivore community at
RNP. There is a need for education programs on the threat of domestic
pets and livestock to local wildlife, the importance of leaving dogs at
home when traveling to the forest, expansion of spay/neuter and
vaccination programs, and expansion of community-led programs to
address local resource needs. Our findings and recommendations are
widely applicable to managers and conservationists working to provide
long-term protection of biodiversity.

Acknowledgements

Funding: Research conducted by the Mad Dog Initiative was
supported by the Ruffourd Foundation (#8964-1), Compassionate

Table 5
Dynamic co-occurrence results for humans (species A; Homo sapiens) and three native carnivore species and domestic dogs (Canis familiaris) (species B), including the probability of
occupancy for native carnivores and dogs (B) when humans are present (BA) and absent (Ba) and the species interaction factor (SIF) for each species combination. Photographic data were
collected from 2010 to 2015 by the Tropical Ecology Assessment and Monitoring (TEAM) network from 60 camera sites within the Ranomafana National Park, Madagascar.

Species combination K 2010 2011 2012 2013 2014 2015

Human - Fosa psiBA 0.25 (0.17) 0.34 (0.07) 0.36 (0.07) 0.37 (0.07) 0.38 (0.08) 0.38 (0.08)
psiBa 0.33 (0.10) 0.30 (0.05) 0.30 (0.05) 0.29 (0.05) 0.29 (0.05) 0.29 (0.05)
SIF 0.81 (0.52) 1.09 (0.18) 1.17 (0.17) 1.19 (0.18) 1.19 (0.18) 1.19 (0.18)

Human - Spotted fanaloka psiBA 0.94 (0.06) 0.69 (0.06) 0.63 (0.06) 0.62 (0.07) 0.62 (0.07) 0.62 (0.07)
psiBa 0.12 (0.08) 0.60 (0.05) 0.60 (0.05) 0.60 (0.06) 0.59 (0.06) 0.59 (0.06)
SIF 1.43 (0.15) 1.10 (0.06) 1.03 (0.07) 1.03 (0.08) 1.04 (0.08) 1.04 (0.08)

Human - Ring-tailed vontsira psiBA 0.36 (0.17) 0.29 (0.06) 0.26 (0.06) 0.25 (0.07) 0.25 (0.07) 0.25 (0.07)
psiBa 0.66 (0.13) 0.26 (0.06) 0.20 (0.04) 0.19 (0.04) 0.19 (0.04) 0.19 (0.04)
SIF 0.58 (0.28) 1.10 (0.19) 1.22 (0.21) 1.21 (0.23) 1.20 (0.24) 1.20 (0.24)

Human - Dog psiBA 0.51 (0.20) 0.30 (0.08) 0.25 (0.07) 0.24 (0.07) 0.24 (0.07) 0.24 (0.08)
psiBa 0.12 (0.09) 0.08 (0.04) 0.08 (0.04) 0.08 (0.04) 0.08 (0.04) 0.08 (0.04)
SIF 2.92 (1.51) 2.23 (0.54) 1.98 (0.49) 1.86 (0.45) 1.80 (0.43) 1.77 (0.41)

Z.J. Farris et al. Biological Conservation 210 (2017) 116–124

122



Conservation Virginia McKenna Award, and the Born Free Foundation.
We would like to acknowledge our research technicians Joseph
Gettinger-Larson, Velonabison Mamitiana, our local Ranomafana veter-
inarian assistant Leonide Rakotoarinjanahary, and our University of
Antananarivo student vet technician Tojonirina Ramilijaonjatovo. For
the TEAM surveys, we would like to acknowledge the assistance
provided by site manager Ralazampirenena C. Jacquot and the follow-
ing research technicians: Ratalata Francois; Ndriatahiana Aime Noel,
Razafitsiafajato Armand, Rakotonirina Paul, Velonabison Mamitiana,
Ralaisomamonjy, Razafindraibe Dominique, Razafindrakoto Georges.
We would like to thank the logistical support provided by all MICET
and Centre ValBio staff. We would like to acknowledge the Madagascar
Government (Madagascar National Parks) for granting permission to
conduct this research (permit No. 204/14 and No. 099/15).

We would like to acknowledge the helpful suggestions and recom-
mendations provided by the editor (Dr. Rafael Loyola) and the
anonymous reviewer. Their contributions greatly improved the quality
of the manuscript.

Tropical Ecology Assessment and Monitoring (TEAM) Network data
used for this publication were acquired, with permission, and are
archived with the TEAM Network (www.teamnetwork.org). The follow-
ing details pertain to the TEAM data used in this publication: Creator:
Jean Claude Razafimahaimodison; Year of publication: 2016; Data Set
Identifier: TEAM-DataPackage-20131011121105_2883; Title:
Ranomafana, Terrestrial Vertebrate Monitoring Protocol.

Appendix A. Supplementary data

Supplementary data to this article can be found online at http://dx.
doi.org/10.1016/j.biocon.2017.04.010.

References

Bauer, H., Chapron, G., Nowell, K., Henschel, P., Funston, P., Hunter, L.T., Macdonald,
D.W., Packer, C., 2015. Lion (Panthera leo) populations are declining rapidly across
Africa, except in intensively managed areas. Proc. Natl. Acad. Sci. 112, 14894–14899.

Berger, K.M., 2006. Carnivore-livestock conflicts: effects of subsidized predator control
and economic correlates on the sheep industry. Conserv. Biol. 20, 751–761.

Bergman, D., Breck, S., Bender, S., 2009. Dogs Gone Wild: Feral Dog Damage in the
United States .

Brodie, J.F., Giordano, A.J., Ambu, L., 2015. Differential responses of large mammals to
logging and edge effects. Mamm. Biol. 80, 7–13.

Brown, K.A., Farris, Z.J., Yesuf, G., Gerber, B.D., Rasambainarivo, F., Karpanty, S., Kelly,
M.J., Razafimahaimodison, J.C., Larney, E., Wright, P.C., 2016. Modeling co-
occurrence between toxic prey and naïve predators in an incipient invasion.
Biodivers. Conserv. 1–19.

Bruner, A.G., Gullison, R.E., Rice, R.E., Da Fonseca, G.A., 2001. Effectiveness of parks in
protecting tropical biodiversity. Science 291, 125–128.

Burnham, K.P., Anderson, D.R., 2002. Model Selection and Multimodel Inference: A
Practical Information-Theoretic Approach. Springer Science & Business Media.

Butchart, S.H., Walpole, M., Collen, B., Van Strien, A., Scharlemann, J.P., Almond, R.E.,
Baillie, J.E., Bomhard, B., Brown, C., Bruno, J., 2010. Global biodiversity: indicators
of recent declines. Science 328, 1164–1168.

Chanchani, P., Noon, B.R., Bailey, L.L., Warrier, R.A., 2016. Conserving tigers in working
landscapes. Conserv. Biol. 30 (3), 649–660.

Crooks, K.R., 2002. Relative sensitivities of mammalian carnivores to habitat
fragmentation. Conserv. Biol. 16, 488–502.

Di Bitetti, M.S., Paviolo, A., De Angelo, C., 2006. Density, habitat use and activity patterns
of ocelots (Leopardus pardalis) in the Atlantic Forest of Misiones, Argentina. J. Zool.
270, 153–163.

Di Marco, M., Boitani, L., Mallon, D., Hoffmann, M., Iacucci, A., Meijaard, E., Visconti, P.,
Schipper, J., Rondinini, C., 2014. A retrospective evaluation of the global decline of
carnivores and ungulates. Conserv. Biol. 28, 1109–1118.

Dickman, C.R., 2013. Long-haul research: benefits for conserving and managing
biodiversity. Pac. Conserv. Biol. 19, 10–17.

Farris, Z.J., Kelly, M.J., Karpanty, S.M., Ratelolahy, F., Andrianjakarivelo, V., Holmes, C.,
2012. Brown-tailed Vontsira Salanoia concolor (Eupleridae) documented in Makira
Natural Park, Madagascar: new insights on distribution and camera-trap success.
Small Carniv. Conserv. 47, 82–86.

Farris, Z.J., Karpanty, S.M., Ratelolahy, F., Kelly, M.J., 2014. Predator–primate
distribution, activity, and co-occurrence in relation to habitat and human activity
across fragmented and contiguous forests in northeastern Madagascar. Int. J.
Primatol. 35, 859–880.

Farris, Z.J., Kelly, M.J., Karpanty, S.M., Ratelolahy, F., 2015a. Patterns of spatial co-
occurrence among native and exotic carnivores in NE Madagascar. Anim. Conserv. 19

(2), 189–198.
Farris, Z.J., Gerber, B., Karpanty, S.M., Murphy, A., Ratelolahy, F., Kelly, M.J., 2015b.

When carnivores roam: temporal patterns and partitioning among Madagascar's
native and exotic carnivores. J. Zool. 296, 45–57.

Farris, Z.J., Golden, C.D., Karpanty, S., Murphy, A., Stauffer, D., Ratelolahy, F.,
Andrianjakarivelo, V., Holmes, C.M., Kelly, M.J., 2015c. Hunting, exotic carnivores,
and habitat loss: anthropogenic effects on a native carnivore community,
Madagascar. PLoS One 10, e0136456.

Farris, Z.J., Boone, H.M., Karpanty, S., Murphy, A., Ratelolahy, F., Andrianjakarivelo, V.,
Kelly, M.J., 2016. Feral cats and the fitoaty: first population assessment of the black
forest cat in Madagascar's rainforests. J. Mammal. 97 (2), 518–525.

Farris, Z.J., Kelly, M.J., Karpanty, S., Murphy, A., Ratelolahy, F., Andrianjakarivelo, V.,
Holmes, C., 2017. The times they are a changin': multi-year surveys reveal exotics
replace native carnivores at a Madagascar rainforest site. Biol. Conserv. 206,
320–328.

Farris, Z.J., Gerber, B., Kelly, M.J., Karpanty, S.M., Ratelolahy, F., Andrianjakarivelo, V.,
2017. Spatio-temporal overlap between a native and exotic carnivore in Madagascar:
evidence of spatial exclusion, in small carnivores. In: Do Linh San, J.J.S.E., Belant,
J.L., Somers, M.J. (Eds.), Evolution, Ecology, Behaviour and Conservation. John
Wiley & Sons, Ltd., Chichester, England (In press).

Galetti, M., Sazima, I., 2006. Impact of feral dogs in an urban Atlantic forest fragment in
southeastern Brazil. Natureza e Conservação 4, 146–151.

Ganzhorn, J.U., Lowry, P.P., Schatz, G.E., Sommer, S., 2001. The biodiversity of
Madagascar: one of the world's hottest hotspots on its way out. Oryx 35, 346–348.

Gerber, B.D., Karpanty, S.M., Randrianantenaina, J., 2012a. Activity patterns of
carnivores in the rain forests of Madagascar: implications for species coexistence. J.
Mammal. 93, 667–676.

Gerber, B.D., Karpanty, S.M., Randrianantenaina, J., 2012b. The impact of forest logging
and fragmentation on carnivore species composition, density and occupancy in
Madagascar's rainforests. Oryx 46, 414–422.

Golden, C.D., 2009. Bushmeat hunting and use in the Makira Forest, north-eastern
Madagascar: a conservation and livelihoods issue. Oryx 43, 386.

Golden, C.D., Bonds, M.H., Brashares, J.S., Rodolph Rasolofoniaina, B.J., Kremen, C.,
2014. Economic valuation of subsistence harvest of wildlife in Madagascar. Conserv.
Biol. 28, 234–243.

Goodman, S.M., 2012. Les Carnivora de Madagascar. Association Vahatra, Antananarivo,
Madagascar.

IUCN, 2014. The IUCN Red List of Threatened Species Version 2014.1. www.iucnredlist.
org (July 2014, 2014).

IUCN, 2015. WDPA Data Status Report: Madagascar 2015. ed. W.D.o.P. Areas pp. 1–5.
Johnson, A., Goodrich, J., Hansel, T., Rasphone, A., Saypanya, S., Vongkhamheng, C.,

Strindberg, S., 2016. To protect or neglect? Design, monitoring, and evaluation of a
law enforcement strategy to recover small populations of wild tigers and their prey.
Biol. Conserv. 202, 99–109.

Kotschwar, M., Gerber, B., Karpanty, S.M., Justin, S., Rabenahy, F., 2014. Assessing
carnivore distribution from local knowledge across a human-dominated landscape in
central-southeastern Madagascar. Anim. Conserv. 18, 82–91.

Koziarski, A., Kissui, B., Kiffner, C., 2016. Patterns and correlates of perceived conflict
between humans and large carnivores in Northern Tanzania. Biol. Conserv. 199,
41–50.

Lagendijk, D.G., Gusset, M., 2008. Human–carnivore coexistence on communal land
bordering the greater Kruger area, South Africa. Environ. Manag. 42, 971–976.

Lindenmayer, D.B., Likens, G.E., Andersen, A., Bowman, D., Bull, C.M., Burns, E.,
Dickman, C.R., Hoffmann, A.A., Keith, D.A., Liddell, M.J., 2012. Value of long-term
ecological studies. Austral Ecol. 37, 745–757.

Lindsey, P., Petracca, L., Funston, P., Bauer, H., Dickman, A., Everatt, K., Flyman, M.,
Henschel, P., Hinks, A., Kasiki, S., 2017. The performance of African protected areas
for lions and their prey. Biol. Conserv. 209, 137–149.

Loss, S.R., Will, T., Marra, P.P., 2013. The impact of free-ranging domestic cats on wildlife
of the United States. Nat. Commun. 4, 1396.

MacKenzie, D.I., Nichols, J.D., Lachman, G.B., Droege, S., Royle, J.A., Langtimm, C.A.,
2002. Estimating site occupancy rates when detection probabilities are less than one.
Ecology 83, 2248–2255.

MacKenzie, D.I., Nichols, J.D., Royle, J.A., Pollock, K.H., Bailey, L.L., Hines, J.E., 2006.
Occupancy Estimation and Modeling: Inferring Patterns and Dynamics of Species
Occurrence. (Access Online via Elsevier).

Michalski, F., Peres, C.A., 2005. Anthropogenic determinants of primate and carnivore
local extinctions in a fragmented forest landscape of southern Amazonia. Biol.
Conserv. 124, 383–396.

Mittermeier, R., Langrand, O., Lowry, P., Schatz, G., Gerlach, J., Goodman, S., Steininger,
M., Hawkins, F., Raminosoa, N., Ramilijaona, O., 2004. Madagascar and the Indian
Ocean islands. In: Hotspots revisited: Earth's Biologically Richest and Most
Threatened Terrestrial Ecoregions. Conservation International, New York, USA, pp.
138–144.

Murphy, A., Farris, Z.J., Karpanty, S., Kelly, M.J., Miles, K., Ratelolahy, F., Rahariniaina,
R., Golden, C.D., 2017. Using camera traps to examine landscape and dynamic
occupancy trends of ground-dwelling birds in the rainforests of northeastern
Madagascar. Bird Conserv. Int (In press).

Naughton-Treves, L., Holland, M.B., Brandon, K., 2005. The role of protected areas in
conserving biodiversity and sustaining local livelihoods. Annu. Rev. Environ. Resour.
30, 219–252.

Panek, M., 2013. Long-term changes in the feeding pattern of red foxes Vulpes vulpes and
their predation on brown hares Lepus europaeus in western Poland. Eur. J. Wildl. Res.
59, 581–586.

Pomerantz, J., Rasambainarivo, F.T., Dollar, L., Rahajanirina, L.P., Andrianaivoarivelo,
R., Parker, P., Dubovi, E., 2016. Prevalance of antibodies to selected viruses and

Z.J. Farris et al. Biological Conservation 210 (2017) 116–124

123

http://www.teamnetwork.org
http://dx.doi.org//10.1016/j.biocon.2017.04.010
http://dx.doi.org//10.1016/j.biocon.2017.04.010
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0005
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0005
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0005
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0010
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0010
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0015
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0015
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0020
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0020
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0025
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0025
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0025
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0025
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0030
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0030
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0035
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0035
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0040
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0040
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0040
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0045
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0045
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0050
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0050
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf2000
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf2000
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf2000
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0055
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0055
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0055
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0060
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0060
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0065
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0065
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0065
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0065
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0070
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0070
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0070
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0070
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0075
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0075
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0075
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0080
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0080
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0080
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0085
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0085
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0085
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0085
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0090
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0090
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0090
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0095
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0095
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0095
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0095
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0100
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0100
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0100
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0100
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0100
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0105
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0105
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0110
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0110
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0115
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0115
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0115
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0120
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0120
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0120
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0125
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0125
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0130
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0130
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0130
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0135
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0135
http://www.iucnredlist.org
http://www.iucnredlist.org
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0145
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0150
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0150
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0150
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0150
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0155
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0155
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0155
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0160
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0160
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0160
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0165
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0165
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0170
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0170
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0170
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0175
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0175
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0175
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0180
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0180
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0185
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0185
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0185
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0190
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0190
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0190
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0195
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0195
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0195
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0200
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0200
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0200
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0200
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0200
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0205
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0205
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0205
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0205
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0210
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0210
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0210
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0215
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0215
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0215
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0220
http://refhub.elsevier.com/S0006-3207(17)30616-X/rf0220


parasites in introduced and endemic carnivores in western Madagascar. J. Wildl. Dis.
52 (3), 544–552.

Rands, M.R., Adams, W.M., Bennun, L., Butchart, S.H., Clements, A., Coomes, D.,
Entwistle, A., Hodge, I., Kapos, V., Scharlemann, J.P., 2010. Biodiversity
conservation: challenges beyond 2010. Science 329, 1298–1303.

Richmond, O.M., Hines, J.E., Beissinger, S.R., 2010. Two-species occupancy models: a
new parameterization applied to co-occurrence of secretive rails. Ecol. Appl. 20,
2036–2046.

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., 2014. Status and ecological effects
of the world's largest carnivores. Science 343, 1241484.

Ritchie, E.G., Dickman, C.R., Letnic, M., Vanak, A.T., Gommper, M., 2014. Dogs as
predators and trophic regulators. In: Free-Ranging Dogs and Wildlife Conservation,
pp. 55–68.

Robley, A., Gormley, A.M., Forsyth, D.M., Triggs, B., 2014. Long-term and large-scale
control of the introduced red fox increases native mammal occupancy in Australian
forests. Biol. Conserv. 180, 262–269.

Rodrigues, A.S., Akcakaya, H.R., Andelman, S.J., Bakarr, M.I., Boitani, L., Brooks, T.M.,
Chanson, J.S., Fishpool, L.D., Da Fonseca, G.A., Gaston, K.J., 2004. Global gap
analysis: priority regions for expanding the global protected-area network. Bioscience
54, 1092–1100.

Rosenblatt, E., Becker, M.S., Creel, S., Droge, E., Mweetwa, T., Schuette, P.A., Watson, F.,
Merkle, J., Mwape, H., 2014. Detecting declines of apex carnivores and evaluating
their causes: an example with Zambian lions. Biol. Conserv. 180, 176–186.

Schwitzer, C., Mittermeier, R., Johnson, S., Donati, G., Irwin, M., Peacock, H.,
Ratsimbazafy, J., Razafindramanana, J., Louis, E.E., Chikhi, L., 2014. Averting lemur
extinctions amid Madagascar's political crisis. Science 343, 842–843.

Sepúlveda, M.A., Singer, R.S., Silva-Rodríguez, E., Stowhas, P., Pelican, K., 2014.
Domestic dogs in rural communities around protected areas: conservation problem or
conflict solution? PLoS One 9, e86152.

Sleeman, J.M., 2013. Has the time come for big science in wildlife health? EcoHealth 10,
335–338.

Steen, D.A., McClure, C.J., Brock, J.C., Craig Rudolph, D., Pierce, J.B., Lee, J.R., Jeffrey
Humphries, W., Gregory, B.B., Sutton, W.B., Smith, L.L., 2014. Snake co-occurrence
patterns are best explained by habitat and hypothesized effects of interspecific
interactions. J. Anim. Ecol. 83, 286–295.

Tittensor, D.P., Walpole, M., Hill, S.L., Boyce, D.G., Britten, G.L., Burgess, N.D., Butchart,
S.H., Leadley, P.W., Regan, E.C., Alkemade, R., 2014. A mid-term analysis of progress
toward international biodiversity targets. Science 346, 241–244.

Valenta, K., Gettinger-Larson, J., Chapman, C., Farris, Z.J., 2016a. Barking up the right
tree: understanding local attitudes towards dogs in villages surrounding Ranomafana
National Park, Madagascar can benefit applied conservation. Madagascar Conserv.
Dev. 11, 87–90.

Valenta, K., Gettinger-Larson, J.A., Chapman, C.A., Farris, Z.J., 2016b. Barking up the
right tree: understanding local attitudes to dogs in villages surrounding Ranomafana

National Park, Madagascar can benefit applied conservation. Madagascar Conserv.
Dev. 11 (2), 87–90.

Vanak, A.T., Gompper, M.E., 2010. Interference competition at the landscape level: the
effect of free-ranging dogs on a native mesocarnivore. J. Appl. Ecol. 47, 1225–1232.

Vanak, A.T., Dickman, C.R., Silva-Rodriguez, E.A., Butler, J.R., Ritchie, E.G., 2013. Top-
dogs and under-dogs: competition between dogs and sympatric carnivores. In:
Gompper, M.E. (Ed.), Free-Ranging Dogs and Wildlife Conservation. Oxford
University Press, Oxford, UK, pp. 69–93.

Wearn, O.R., Reuman, D.C., Ewers, R.M., 2012. Extinction debt and windows of
conservation opportunity in the Brazilian Amazon. Science 337, 228–232.

Weston, M.A., Stankowich, T., 2013. Dogs as agents of disturbance. In: Free-Ranging Dogs
and Wildlife Conservation, pp. 94.

White, G.C., Burnham, K.P., 1999. Program MARK: survival estimation from populations
of marked animals. Bird Study 46, S120–S139.

Wierzbowska, I.A., Hędrzak, M., Popczyk, B., Okarma, H., Crooks, K.R., 2016. Predation
of wildlife by free-ranging domestic dogs in Polish hunting grounds and potential
competition with the grey wolf. Biol. Conserv. 201, 1–9.

Wolfe, M.L., Koons, D.N., Stoner, D.C., Terletzky, P., Gese, E.M., Choate, D.M., Aubry,
L.M., 2015. Is anthropogenic cougar mortality compensated by changes in natural
mortality in Utah? Insight from long-term studies. Biol. Conserv. 182, 187–196.

Woodroffe, R., Ginsberg, J.R., 1998. Edge effects and the extinction of populations inside
protected areas. Science 280, 2126–2128.

Woodroffe, R., Frank, L.G., Lindsey, P.A., ole Ranah, S.M., Romanach, S., 2007. Livestock
husbandry as a tool for carnivore conservation in Africa's community rangelands: a
case–control study. Biodivers. Conserv. 16, 1245–1260.

Wright, P.C., Erhart, E.M., Tecot, S., Baden, A.L., Arrigo-Nelson, S.J., Herrera, J., Morelli,
T.L., Blanco, M.B., Deppe, A., Atsalis, S., Johnson, S., 2012. Long-term lemur research
at Centre ValBio, Ranomafana National Park, Madagascar. Long-term field studies of
primates Springer, Berlin, Heidelberg, pp. 67–100.

Young, J.K., Olson, K.A., Reading, R.P., Amgalanbaatar, S., Berger, J., 2011. Is wildlife
going to the dogs? Impacts of feral and free-roaming dogs on wildlife populations.
Bioscience 61, 125–132.

Glossary

Static occupancy: Single-year occupancy estimation using single-species, single-season
models.

Dynamic occupancy: Multi-year occupancy estimation using single-species, multi-season
models where season refers to year of survey.

Co-occurrence: Spatial distributions of two co-occurring species calculated by using the
conditional (psiBa) parameterization (Richmond et al., 2010) of the two-species,
multi-season occupancy models.
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