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ABSTRACT
As habitat generalists, urban coyote (Canis latrans) populations often utilize an
abundance of diverse food sources in cities. Within southern California, domestic
cats (Felis catus) comprise a higher proportion of coyote diets than in other studied
urban areas throughout the United States. However, it is unclear which ecological
factors contribute to higher rates of cat depredation by coyotes in this region. While
previous research suggests that coyote presence may have a negative effect on
free-ranging domestic cat distributions, few studies have determined whether urban
green spaces affect coyote or free-ranging domestic cat occurrence and activity within
a predominantly urbanized landscape. We placed 20 remote wildlife cameras across a
range of green spaces and residential sites in Culver City, California, an area of Los
Angeles County experiencing pronounced coyote-domestic cat conflict. Using data
collected across 6 months from 2019–2020, we assessed the influence of green space
and prey species (i.e., cottontail rabbits (Sylvilagus spp.) and domestic cats) on coyote
habitat use and activity. Coyotes exhibited a preference for sites with higher amounts
of green space, while domestic cat habitat use was high throughout our study region.
Although cottontail rabbit habitat use was also highly associated with urban green
space, neither cottontails nor domestic cats appeared to temporally overlap
significantly with coyotes. Unlike other cities where coyotes and domestic cats exhibit
strong habitat partitioning across the landscape, domestic cats and coyotes spatially
overlapped in green space fragments throughout Culver City. We suggest that this
pattern of overlap may be responsible for the frequent cases of domestic cat
depredation by coyotes in Culver City.
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INTRODUCTION
More than four billion people currently live in urban areas, representing over half of the
world’s human population (Ritchie & Roser, 2018). As cities continue to expand in size and
degree of development (Güneralp et al., 2020), wildlife species affected by urbanization
must continuously respond to dramatic changes in their environment. Urbanization often
fragments landscapes (Riley et al., 2003; Forman, 2014), which can have subsequent effects
on the behavior (Breck et al., 2019; Ellington & Gehrt, 2019), foraging ecology (Fuirst et al.,
2018; Smith et al., 2018), and population demography (Graser et al., 2012) of urban
wildlife. Large-scale anthropogenic influence can also produce novel community dynamics
and trophic interactions by altering the distribution of apex predators and mesocarnivores
(Prugh et al., 2009; Newsome & Ripple, 2015; Smith et al., 2018) and introducing novel
competitors and prey sources (e.g., domestic cats (Felis catus)) (Kikillus et al., 2017).
However, much remains unknown about the extent to which species interact in urban
environments, and how these relationships may differ within and among cities.

One mesopredator playing a key role in such novel interactions is the coyote (Canis
latrans), whose ranges have expanded with urbanization to occupy most of North and
Central America (Hody & Kays, 2018). This is likely due to the ability of coyotes to use
human food resources (Fedriani, Fuller & Sauvajot, 2001; Poessel, Gese & Young, 2016;
Larson et al., 2020), as well as the extirpation of former apex predators (i.e., wolves (Canis
lupus and Canis rufus) and mountain lions (Puma concolor) (Levi & Wilmers, 2012;
Newsome & Ripple, 2015)). Coyotes in cities tend to be bolder (Breck et al., 2019), consume
novel prey sources (e.g., domestic cats (Felis catus), ornamental fruits, and trash) (Larson
et al., 2020), and habituate to people when fed (Young, Hammill & Breck, 2019). Moreover,
coyotes fulfill the role of apex predator in many cities (Gehrt & McGraw, 2007), thereby
affecting the distribution and abundance of other urban mesocarnivores (Fascione et al.,
2004; Greenspan, Nielsen & Cassel, 2018). For example, there is strong evidence that
coyotes play a role in reducing free-ranging domestic cat populations (Crooks & Soulé,
1999; Grubbs & Krausman, 2009; Brashares et al., 2010; Cove et al., 2012; Kays et al., 2015).
Coyotes are therefore an excellent model organism through which to study the effects of
urbanization on predator-prey interactions and relative habitat use.

Due to their popularity as pets, domestic cats are one of the most prevalent introduced
species in the world (Dickman, 1996; Medina et al., 2011). In urban systems, free-ranging
cats—which we define as domestic cats that are owned and given outdoor access, as well as
stray/feral domestic cats (Gehrt et al., 2013; Vanek et al., 2021)—have been responsible for
significant levels of predation on native organisms, especially songbirds (Gillies & Clout,
2003; Baker et al., 2008; Dickman, 2009; Santiago-Alarcon & Delgado-V, 2017) and small
mammals (Loss, Will & Marra, 2013). Despite the prevalence of free-ranging cats within
and around urban landscapes, apex predators and mesocarnivores may exert substantial
top-down control on urban domestic cats. For example, free-ranging cats may be a
frequent source of prey for coyotes in certain urban contexts (e.g., Grubbs & Krausman,
2009; Larson et al., 2015; Larson et al., 2020). Some wildlife managers may perceive cat
depredation as beneficial given the environmental consequences associated with
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free-ranging cats. However, interactions between cats and coyotes produce strong ethical
and social dilemmas (Gramza, Teel & Crooks, 2014; Gramza et al., 2016), especially in
cities where cat owners regularly permit their pets to roam outside.

Some studies have quantified the effect of anthropogenic resource availability, including
domestic cats, on coyote diet composition in rural and urban areas (e.g., Fedriani, Fuller &
Sauvajot, 2001; Poessel, Mock & Breck, 2017). Research suggests that cats account for only a
small percentage (0–2%) of coyote diets in various urban systems (e.g., Hernández et al.,
2002; Prugh, 2005; Gehrt &McGraw, 2007;Morey, Gese & Gehrt, 2007;Murray et al., 2015;
Poessel, Mock & Breck, 2017; Peterson et al., 2021). However, within southern California,
domestic cats comprise a significantly higher proportion of coyote diets than elsewhere in
the country (Larson et al., 2015; Larson et al., 2020), with up to 20% of surveyed coyote
scats in the Los Angeles area containing domestic cat (Larson et al., 2020). It is yet unclear
which variables contribute to higher rates of cat depredation by coyotes in the Los Angeles
region compared to other areas of the United States.

One factor that may contribute to coyote-cat conflicts in southern California is the
relative site use and site overlap between each species. Coyote presence and/or abundance
may have a significantly negative effect on free-ranging cat distributions (Crooks & Soulé,
1999; Sims et al., 2008; Cove et al., 2012; Kays et al., 2015), with coyotes preferentially
occupying less developed areas across urban to rural gradients, while domestic cats select
for more urbanized and residential spaces (Gehrt et al., 2013; Vanek et al., 2021). However,
small-scale natural areas within cities, such as urban green spaces, may also influence
coyote and free-ranging cat occupancy. Across green spaces in Chicago, cats are more
likely to occupy city parks whereas coyotes generally occupy other green spaces, such as
golf courses, cemeteries, and natural areas (Gallo et al., 2017). Therefore, patterns of
relative habitat use between coyotes and free-ranging cats may differ at points along an
urban to rural gradient. Considering elevated rates of coyote-cat conflict in southern
California, this work may allow for comparisons of coyote and cat habitat use with other
metropolitan areas.

Culver City, California is a highly populated suburb of Los Angeles that has recently
experienced frequent cases of domestic cat depredation by coyotes (Culver City Police
Department, 2022; S1 File). Given the range of parks, neighborhoods, and developed areas
within this narrow urban grid, it is possible that interconnections between urban green
space and residential areas facilitate coyote-cat conflicts at a local scale. If this is the case,
our findings may better focus management efforts toward areas with a higher probability
of conflict. Additionally, this study may address the social implications of domestic cat
owners allowing their cats to roam freely outdoors.

In addition to similarities in spatial use, temporal overlap between domestic cats and
coyotes could further exacerbate domestic cat mortality in Culver City. Typically, coyotes
display nocturnal activity patterns in urban environments, while domestic cats in urban
areas are more diurnal (Kays et al., 2015). Given the abnormally high rates of cat
depredation by coyotes in southern California (Larson et al., 2015; Larson et al., 2020), we
predict that cats in Culver City may exhibit more nocturnal activity, thus demonstrating
temporal overlap with coyotes across urban green spaces and residential sites.
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Additionally, the presence of shared prey species between coyotes and cats, such as
cottontail rabbits (Sylvilagus spp.), may contribute to habitat selection by coyotes in ways
that inflate their spatial and/or temporal overlap with domestic cats, and therefore
opportunities for conflict. Consequently, we also investigated relationships between
coyotes and cottontail rabbits throughout our study area.

To better understand coyote and free-ranging cat interactions in Culver City, California,
we surveyed coyotes, cats, and cottontail rabbits for 6 months using motion-sensor camera
traps. As a noninvasive survey tool, remote wildlife cameras are especially useful when
surveying mammalian carnivores, such as coyotes and cats (Ordeñana et al., 2010; Cove
et al., 2012; Lombardi et al., 2020). Our study had two main objectives. First, using
single-season occupancy models, we sought to determine the relative influence of green
space, domestic cat habitat use, and cottontail rabbit habitat use on urban coyote habitat
use. Occupancy models are often used to analyze camera trap studies, as they account for
imperfect detection and can reveal correlations between species and how they select for
habitats (Tobler et al., 2015; Davis et al., 2018;Neilson et al., 2018; Sollmann, 2018). Second,
we sought to assess temporal overlap between coyotes and both domestic cats and
cottontail rabbits in our study area. We hypothesize that in our study system, coyotes will
prefer green spaces, while cats will primarily occupy residential spaces, but that coyote and
cat distributions may overlap on temporal scales. We further expect that cottontail rabbit
distributions will influence the relative site selection and activity patterns of coyotes, thus
mediating coyote-cat conflict. Primarily, this research will assist the Culver City
government in establishing effective management protocol for coyotes in this region.
However, this case study may also present a feasible approach for other urban areas
experiencing human-wildlife conflict. Beyond coyote management, similar studies may
further inform how cities regulate the prevalence of free-ranging cats at local urban scales.

MATERIALS AND METHODS
Study site
Culver City, California, is a city in Los Angeles County with a population of approximately
39,185 people and a total area of 13.31-km2 (Fig. S1). This small region is comprised of
several residential areas, a range of local and commercial businesses, and many fragments
of green space. There are eight major public parks distributed across Culver City. Culver
City Park and Veterans Memorial Park are the largest, covering 41.55 acres and 12.9 acres,
respectively. Lindberg Park, Carlson Park, Syd Kronenthal Park, Tellefson Park, Blanco
Park, and Hillside Memorial Park range from 1.5 to 4.39 acres (Fig. S2).

Culver City is bordered by Baldwin Hills, a potential point of origin and entry for urban
coyotes given its relative green space and proximity to the Kenneth Hahn State Recreation
Area (Fig. S2). This city also shares a border with the Inglewood Oil Fields, which covers
approximately 1,000 acres of Culver City (History of Inglewood Oil Field, 2017). One of the
most distinctive geographic features in the region is Ballona Creek, a 14.16-km watershed
that runs from northeast to southwest Culver City and empties into the Santa Monica Bay
(Fig. S2). Access to Ballona Creek is mostly limited to a bike path that begins at Syd
Kronenthal Park in east Culver City and runs past Culver City Park and Lindberg Park.
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This geographic feature may serve as a necessary water source and means of connectivity
for urban wildlife.

Camera trap surveys
From December 2019 through June 2020, we conducted a camera trap survey in Culver
City, California using 20 non-baited wildlife cameras (BTC 6HDX Dark Ops 940;
Browning Trail Cameras, Birmingham, AL, USA) for a total of 3,736 sampling nights
across all cameras (Fig. 1). Twenty remote wildlife cameras have been identified as the
minimum sample size needed to assess the occupancy of common species (Kays et al.,
2020). Cottontail rabbits occur widely across the urban-rural gradient in southern
California (Larson et al., 2020) and are frequently cited as a common prey species for

Figure 1 Map of 20 remote wildlife cameras across Culver City, California. Inset map illustrates the location of camera sites within the broader
context of Los Angeles County. Sources: Esri, Maxar, GeoEye, Earthstar Geographics, CNES/Airbus DS, USDA, USGS, AeroGRID, IGN, and the GIS
User Community. Full-size DOI: 10.7717/peerj.14169/fig-1
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coyotes (e.g., MacCracken & Hansen, 1987; Swingen, DePerno & Moorman, 2015; Poessel,
Mock & Breck, 2017). Similarly, the number of coyote sightings reported by community
members and cat mortality events within Culver City neighborhoods, as well as the high
proportion of cat remains in coyote diet within southern California (Larson et al., 2020),
suggests that the species assessed in our study are common enough to support our sample
size.

When possible, cameras were positioned at roughly knee-height, ~51 cm high.
However, several cameras were placed at heights above or below this average due to
limitations in the urban landscape (e.g., lack of stable attachment site or sloped terrain at
knee-height). To test for the potential influence of camera height on the probability of
coyote, free-ranging cat, and cottontail rabbit detection, camera height was included as a
covariate on detection probability in our analyses (see Statistical Analyses).

Given the fine scale of this study, cameras were positioned >50-m apart (Fig. 1). Though
26 cameras were originally placed throughout our study region, if more than one camera
was present within the same 50-m buffer zone, we randomly selected one camera to be
used for the analysis (Table S1). While it is standard for camera trap studies to position
cameras at least one home range diameter apart to avoid detection of the same individuals
(Sollmann, 2018), our work was conducted under the assumption that Culver City lies
within the home range of 1–2 packs of coyotes. Coyote trapping, ear tagging, and radio
collaring throughout the study area (M Weaver, 2020, personal communication) has
confirmed that individuals detected across multiple sites belong to the same pack. Thus,
our study aimed to assess local habitat selection of a small number of coyotes rather than
the selection of multiple populations of coyotes. A 50-m buffer zone was therefore used to
assess variation in wildlife site use at the finer scale of neighboring green spaces and
residential areas.

Community science reports (S1 File) between July 2013 and December 2019 indicated
that coyote sightings and cat deaths were predominantly located within two estimated
quadrants of Culver City (Fig. 2). Given that the initial aim of this study was to assist the
Culver City local government in mitigating instances of human-wildlife conflict, we
intentionally selected sites within these broad zones. We recognize that camera placement
in areas with known coyote presence positively biased our sites toward both coyote and cat
detections, given that reports of coyote sightings often corresponded to evidence of cat
mortality (S1 File). However, coyotes and cats were not known to occur specifically at each
site. We distributed cameras across a range of green spaces and residential sites within
these general hotspots (Fig. 1). For example, at least one camera was deployed at each of
the major green spaces within these zones. This included urban parks and other potential
wildlife corridors, such as the Ballona Creek bike path and storm drains. Public parks were
included to assess the expected correlation between green space and coyote site use based
on evidence from the literature (Gehrt et al., 2013).

Several cameras were also distributed throughout residential neighborhoods. In some
cases, concerned residents directly contacted us and granted us access to their backyards
for coyote monitoring. As a result, a few of our residential sites fell outside of the coyote
hotspot boundaries. In an effort to capture as many green spaces as possible, we also

Davenport et al. (2022), PeerJ, DOI 10.7717/peerj.14169 6/24

http://dx.doi.org/10.7717/peerj.14169/supp-4
http://dx.doi.org/10.7717/peerj.14169/supp-8
http://dx.doi.org/10.7717/peerj.14169/supp-8
http://dx.doi.org/10.7717/peerj.14169
https://peerj.com/


selected non-hotspot sites within Lindberg Park, Veterans Park, Culver City Park, and
adjacent to Baldwin Hills. Nevertheless, it should be noted that site selection was not
randomized and that results must be interpreted accordingly. Altogether, cameras were
evenly distributed between urban green spaces and highly urbanized/residential sites
(Fig. S3). All camera locations were approved by the City of Culver City, California (permit
#32000041).

We used the Sanderson’s CameraSweet to sort and analyze photo data (Sanderson &
Harris, 2013). Independent observers sorted each photograph, followed by an expert
researcher who performed quality checks for each data set to further validate species
identifications prior to analysis. All observers were trained and checked for accuracy prior
to sorting photos. From December 2019 through June 2020, we collected 892 free-ranging
cat images, 510 coyote images, and 1,747 cottontail rabbit images. We considered

Figure 2 Heat map of coyote sightings in Culver City between July 2013 and December 2019. Red circles indicate locations of coyote sightings
across Culver City. Yellow and red areas on the map highlight hotspots of coyote sightings due to clustered data points. Blue areas surround regions
with fewer coyote sightings. Sources: Esri, HERE, Garmin, Intermap, increment P Corp., GEBCO, USGS, FAO, NPS, NRCAN, GeoBase, IGN,
Kadaster NL, Ordnance Survey, Esri. Full-size DOI: 10.7717/peerj.14169/fig-2
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photographs of each species taken at individual sites to be independent if the images were
captured more than 30 min apart (Linkie & Ridout, 2011; Havmøller et al., 2020).

Geographic information system analyses
To calculate the degree of green space versus residential space across sites, we used ArcMap
(Version 10.6.1; ESRI, Redlands, CA, USA) to first construct a 150-m radius around each
site. This buffer zone is used for distinguishing landscape types at a smaller scale, thereby
classifying the vegetation directly surrounding each camera trap (Ordeñana et al., 2010).
We recognize that broadening our original 50-m radius between cameras to 150-m buffer
zones for this landscape assessment resulted in substantial overlap between some of the
neighboring sites. However, it was important to capture a broader radius of landscape
features that may have contributed to the detection of coyotes and cats in our study area.
Moreover, recent work suggests that overlapping landscapes may neither violate
independence between sites nor cause pseudoreplication (Zuckerberg et al., 2012;
Zuckerberg et al., 2020). Nevertheless, we ensured that sites with overlapping buffers did
not have correlated green space values before proceeding with our analyses (R2 = 0.0082)
(Fig. S3).

Using the tessellation function in ArcMap (Version 10.6.1; ESRI, Redlands, CA, USA),
we constructed a continuous non-overlapping hexagon layer for each of the 20 sites
(McDonald et al., 2008). Each hexagon was 100-m2 with an average of 334 hexagons per
site. Using satellite view, we then counted the number of hexagons reflective of green space
versus residential space. Green space was classified as vegetation, public parks, natural
areas, baseball fields, cemeteries, oil fields, dirt patches, and water sources (including
Ballona Creek). Residential space included neighborhoods, buildings, roadways, and other
man-made features. If a hexagon reflected some quantity of green space and residential
space, we classified it by majority. Given that each hexagon was categorized into one of
these two groups, our covariate of green space was considered the inverse of residential/
urbanized space. Values of green space were calculated as the proportion of green space
hexagons (mean = 0.563, sd = 0.204) and then standardized to have zero mean and unit
variance across the 20 sites (Table S1).

Single-species occupancy analyses
To assess the influence of relative green space, domestic cat distributions, and cottontail
rabbit distributions on the probability of site use by coyotes, as well as to identify the
distribution of domestic cats and cottontails more broadly, we developed a series of
single-species occupancy models (MacKenzie et al., 2018). Since sampling locations may
have lacked independence due to their close proximity, we defined and interpreted
occupancy as the relative habitat use of each species (Magle et al., 2021). We tested our
habitat covariate of green space on occupancy (Ψ) and evaluated the influence of camera
height on detection probability (p). Although we intended to run occupancy models for
free-ranging cats, cats were detected in 17 out of 20 sites, leaving minimal variation to be
explained by landscape patterns and coyote occupancy. Instead of performing the full suite
of occupancy models on free-ranging cats, we ran only the null intercept model with no
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covariates to obtain a value for cat occupancy and detection probability. Although cat
occupancy was high throughout our study area, we thought it worthwhile to examine
variation in the number of cats detected at each site per 30-min period (NumCat).
Therefore, for the coyote and rabbit occupancy analyses, the number of cat photos taken at
a site within a 30-min period (NumCat) was included as an additional covariate on Ψ and
standardized to have zero mean and unit variance (Table S1). Considering that
free-ranging cats were not individually identified across the study period, this metric was
designed to indicate relative site use of a certain number of individuals as opposed to cat
abundance. Hence, greater NumCat values at a given site served as a proxy for greater
relative site use compared to other camera trap locations. 30-min cutoffs are standard for
identifying independence between detections (Linkie & Ridout, 2011; Havmøller et al.,
2020), especially for larger data sets when individual animals cannot be identified.

We considered including an equivalent covariate for the number of rabbits detected at
each site (NumRab) for the coyote occupancy models. However, upon running a Pearson’s
correlation matrix to ensure that our variables were not too highly correlated, we found
NumRab and green space to have a correlation of 0.623 (Table S2). Given the frequently
accepted cutoff of +/− 0.5 (e.g., Kays & Parsons, 2014; Colborn et al., 2020), we decided to
remove NumRab as a covariate on Ψ. This high correlation suggests that the models would
be unable to differentiate the respective influences of environmental factors (e.g., green
space/residential space) versus prey availability (e.g., rabbit detections) on coyote
occupancy. However, contrary to free-ranging cats, rabbits were only detected at seven of
the sites throughout the study area. Therefore, we deemed it acceptable to run the full set of
occupancy models on rabbits to test for a correlation between rabbit occupancy and green
space.

For both the coyote and rabbit occupancy models, no other variables had a correlation
equal to or above +/− 0.5. We modeled all eight possible combinations of Ψ and p in our
single-species occupancy models for coyotes and cottontail rabbits, which included a null
intercept model (Table 1). Candidate models were then ranked using values of the Akaike
Information Criterion corrected for small sample size (AICc) (Burnham & Anderson,

Table 1 Eight coyote occupancy models (including null models) with all possible combinations of
covariates.

Model npar AICc Δ AICc Weight Deviance

Ψ(Greenspace), p(CamHeight) 4 116.789 0 0.413 106.123

Ψ(Greenspace), p(.) 3 117.062 0.273 0.360 109.562

Ψ(NumCat + Greenspace), p(.) 4 119.527 2.738 0.105 108.861

Ψ(NumCat + Greenspace), p(CamHeight) 5 119.717 2.928 0.096 105.43

Ψ(.), p(CamHeight) 3 123.702 6.912 0.013 116.202

Ψ(.), p(.) 2 124.522 7.733 0.009 42.310

Ψ(NumCat), p(CamHeight) 4 126.852 10.062 0.003 116.185

Ψ(NumCat), p(.) 3 127.291 10.501 0.002 119.791

Note:
Green space and the number of cat photos per site (NumCat) were tested on occupancy (Ψ), while camera height
(CamHeight) was tested on coyote detection (p).
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2002). We also calculated relative variable importance (w+), which is the sum of AICc
weights for all models containing a given variable (Burnham & Anderson, 2002).
Occupancy modeling was performed using R version 4.0.3 using package ‘RMark’ (Laake,
2013; R Core Team, 2020).

Activity pattern analyses
Using data from the Sanderson CameraSweet output file, each independent photo per
30-min interval was assigned the median time of the hour in which the animal was active
(i.e., an individual detected between 04:00–05:00 was estimated to be active at 04:30).
Although the Sanderson’s CameraSweet analysis did not produce exact activity values, we
considered these estimates to be sufficient considering each interval represented only two
30-min periods. Using the package ‘overlap’ in R (Linkie & Ridout, 2011; Kamler et al.,
2020), we constructed kernel density estimation curves to depict the activity patterns of
coyotes, cats, and rabbits. We then quantified the temporal overlap of coyotes and
free-ranging cats, as well as coyotes and cottontail rabbits. We estimated the coefficient of
overlap (Δ), or the shaded area under the kernel density curves (Soultan, Attum & Lahue,
2021), using the nonparametric estimator Δ4, as each species assessed had a sample size
exceeding 50 (Havmøller et al., 2020; Kamler et al., 2020). To calculate bootstrap percentile
confidence intervals for Δ4, we used 10,000 bootstrap samples (Havmøller et al., 2020).
Activity patterns were considered significantly different from one another if the upper
bound of the 95% confidence interval was <0.90 (Lewis et al., 2021).

RESULTS
Single-species occupancy models
For coyotes, estimated occupancy (Ψ) was 0.516 (se = 0.152, 95% CI [0.244–0.779]), while
estimated detection probability (p) was 0.472 (se = 0.064, 95% CI [0.350–0.598]). Green
space was included as a predictor of coyote occupancy in both of the highest ranked
models, with weights of 0.413 and 0.360, respectively (Table 1). Therefore, we used the top
model to draw inferences from the species data. The β estimate for green space (β = 2.163,
se = 0.973, 95% CI [0.255–4.070]) revealed a positive and informative relationship with
coyote occupancy (i.e., 95% Confidence Intervals (CIs) did not overlap zero). Similarly,
green space had a relative variable importance (w+) of 0.973, indicating that of the two
covariates assessed on Ψ, green space was the most important covariate included in the
coyote occupancy models (Table S3). On the other hand, the number of cat detections per
site (NumCat) had a relatively low w+ of 0.205 (Table S3) and was not included as a
predictor of coyote occupancy in the top models (Table 1). Consequently, the relationship
between NumCat and coyote occupancy was considered nominal and uninformative.

Camera height had a w+ of 0.524 (Table S3) and a β estimate of 0.481, suggesting a
positive relationship with coyote probability of detection. However, the lower and upper
bounds of the 95% CIs [−0.038 to 0.999] overlapped zero, indicating that this covariate was
not informative for probability of detection, as the direction of the relationship could not
be determined with high confidence.
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For cottontail rabbits, Ψ was 0.259 (se = 0.132, 95% CI [0.084–0.573]), while p was 0.570
(se = 0.071, 95% CI [0.428–0.701]). Similar to coyotes, the highest ranked model also
included green space as a predictor of rabbit occupancy (Table 2). The β estimate of green
space (β = 2.043, se = 0.880, 95% CI [0.318–3.767]) had a strong positive relationship with
rabbit occupancy and was modeled as the most influential covariate on occupancy, with a
w+ of 0.958 (Table S4). The 95% CIs did not overlap zero, suggesting that this relationship
was informative. On the other hand, NumCat was not included as a predictor of Ψ in the
top models (Table 2) and had a relatively low w+ of 0.191 (Table S4), suggesting that this
covariate was uninformative for rabbit occupancy. Camera height was not included in the
top models (Table 2) and had a relatively low w+ of 0.208 (Table S4), suggesting that this
covariate was not informative for rabbit probability of detection.

The null intercept model for free-ranging cats estimated Ψ as 0.882 (se = 0.082, 95% CI
[0.614–0.972]) and p as 0.445 (se = 0.048, 95% CI [0.353–0.540]).

Activity analyses
Both cats and rabbits showed statistically different activity patterns from coyotes. In both
cases, the upper bound of the 95% CIs for the coefficient of overlap was <0.90 (e.g., Lewis
et al., 2021) (Table 3). Coyotes in Culver City displayed a primarily nocturnal activity
pattern with peaks around 04:00 and 24:00 (Fig. 3). Cats were most active between
00:00–06:00 and 18:00–24:00, with the most prominent peak at around 20:00 (Fig. 3A).
Cats displayed slight diurnal activity, while coyote activity was largely absent during

Table 2 Eight rabbit occupancy models (including null models) with all possible combinations of
covariates. Green space and the number of cat photos per site (NumCat) were tested on occu-
pancy (Ψ), while camera height (CamHeight) was tested on rabbit detection (p).

Model Npar AICc DeltaAICc Weight Deviance

Ψ(Greenspace), p(.) 3 90.847 0 0.619 83.347

Ψ(Greenspace), p(CamHeight) 4 93.547 2.700 0.160 82.880

Ψ(NumCat + Greenspace), p(.) 4 93.803 2.956 0.141 83.136

Ψ(NumCat + Greenspace), p(CamHeight) 5 96.433 5.587 0.038 82.148

Ψ(.), p(.) 2 97.423 6.576 0.023 33.959

Ψ(NumCat), p(.) 3 99.213 8.367 0.009 91.713

Ψ(.), p(CamHeight) 3 99.761 8.914 0.007 92.261

Ψ(NumCat), p(CamHeight) 4 101.904 11.057 0.002 91.237

Table 3 Coefficient of overlap between activity patterns of coyotes (N = 148) and prey species (free-
ranging cats and cottontail rabbits) in Culver City, California, USA.

Species N Δ Lower CI Upper CI

Cat 301 0.710 0.602 0.771

Rabbit 433 0.722 0.617 0.759

Note:
N, number of independent photos of species; Δ, overlap estimate; CI, 95% confidence interval.
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diurnal time periods. Rabbits were the most active from 22:00–7:00, suggesting both
nocturnal and crepuscular activity patterns and marginal diurnal activity (Fig. 3B).

DISCUSSION
This study aimed to understand spatiotemporal interactions between urban coyotes and
free-ranging cats in Culver City, California. We examined potential factors influencing
coyote relative habitat use, including urban green space, free-ranging cat habitat use, and
cottontail rabbit habitat use. Our single-season occupancy models for coyotes and
cottontails tested covariates of green space and number of cat detections per site (NumCat)
on species occupancy, while camera height was tested on probability of species detection.
Coyote and rabbit occupancy were best predicted by increasing levels of green space at sites
compared to the availability of cats or no covariates at all (null model). This aligned with
our original hypothesis that coyote site use would be positively associated with green space.
However, based on previous findings, we predicted that cats would primarily occupy
residential spaces. Instead, we found that free-ranging cats were present in both residential
spaces and green spaces, thus resulting in potential spatial overlap between these species.
We also assessed temporal overlap between coyotes and two likely prey species – domestic
cats and cottontail rabbits. Activity patterns significantly differed between coyotes and
both prey species, although the analyses indicated some degree of overlap. This partially
deviated from our hypothesis that temporal overlap may contribute to elevated rates of
coyote-cat conflict in Culver City.

Coyote site use patterns aligned with those of other studies, which found coyotes to
show a preference for natural areas within a matrix of urbanization (e.g., Gehrt et al., 2013;
Lombardi et al., 2017; Vanek et al., 2021). Given that coyotes prefer green spaces as human
development simultaneously expands, it is possible that coyotes select for habitat

Figure 3 Overlap in daily activity patterns between (A) coyotes and cats, and (B) coyotes and rabbits.
Coyote patterns are displayed with a solid line, while prey species are displayed with a dashed line. Time
of day is presented on the x-axis, and kernel density activity is displayed on the y-axis. The shaded area
under the kernel density curves represents the coefficient of overlap (Δ) between coyote and prey activity
patterns. Full-size DOI: 10.7717/peerj.14169/fig-3
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fragments with more green space as a means of navigating through residential
neighborhoods and urbanized regions. Green space is also an essential factor for coyote
dens and access to water (Way et al., 2002; Schmidly & Bradley, 2016). This might explain
coyotes in our study using green spaces, such as Ballona Creek or in regions surrounding
Baldwin Hills. However, it may be useful for future studies to classify green spaces into
specific types based on landscape characteristics, as coyote site use may be specifically
associated with certain green space attributes.

It is important to note that site selection may have positively biased coyote detections
within Culver City green spaces, as cameras were generally placed throughout large
hotspot zones of coyote sightings (see Camera Trap Surveys; Fig. 2). However, this positive
bias would have likely affected detections in both green spaces and residential areas, as
green space values varied greatly between sites (Fig. S3). In addition, a few cameras were
positioned in green spaces and backyards outside of the hotspot zones (Fig. 1), which may
have mitigated some possible bias. Therefore, while overall estimates of coyote occupancy
(Ψ = 0.516) and probability of detection (p = 0.472) may be slightly inflated, we still
conclude that coyote relative habitat use is positively associated with green space.

Although coyotes in Culver City appear to primarily use green spaces, it is unclear
whether their site use corresponds more heavily with landscape attributes (e.g., water and
den access) or instead with prey availability. If food items are scarce or unavailable in
natural areas, coyotes may have to occasionally travel through neighborhoods to obtain
resources (Grinder & Krausman, 2001; Gehrt, Brown & Anchor, 2011). This may be the
case in Culver City, where there is a lack of full continuity between forested habitats.
However, other studies have found that coyotes will primarily forage within green spaces, if
such areas are widely available (Gehrt & Riley, 2010). To investigate this possibility, our
occupancy models and activity analyses examined if domestic cats and cottontail rabbits
are available prey sources for coyotes in urban green spaces. Several studies have classified
cottontail rabbits as a common prey species for coyotes (e.g.,MacCracken & Hansen, 1987;
Swingen, DePerno & Moorman, 2015; Poessel, Mock & Breck, 2017). Our analyses revealed
that rabbit site use is also positively correlated with green space. Therefore, high coyote site
use in urban green spaces may correspond with higher cottontail rabbit availability in these
areas compared with residential zones.

However, prey availability requires both spatial and temporal overlap. While selection
for green space by both species may indicate some degree of spatial overlap, our activity
analyses sought to examine if coyotes and rabbits overlap on temporal scales. Although
both species appeared to exhibit similar nocturnal/crepuscular patterns, their overall
activity patterns were statistically different (Lewis et al., 2021). It is possible that rabbits in
Culver City have adjusted their activity to avoid coyotes, especially considering that both
species show a strong preference for particular sites across a narrow local gradient.
Nevertheless, statistical significance does not necessarily equate to biological significance.
While the peaks of activity may vary, there still appears to be substantial temporal overlap
between these species (Fig. 3B). Based on these spatiotemporal relationships, it is possible
that cottontail rabbits are viable prey sources for coyotes in Culver City.
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Free-ranging domestic cat activity patterns were also classified as significantly different
from coyotes, yet there is already substantial evidence of cat depredation by coyotes in
southern California (Larson et al., 2015; Larson et al., 2020). Photographs from our camera
trap surveys provide further evidence of cat depredation by coyotes (e.g., Fig. 4). Domestic
cats and coyotes likely experience increased temporal overlap in Culver City compared to
other cities, as cats in Culver City were more nocturnal than in other urban studies (e.g.,
Kays et al., 2015; Vanek et al., 2021). Therefore, while cats may be exhibiting patterns of
avoidance, they are likely viable prey sources for coyotes, especially compared to other
cities. However, the nonrandomized and positively biased site selection in this study (see
Camera Trap Surveys) may limit inferences regarding temporal overlap. Considering that
several cameras were positioned within general areas where coyote sightings and cat deaths
had been reported (Fig. 2), it is possible that this sample does not reflect true activity
patterns across the city. Perhaps cats are more active and/or nocturnal in these
neighborhoods and parks compared to other areas. However, this does seem improbable
considering the small size of Culver City (13.31-km2; Fig. S1) and that this region likely
encompasses a single population of coyotes and cats. Nevertheless, future studies are
needed to comprehensively assess the activity patterns of both species across a random
sample of green spaces and residential sites. Such research could also assess coyote diet
composition to determine if coyote diet in Culver City aligns with the elevated proportion
of domestic cat remains reported in larger-scale southern California studies (Larson et al.,
2015; Larson et al., 2020).

Since cat occupancy was high across our study system (Ψ = 0.882), we wanted to
evaluate whether the relative site use of free-ranging cat detections affected coyote and/or
rabbit occupancy (covariate of NumCat). It is important to recognize that neither high
occupancy nor greater NumCat values serve as a proxy for free-ranging cat abundances.
High occupancy of cats across Culver City could have been due to repeated sampling of the
same individuals between sites in close proximity. However, free-ranging cats in urban
areas typically have smaller home ranges than cats in rural areas (Horn et al., 2011; Hall

Figure 4 Camera trap photograph of a coyote carrying a domestic cat in its mouth.
Full-size DOI: 10.7717/peerj.14169/fig-4
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et al., 2016). Additionally, owned cats often have home ranges as small as 1–3 hectares
(Horn et al., 2011; Castañeda et al., 2019; Pirie, Thomas & Fellowes, 2022), although
unowned cat home ranges can extend up to 157 hectares (Horn et al., 2011). If most of the
free-ranging cats in Culver City are owned, then 50-m radius buffers (area = 0.785 ha)
between cameras may be sufficient in establishing some degree of independence between
sites for cat detections. Further studies are required to determine the ownership status of
Culver City free-ranging cats and estimate home range size. Given that we were unable to
identify individual cats at our sites, future work may confirm or deny that the high
occupancy of cats in Culver City corresponds to an abundance of cats across the landscape.
Still, we can conclude that the cats detected in our study are widely present across the
selected sites and appear to use a combination of green space and residential habitat.

Interestingly, neither coyote nor rabbit relative habitat use were associated with the
relative site use of free-ranging cats (NumCat). One possible explanation is that Culver
City coyotes do not prey on domestic cats at a degree that might influence coyote site use
patterns. However, there is evidence to suggest that coyotes in this region heavily prey
upon free-ranging cats. Community science reports to the Culver City government include
several direct observations of cat depredation by coyotes (S1 File), as well as indirect
evidence of mortality through cat necropsies and nearby coyote sightings. Similarly, the
high proportion of cat remains in the diet of southern California coyotes (Larson et al.,
2015; Larson et al., 2020) may suggest that elevated rates of cat depredation by coyotes are a
general pattern throughout this region of the state.

Based on this evidence, it may be the case that coyotes prey quite heavily on free-ranging
cats without preferentially occupying sites with higher cat site use. Perhaps available
habitat (e.g., green space) influences spatial distributions of Culver City coyotes more than
prey availability. Coyotes have previously been cited as optimal foragers (MacCracken &
Hansen, 1987; Hernández et al., 2002). If they are able to locate food regardless of
availability of prey, green space may be their main limiting factor. However, it remains
unclear whether coyotes select for green space in Culver City independent of its positive
association with cottontail rabbit site use. Lagomorphs are known to be a primary prey
source for coyotes (Clark, 1972; Andelt et al., 1987; Hernández, Delibes & Hiraldo, 1994).
In Los Angeles in particular, cottontail rabbits have been found to account for 18.04% of
coyote scats (Larson et al., 2020). Moreover, rabbits may fail to spatially avoid coyotes or to
display heightened vigilance when coyotes are present (Gallo et al., 2017). Such behavioral
tendencies may contribute to cottontail rabbits being a common prey item for coyotes,
even in urban areas.

Similarly, domestic cats in our study were detected in all but one of the sites in which
coyotes were detected. Even though our study did not assess the relative abundances of
free-ranging cats across Culver City, we know that cats were at least present in sites with
moderate to high levels of green space cover. Our camera traps also captured evidence of
cottontail rabbit depredation by a free-ranging cat (Fig. 5). Therefore, it remains possible
that the presence of shared prey species between coyotes and cats influence habitat
selection by both mesopredators. Based on these observations, patterns of site use overlap
in Culver City appear to dramatically differ from other cityscapes, where coyotes restrict
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cats to developed areas through intraguild competition (Crooks & Soulé, 1999; Sims et al.,
2008; Cove et al., 2012; Kays et al., 2015). In Chicago, for example, cats and coyotes
partition the landscape, with minimal overlap in home range (Gehrt et al., 2013). Cats were
presumed to avoid coyotes by remaining on the periphery of natural habitat fragments
(Gehrt et al., 2013). In Culver City, the wide spatial distribution of free-ranging cats may
partially explain why cats comprise a disproportionate percentage of coyote diets
compared to other urban landscapes across the country. However, Culver City serves as
only a case study for the greater Los Angeles area. Further diet studies are necessary at a
local scale to confirm the predicted availability of free-ranging cats as a prey species.
If locating prey is not particularly difficult for Culver City coyotes, then these individuals
may be able to select for green space fragments while still encountering free-ranging cats.

We must again acknowledge that positive bias in the study design may have skewed site
use patterns and detection probabilities of free-ranging cats. It is possible that cats at these
sites are not representative of the relative site use of the entire free-ranging cat population.
Perhaps a random sample of cats may have revealed greater habitat partitioning with
urban coyotes. While these speculations cannot be entirely dismissed without further
studies, we do note that cats were detected in backyards and green spaces apart from the
hotspot zones of coyote sightings and cat deaths. For example, cats used sites in Culver
City Park, Veterans Park, and habitat adjacent to Baldwin Hills. Given that these green
space sites were more randomly distributed across Culver City than clustered hotspot sites,
these observations suggest that spatial overlap between free-ranging cats and coyotes in
green space sites was not merely a product of study design.

One of the primary goals of this research was to assist the Culver City government in
establishing effective management protocol for coyotes in this region. Based on incidental
sightings of cat depredation by coyotes, residents have a common perception that coyotes
repeatedly seek access to cats or alternative food sources near Culver City residences.
On the contrary, this study suggests that coyote relative habitat use is concentrated within

Figure 5 Camera trap photograph of a domestic cat holding a cottontail rabbit in its mouth.
Full-size DOI: 10.7717/peerj.14169/fig-5
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urban green spaces. Based on these findings, management efforts may better monitor
coyote behavior and ecology by radio collaring and tracking individuals in these areas.

Although much attention is directed toward control of “problem” coyotes, these results
may also inform city management of free-ranging cats. While coyote relative site use was
positively associated with green space, domestic cats were detected in both residential areas
and green space sites. Spatial overlap combined with increased nocturnality of free-ranging
cats suggest that coyote-cat relationships in Culver City substantially differ from other
urban areas (e.g., Gehrt et al., 2013; Vanek et al., 2021). Given that free-ranging cats are
generally highly invasive predators that threaten a range of native wildlife (Gillies & Clout,
2003; Baker et al., 2008; Dickman, 2009; Loss, Will & Marra, 2013; Santiago-Alarcon &
Delgado-V, 2017), we recommend that future management efforts consider possible
restrictions or control measures for cats in this area. If coyotes have alternative prey
sources available in their preferred habitat, such as cottontail rabbits, then restrictions on
outdoor cats could potentially result in fewer instances of cat mortality. Social science
research on public risk perceptions and attitudes toward free-ranging cats (Gramza et al.,
2016) should be used to navigate the complex social dimensions of various control
measures. Our results indicate that spatiotemporal relationships of coyotes and
free-ranging cats may vary at local scales. Thus, we hope that this case study provides a
strong framework and methodological approach for other cities experiencing
human-wildlife conflict.

CONCLUSIONS
As urbanization continues to encroach on green space in southern California, the resulting
influx of coyotes to developed areas may facilitate human-wildlife conflict. In this case,
coyotes have been linked to frequent cases of cat depredation in Culver City, California.
Using a local camera trap analysis within a predominantly urban landscape, we propose
that spatiotemporal patterns of coyotes and cats in Culver City may distinguish conflict in
this area from other urban landscapes. Our occupancy models revealed a positive
correlation between coyote habitat use and green space, while cats were instead widely
detected across both developed areas and natural habitat fragments. This lack of landscape
partitioning may, in combination with additional demographic factors and geographical
features, be responsible for the high percentage of cat depredation events reported in
Culver City. Our study will serve to focus future research toward important differences in
the site use of free-ranging cats in Culver City compared to other cities. Future
management may redirect some attention toward the social implications of permitting
domestic cats to freely roam in Los Angeles.

ACKNOWLEDGEMENTS
We are grateful to the City of Culver City and the Center for Urban Resilience (CURes) for
providing support, resources, and knowledge to our research team throughout the project.
We are also grateful to our dedicated and diligent team of undergraduate students in the
Weaver Lab at Loyola Marymount University (LMU), each of whom greatly assisted with
data processing. Specifically, we would like to acknowledge Katherine Arakkal, Anna

Davenport et al. (2022), PeerJ, DOI 10.7717/peerj.14169 17/24

http://dx.doi.org/10.7717/peerj.14169
https://peerj.com/


Maria Brodkey, Julia Burke, Marceline Burnett, Belen Carrasco-Cazares, Gwyneth
Garramone, Matthew Goddard, Madina Inagambaeva, Abby Marich, Anna Monterastelli,
Sarah O’Riordan, Advait Prasad, Jaime Luis Villa, and Ian Wright.

ADDITIONAL INFORMATION AND DECLARATIONS

Funding
This work is funded by the City of Culver City, California. The funders had no role in study
design, data collection and analysis, decision to publish, or preparation of the manuscript.

Grant Disclosures
The following grant information was disclosed by the authors:
City of Culver City, California.

Competing Interests
The authors declare that they have no competing interests.

Author Contributions
� Rebecca N. Davenport analyzed the data, prepared figures and/or tables, authored or
reviewed drafts of the article, and approved the final draft.

� Melinda Weaver conceived and designed the experiments, performed the experiments,
authored or reviewed drafts of the article, and approved the final draft.

� Katherine C. B. Weiss analyzed the data, authored or reviewed drafts of the article, and
approved the final draft.

� Eric G. Strauss conceived and designed the experiments, authored or reviewed drafts of
the article, and approved the final draft.

Animal Ethics
The following information was supplied relating to ethical approvals (i.e., approving body
and any reference numbers):

Our work did not require IACUC approval, as no animals were handled for our
research. Camera traps were deployed and data was collected remotely.

Field Study Permissions
The following information was supplied relating to field study approvals (i.e., approving
body and any reference numbers):

The City of Culver City approved the deployment of camera traps across Culver City,
California (32000041).

Data Availability
The following information was supplied regarding data availability:

The raw data and R script are available in the Supplemental Files.

Davenport et al. (2022), PeerJ, DOI 10.7717/peerj.14169 18/24

http://dx.doi.org/10.7717/peerj.14169#supplemental-information
http://dx.doi.org/10.7717/peerj.14169
https://peerj.com/


Supplemental Information
Supplemental information for this article can be found online at http://dx.doi.org/10.7717/
peerj.14169#supplemental-information.

REFERENCES
Andelt W, Kie J, Knowlton F, Cardwell K. 1987. Variation in coyote diets associated with season

and successional changes in vegetation. Journal of Wildlife Management 51(2):273–277
DOI 10.2307/3801002.

Baker PJ, Molony SE, Stone E, Cuthill IC, Harris S. 2008. Cats about town: is predation by
free-ranging pet cats Felis catus likely to affect urban bird populations? Ibis 150(s1):86–99
DOI 10.1111/j.1474-919X.2008.00836.x.

Brashares JS, Prugh LR, Stoner CJ, Epps CW. 2010. Ecological and conservation implications of
mesopredator release. In: Terborgh J, Estes JA, eds. Trophic Cascades: Predators, Prey, and the
Changing Dynamics of Nature. Washington D.C: Island Press, 221–240.

Breck SW, Poessel SA, Mahoney P, Young JK. 2019. The intrepid urban coyote: a comparison of
bold and exploratory behavior in coyotes from urban and rural environments. Scientific Reports
9(1):2104 DOI 10.1038/s41598-019-38543-5.

Burnham KP, Anderson DR. 2002. Model selection and multimodel inference: a practical
information-theoretic approach. Second edition. Berlin: Springer-Verlag.

Castañeda I, Bellard C, Jarić I, Pisanu B, Chapuis J-L, Bonnaud E. 2019. Trophic patterns and
home-range size of two generalist urban carnivores: a review. Journal of Zoology 307(2):79–92
DOI 10.1111/jzo.12623.

Clark FW. 1972. Influence of jackrabbit density on coyote population change. The Journal of
Wildlife Management 36(2):343–356 DOI 10.2307/3799064.

Colborn AS, Kuntze CC, Gadsden GI, Harris NC. 2020. Spatial variation in diet-microbe
associations across populations of a generalist North American carnivore. Journal of Animal
Ecology 89(8):1952–1960 DOI 10.1111/1365-2656.13266.

Cove MV, Jones BM, Bossert AJ, Clever DR Jr, Dunwoody RK, White BC, Jackson VL. 2012.
Use of camera traps to examine the mesopredator release hypothesis in a fragmented
midwestern landscape. The American Midland Naturalist 168(2):456–465
DOI 10.1674/0003-0031-168.2.456.

Crooks KR, Soulé ME. 1999. Mesopredator release and avifaunal extinctions in a fragmented
system. Nature 400(6744):563–566 DOI 10.1038/23028.

Culver City Police Department. 2022. Coyote Management. Retrieved June 7, 2022, from.
Available at https://www.culvercitypd.org/News-and-Announcements/Coyote-Management.

Davis AJ, McCreary R, Psiropoulos J, Brennan G, Cox T, Partin A, Pepin KM. 2018.
Quantifying site-level usage and certainty of absence for an invasive species through occupancy
analysis of camera-trap data. Biological Invasions 20(4):877–890
DOI 10.1007/s10530-017-1579-x.

Dickman CR. 1996. Overview of the Impacts of Feral Cats on Australian Native Fauna. Available at
https://www.environment.gov.au/system/files/resources/315373ff-04b3-49a7-ac5c-44f173e9b3f8/
files/impacts-feral-cats.pdf.

Dickman CR. 2009. House cats as predators in the Australian environment: impacts and
management. Human-Wildlife Conflicts 3(1):41–48 DOI 10.26077/55nn-p702.

Ellington EH, Gehrt SD. 2019. Behavioral responses by an apex predator to urbanization.
Behavioral Ecology 30(3):821–829 DOI 10.1093/beheco/arz019.

Davenport et al. (2022), PeerJ, DOI 10.7717/peerj.14169 19/24

http://dx.doi.org/10.7717/peerj.14169#supplemental-information
http://dx.doi.org/10.7717/peerj.14169#supplemental-information
http://dx.doi.org/10.2307/3801002
http://dx.doi.org/10.1111/j.1474-919X.2008.00836.x
http://dx.doi.org/10.1038/s41598-019-38543-5
http://dx.doi.org/10.1111/jzo.12623
http://dx.doi.org/10.2307/3799064
http://dx.doi.org/10.1111/1365-2656.13266
http://dx.doi.org/10.1674/0003-0031-168.2.456
http://dx.doi.org/10.1038/23028
https://www.culvercitypd.org/News-and-Announcements/Coyote-Management
http://dx.doi.org/10.1007/s10530-017-1579-x
https://www.environment.gov.au/system/files/resources/315373ff-04b3-49a7-ac5c-44f173e9b3f8/files/impacts-feral-cats.pdf
https://www.environment.gov.au/system/files/resources/315373ff-04b3-49a7-ac5c-44f173e9b3f8/files/impacts-feral-cats.pdf
http://dx.doi.org/10.26077/55nn-p702
http://dx.doi.org/10.1093/beheco/arz019
http://dx.doi.org/10.7717/peerj.14169
https://peerj.com/


Fascione N, Delach A, Smith ME, Gehrt SD. 2004. Ecology and management of striped skunks,
raccoons, and coyotes in urban landscapes. In: People and Predators from Conflict to Coexistence.
Washington: Island Press, 81–104 essay.

Fedriani JM, Fuller TK, Sauvajot RM. 2001. Does availability of anthropogenic food enhance
densities of omnivorous mammals? An example with coyotes in southern California. Ecography
24(3):325–331 DOI 10.1111/j.1600-0587.2001.tb00205.x.

Forman RTT. 2014. Urban ecology: science of cities. First edition. Cambridge: Cambridge
University Press.

Fuirst M, Veit RR, Hahn M, Dheilly N, Thorne LH. 2018. Effects of urbanization on the foraging
ecology and microbiota of the generalist seabird Larus argentatus. PLOS ONE 13(12):e0209200
DOI 10.1371/journal.pone.0209200.

Gallo T, Fidino M, Lehrer EW, Magle SB. 2017. Mammal diversity and metacommunity
dynamics in urban green spaces: implications for urban wildlife conservation. Ecological
Applications 27(8):2330–2341 DOI 10.1002/eap.1611.

Gehrt SD, Brown JL, Anchor C. 2011. Is the urban coyote a misanthropic synanthrope? The case
from Chicago. Cities and the Environment 4(1):1–25 DOI 10.15365/cate.4132011.

Gehrt SD, McGraw M. 2007. Ecology of Coyotes in Urban Landscapes. In: Proceedings of the
Wildlife Damage Management Conference.

Gehrt SD, Riley SPD. 2010. Urban carnivores: ecology, conflict, and conservation. Baltimore: Johns
Hopkins University Press.

Gehrt SD, Wilson EC, Brown JL, Anchor C. 2013. Population ecology of free-roaming cats and
interference competition by coyotes in urban parks. PLOS ONE 8(9):1–11
DOI 10.1371/journal.pone.0075718.

Gillies C, Clout M. 2003. The prey of domestic cats (Felis catus) in two suburbs of Auckland City,
New Zealand. Journal of Zoology 259(3):309–315 DOI 10.1017/S095283690200328X.

Gramza A, Teel T, VandeWoude S, Crooks K. 2016. Understanding public perceptions of risk
regarding outdoor pet cats to inform conservation action: outdoor pet-cat problems.
Conservation Biology 30(2):276–286 DOI 10.1111/cobi.12631.

Gramza A, Teel TL, Crooks KR. 2014. Minimizing the effects of free-ranging domestic cats on
wildlife: a framework that integrates social and biological information. In: Proceedings of the
Vertebrate Pest Conference. 26.

Graser WH III, Gehrt SD, Hungerford LL, Anchor C. 2012. Variation in demographic patterns
and population structure of raccoons across an urban landscape. The Journal of Wildlife
Management 76(5):976–986 DOI 10.1002/jwmg.344.

Greenspan E, Nielsen CK, Cassel KW. 2018. Potential distribution of coyotes (Canis latrans),
Virginia opossums (Didelphis virginiana), striped skunks (Mephitis mephitis), and raccoons
(Procyon lotor) in the Chicago Metropolitan Area. Urban Ecosystems 21(5):983–997
DOI 10.1007/s11252-018-0778-2.

Grinder M, Krausman P. 2001. Home range, habitat use, and nocturnal activity of coyotes in an
urban environment. The Journal of Wildlife Management 65(4):887–898 DOI 10.2307/3803038.

Grubbs SE, Krausman PR. 2009. Observations of coyote–cat interactions. Journal of Wildlife
Management 73(5):683–685 DOI 10.2193/2008-033.

Güneralp B, Reba M, Hales BU, Wentz EA, Seto KC. 2020. Trends in urban land expansion,
density, and land transitions from 1970 to 2010: a global synthesis. Environmental Research
Letters 15(4):044015 DOI 10.1088/1748-9326/ab6669.

Davenport et al. (2022), PeerJ, DOI 10.7717/peerj.14169 20/24

http://dx.doi.org/10.1111/j.1600-0587.2001.tb00205.x
http://dx.doi.org/10.1371/journal.pone.0209200
http://dx.doi.org/10.1002/eap.1611
http://dx.doi.org/10.15365/cate.4132011
http://dx.doi.org/10.1371/journal.pone.0075718
http://dx.doi.org/10.1017/S095283690200328X
http://dx.doi.org/10.1111/cobi.12631
http://dx.doi.org/10.1002/jwmg.344
http://dx.doi.org/10.1007/s11252-018-0778-2
http://dx.doi.org/10.2307/3803038
http://dx.doi.org/10.2193/2008-033
http://dx.doi.org/10.1088/1748-9326/ab6669
http://dx.doi.org/10.7717/peerj.14169
https://peerj.com/


Hall CM, Bryant KA, Haskard K, Major T, Bruce S, Calver MC. 2016. Factors determining the
home ranges of pet cats: a meta-analysis. Biological Conservation 203:313–320
DOI 10.1016/j.biocon.2016.09.029.

Havmøller RW, Jacobsen NS, Scharff N, Rovero F, Zimmermann F. 2020. Assessing the activity
pattern overlap among leopards (Panthera pardus), potential prey and competitors in a complex
landscape in Tanzania. Journal of Zoology 311(3):175–182 DOI 10.1111/jzo.12774.

Hernández L, Delibes M, Hiraldo F. 1994. Role of reptiles and arthropods in the diet of coyotes in
extreme desert areas of northern Mexico. Journal of Arid Environments 26(2):165–170
DOI 10.1006/jare.1994.1020.

Hernández L, Parmenter RR, Dewitt JW, Lightfoot DC, Laundré JW. 2002. Coyote diets in the
Chihuahuan Desert, more evidence for optimal foraging. Journal of Arid Environments
51(4):613–624 DOI 10.1016/S0140-1963(01)90963-2.

History of Inglewood Oil Field. 2017. Available at https://inglewoodoilfield.com/.

Hody JW, Kays R. 2018. Mapping the expansion of coyotes (Canis latrans) across North and
Central America. ZooKeys 759(4):81–97 DOI 10.3897/zookeys.759.15149.

Horn JA, Mateus-Pinilla N, Warner RE, Heske EJ. 2011. Home range, habitat use, and activity
patterns of free-roaming domestic cats. The Journal of Wildlife Management 75(5):1177–1185
DOI 10.1002/jwmg.145.

Kamler J, Inthapanya X, Rasphone A, Bousa A, Vongkhamheng C, Johnson A, Macdonald D.
2020. Diet, prey selection, and activity of Asian golden cats and leopard cats in northern Laos.
Journal of Mammalogy 101(5):1–12 DOI 10.1093/jmammal/gyaa113.

Kays R, Arbogast BS, Baker-Whatton M, Beirne C, Boone HM, Bowler M, Burneo SF,
Cove MV, Ding P, Espinosa S, Gonçalves ALS, Hansen CP, Jansen PA, Kolowski JM,
Knowles TW, Lima MGM, Millspaugh J, McShea WJ, Pacifici K, Parsons AW, Pease BS,
Rovero F, Santos F, Schuttler SG, Sheil D, Si X, Snider M, Spironello WR, Fisher D. 2020. An
empirical evaluation of camera trap study design: how many, how long and when? Methods in
Ecology and Evolution 11(6):700–713 DOI 10.1111/2041-210X.13370.

Kays R, Costello R, Forrester T, Baker MC, Parsons AW, Kalies EL, Hess G, Millspaugh JJ,
McShea W. 2015. Cats are rare where coyotes roam. Journal of Mammalogy 96(5):981–987
DOI 10.1093/jmammal/gyv100.

Kays R, Parsons AW. 2014.Mammals in and around suburban yards, and the attraction of chicken
coops. Urban Ecosystems 17(3):691–705 DOI 10.1007/s11252-014-0347-2.

Kikillus KH, Chambers GK, Farnworth MJ, Hare KM. 2017. Research challenges and
conservation implications for urban cat management in New Zealand. Pacific Conservation
Biology 23(1):15–24 DOI 10.1071/PC16022.

Laake J. 2013. RMark: An R interface for analysis of capture-recapture data with MARK. AFSC
Processed Rep. 2013-01. Seattle: Alaska Fisheries Science Center, NOAA, National Marine
Fisheries Service. Available at https://apps-afsc.fisheries.noaa.gov/Publications/ProcRpt/PR2013-
01.pdf.

Larson RN, Brown JL, Karels T, Riley SPD. 2020. Effects of urbanization on resource use and
individual specialization in coyotes (Canis latrans) in southern California. PLOS ONE
15(2):1–23 DOI 10.1371/journal.pone.0228881.

Larson RN, Morin DJ, Wierzbowska IA, Crooks KR. 2015. Food habits of coyotes, gray foxes, and
bobcats in a coastal southern California urban landscape. Western North American Naturalist
75(3):339–347 DOI 10.3398/064.075.0311.

Levi T, Wilmers CC. 2012. Wolves-coyotes-foxes: a cascade among carnivores. Ecology
93(4):921–929 DOI 10.1890/11-0165.1.

Davenport et al. (2022), PeerJ, DOI 10.7717/peerj.14169 21/24

http://dx.doi.org/10.1016/j.biocon.2016.09.029
http://dx.doi.org/10.1111/jzo.12774
http://dx.doi.org/10.1006/jare.1994.1020
http://dx.doi.org/10.1016/S0140-1963(01)90963-2
https://inglewoodoilfield.com/
http://dx.doi.org/10.3897/zookeys.759.15149
http://dx.doi.org/10.1002/jwmg.145
http://dx.doi.org/10.1093/jmammal/gyaa113
http://dx.doi.org/10.1111/2041-210X.13370
http://dx.doi.org/10.1093/jmammal/gyv100
http://dx.doi.org/10.1007/s11252-014-0347-2
http://dx.doi.org/10.1071/PC16022
https://apps-afsc.fisheries.noaa.gov/Publications/ProcRpt/PR2013-01.pdf
https://apps-afsc.fisheries.noaa.gov/Publications/ProcRpt/PR2013-01.pdf
http://dx.doi.org/10.1371/journal.pone.0228881
http://dx.doi.org/10.3398/064.075.0311
http://dx.doi.org/10.1890/11-0165.1
http://dx.doi.org/10.7717/peerj.14169
https://peerj.com/


Lewis JS, Spaulding S, Swanson H, Keeley W, Gramza AR, VandeWoude S, Crooks KR. 2021.
Human activity influences wildlife populations and activity patterns: implications for spatial and
temporal refuges. Ecosphere 12(5):e03487 DOI 10.1002/ecs2.3487.

Linkie M, Ridout M. 2011. Assessing tiger-prey interactions in Sumatran rainforests. Journal of
Zoology 284(3):224–229 DOI 10.1111/j.1469-7998.2011.00801.x.

Lombardi JV, Comer CE, Scognamillo DG, Conway WC. 2017. Coyote, fox, and bobcat response
to anthropogenic and natural landscape features in a small urban area. Urban Ecosystems
20(6):1239–1248 DOI 10.1007/s11252-017-0676-z.

Lombardi JV, MacKenzie DI, Tewes ME, Perotto-Baldivieso HL, Mata JM, Campbell TA. 2020.
Co-occurrence of bobcats, coyotes, and ocelots in Texas. Ecology and Evolution
10(11):4903–4917 DOI 10.1002/ece3.6242.

Loss SR, Will T, Marra PP. 2013. The impact of free-ranging domestic cats on wildlife of the
United States. Nature Communications 4(1):1396 DOI 10.1038/ncomms2380.

MacCracken JG, Hansen RM. 1987. Coyote feeding strategies in southeastern idaho: optimal
foraging by an opportunistic predator? The Journal of Wildlife Management 51(2):278–285
DOI 10.2307/3801003.

MacKenzie DI, Nichols JD, Royle JA, Pollock KH, Bailey LL, Hines JE. 2018. Occupancy
estimation and modeling. Second edition. Cambridge: Academic Press.

Magle SB, Fidino M, Sander HA, Rohnke AT, Larson KL, Gallo T, Kay CAM, Lehrer EW,
Murray MH, Adalsteinsson SA, Ahlers AA, Anthonysamy WJB, Gramza AR, Green AM,
Jordan MJ, Lewis JS, Long RA, MacDougall B, Pendergast ME, Remine K, Simon KC,
St Clair CC, Shier CJ, Stankowich T, Stevenson CJ, Zellmer AJ, Schell CJ. 2021. Wealth and
urbanization shape medium and large terrestrial mammal communities. Global Change Biology
27(21):5446–5459 DOI 10.1111/gcb.15800.

McDonald PT, Nielsen CK, Oyana TJ, Sun W. 2008.Modelling habitat overlap among sympatric
mesocarnivores in southern Illinois, USA. Ecological Modelling 215(4):276–286
DOI 10.1016/j.ecolmodel.2008.03.021.

Medina FM, Bonnaud E, Vidal E, Tershy BR, Zavaleta ES, Josh Donlan C, Keitt BS, Corre M,
Horwath SV, Nogales M. 2011. A global review of the impacts of invasive cats on island
endangered vertebrates. Global Change Biology 17(11):3503–3510
DOI 10.1111/j.1365-2486.2011.02464.x.

Morey PS, Gese EM, Gehrt S. 2007. Spatial and temporal variation in the diet of coyotes in the
Chicago metropolitan area. The American Midland Naturalist 158(1):147–161
DOI 10.1674/0003-0031(2007)158[147:SATVIT]2.0.CO;2.

Murray M, Cembrowski A, Latham ADM, Lukasik VM, Pruss S, St Clair CC. 2015. Greater
consumption of protein-poor anthropogenic food by urban relative to rural coyotes increases
diet breadth and potential for human–wildlife conflict. Ecography 38(12):1235–1242
DOI 10.1111/ecog.01128.

Neilson EW, Avgar T, Burton AC, Broadley K, Boutin S. 2018. Animal movement affects
interpretation of occupancy models from camera-trap surveys of unmarked animals. Ecosphere
9(1):1–15 DOI 10.1002/ecs2.2092.

Newsome TM, Ripple WJ. 2015. A continental scale trophic cascade from wolves through coyotes
to foxes. Journal of Animal Ecology 84(1):49–59 DOI 10.1111/1365-2656.12258.

Ordeñana MA, Crooks KR, Boydston EE, Fisher RN, Lyren LM, Siudyla S, Haas CD, Harris S,
Hathaway SA, Turschak GM, Miles AK, Van Vuren DH. 2010. Effects of urbanization on
carnivore species distribution and richness. Journal of Mammalogy 91(6):1322–1331
DOI 10.1644/09-MAMM-A-312.1.

Davenport et al. (2022), PeerJ, DOI 10.7717/peerj.14169 22/24

http://dx.doi.org/10.1002/ecs2.3487
http://dx.doi.org/10.1111/j.1469-7998.2011.00801.x
http://dx.doi.org/10.1007/s11252-017-0676-z
http://dx.doi.org/10.1002/ece3.6242
http://dx.doi.org/10.1038/ncomms2380
http://dx.doi.org/10.2307/3801003
http://dx.doi.org/10.1111/gcb.15800
http://dx.doi.org/10.1016/j.ecolmodel.2008.03.021
http://dx.doi.org/10.1111/j.1365-2486.2011.02464.x
http://dx.doi.org/10.1674/0003-0031(2007)158[147:SATVIT]2.0.CO;2
http://dx.doi.org/10.1111/ecog.01128
http://dx.doi.org/10.1002/ecs2.2092
http://dx.doi.org/10.1111/1365-2656.12258
http://dx.doi.org/10.1644/09-MAMM-A-312.1
http://dx.doi.org/10.7717/peerj.14169
https://peerj.com/


Peterson M, Baglieri M, Mahon K, Sarno RJ, Ries L, Burman P, Grigione MM. 2021. The diet of
coyotes and red foxes in Southern New York. Urban Ecosystems 24(1):1–10
DOI 10.1007/s11252-020-01010-5.

Pirie TJ, Thomas RL, Fellowes MDE. 2022. Pet cats (Felis catus) from urban boundaries use
different habitats, have larger home ranges and kill more prey than cats from the suburbs.
Landscape and Urban Planning 220(3–4):104338 DOI 10.1016/j.landurbplan.2021.104338.

Poessel SA, Gese EM, Young JK. 2016. Environmental factors influencing the occurrence of
coyotes and conflicts in urban areas. Landscape and Urban Planning 157:259–269
DOI 10.1016/j.landurbplan.2016.05.022.

Poessel SA, Mock EC, Breck SW. 2017. Coyote (Canis latrans) diet in an urban environment:
variation relative to pet conflicts, housing density, and season. Canadian Journal of Zoology
95(4):287–297 DOI 10.1139/cjz-2016-0029.

Prugh LR. 2005. Coyote prey selection and community stability during a decline in food supply.
Oikos 110(2):253–264 DOI 10.1111/j.0030-1299.2005.13478.x.

Prugh LR, Stoner CJ, Epps CW, BeanWT, Ripple WJ, Laliberte AS, Brashares JS. 2009. The rise
of the mesopredator. BioScience 59(9):779–791 DOI 10.1525/bio.2009.59.9.9.

R Core Team. 2020. R. A language and environment for statistical computing. Vienna, Austria: The
R Foundation for Statistical Computing. Available at http://www.R-project.org/.

Riley SPD, Sauvajot RM, Fuller TK, York EC, Kamradt DA, Bromley C, Wayne RK. 2003.
Effects of urbanization and habitat fragmentation on bobcats and coyotes in Southern
California. Conservation Biology 17(2):566–576 DOI 10.1046/j.1523-1739.2003.01458.x.

Ritchie H, Roser M. 2018. Urbanization. Our World in Data. Available at https://ourworldindata.
org/urbanization.

Sanderson J, Harris G. 2013. Automatic data organization, storage, and analysis of camera trap
pictures. Journal of Indonesian Natural History 1:11–19.

Santiago-Alarcon D, Delgado-V CA. 2017. Warning! urban threats for birds in Latin America.
In: MacGregor-Fors I, Escobar-Ibáñez JF, eds. Avian Ecology in Latin American Cityscapes.
Cham, Switzerland: Springer International Publishing, 125–142.

Schmidly DJ, Bradley RD. 2016. The mammals of texas. Seventh edition. Lubbock: Texas Tech
University.

Sims V, Evans KL, Newson SE, Tratalos JA, Gaston KJ. 2008. Avian assemblage structure and
domestic cat densities in urban environments. Diversity and Distributions 14(2):387–399
DOI 10.1111/j.1472-4642.2007.00444.x.

Smith JA, Thomas AC, Levi T, Wang Y, Wilmers CC. 2018. Human activity reduces niche
partitioning among three widespread mesocarnivores. Oikos 127(6):890–901
DOI 10.1111/oik.04592.

Sollmann R. 2018. A gentle introduction to camera-trap data analysis. African Journal of Ecology
56(4):740–749 DOI 10.1111/aje.12557.

Soultan A, Attum O, Lahue W. 2021. The relationship between landscape features and domestic
species on the occupancy of native mammals in urban forests. Urban Ecosystems
24(6):1117–1128 DOI 10.1007/s11252-021-01100-y.

Swingen MB, DePerno CS, Moorman CE. 2015. Seasonal coyote diet composition at a
low-productivity site. Southeastern Naturalist 14(2):397–404 DOI 10.1656/058.014.0219.

Tobler MW, Zúñiga Hartley A, Carrillo-Percastegui SE, Powell GVN. 2015. Spatiotemporal
hierarchical modelling of species richness and occupancy using camera trap data. Journal of
Applied Ecology 52(2):413–421 DOI 10.1111/1365-2664.12399.

Davenport et al. (2022), PeerJ, DOI 10.7717/peerj.14169 23/24

http://dx.doi.org/10.1007/s11252-020-01010-5
http://dx.doi.org/10.1016/j.landurbplan.2021.104338
http://dx.doi.org/10.1016/j.landurbplan.2016.05.022
http://dx.doi.org/10.1139/cjz-2016-0029
http://dx.doi.org/10.1111/j.0030-1299.2005.13478.x
http://dx.doi.org/10.1525/bio.2009.59.9.9
http://www.R-project.org/
http://dx.doi.org/10.1046/j.1523-1739.2003.01458.x
https://ourworldindata.org/urbanization
https://ourworldindata.org/urbanization
http://dx.doi.org/10.1111/j.1472-4642.2007.00444.x
http://dx.doi.org/10.1111/oik.04592
http://dx.doi.org/10.1111/aje.12557
http://dx.doi.org/10.1007/s11252-021-01100-y
http://dx.doi.org/10.1656/058.014.0219
http://dx.doi.org/10.1111/1365-2664.12399
http://dx.doi.org/10.7717/peerj.14169
https://peerj.com/


Vanek JP, Rutter AU, Preuss TS, Jones HP, Glowacki GA. 2021. Anthropogenic factors influence
the occupancy of an invasive carnivore in a suburban preserve system. Urban Ecosystems
24(1):113–126 DOI 10.1007/s11252-020-01026-x.

Way JG, Auger PJ, Ortega IM, Strauss EG. 2002. Eastern coyote denning behavior in an
anthropogenic environment. Northeast Wildlife 56:18–30.

Young JK, Hammill E, Breck SW. 2019. Interactions with humans shape coyote responses to
hazing. Scientific Reports 9(1):20046 DOI 10.1038/s41598-019-56524-6.

Zuckerberg B, Cohen JM, Nunes LA, Bernath-Plaisted J, Clare JDJ, Gilbert NA, Kozidis SS,
Maresh Nelson SB, Shipley AA, Thompson KL, Desrochers A. 2020. A review of overlapping
landscapes: pseudoreplication or a red herring in landscape ecology? Current Landscape Ecology
Reports 5(4):140–148 DOI 10.1007/s40823-020-00059-4.

Zuckerberg B, Desrochers A, Hochachka WM, Fink D, Koenig WD, Dickinson JL. 2012.
Overlapping landscapes: a persistent, but misdirected concern when collecting and analyzing
ecological data. The Journal of Wildlife Management 76(5):1072–1080 DOI 10.1002/jwmg.326.

Davenport et al. (2022), PeerJ, DOI 10.7717/peerj.14169 24/24

http://dx.doi.org/10.1007/s11252-020-01026-x
http://dx.doi.org/10.1038/s41598-019-56524-6
http://dx.doi.org/10.1007/s40823-020-00059-4
http://dx.doi.org/10.1002/jwmg.326
http://dx.doi.org/10.7717/peerj.14169
https://peerj.com/

	Spatiotemporal relationships of coyotes and free-ranging domestic cats as indicators of conflict in Culver City, California
	Introduction
	Materials and Methods
	Results
	Discussion
	Conclusions
	flink6
	References



<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Dot Gain 20%)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (U.S. Web Coated \050SWOP\051 v2)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.4
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.0000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 1048576
  /LockDistillerParams false
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments true
  /ParseDSCCommentsForDocInfo true
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness true
  /PreserveHalftoneInfo false
  /PreserveOPIComments false
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Apply
  /UCRandBGInfo /Preserve
  /UsePrologue false
  /ColorSettingsFile (None)
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages true
  /ColorImageMinResolution 300
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages false
  /ColorImageDownsampleType /Average
  /ColorImageResolution 300
  /ColorImageDepth 8
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.50000
  /EncodeColorImages true
  /ColorImageFilter /FlateEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages true
  /GrayImageMinResolution 300
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages false
  /GrayImageDownsampleType /Average
  /GrayImageResolution 300
  /GrayImageDepth 8
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.50000
  /EncodeGrayImages true
  /GrayImageFilter /FlateEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages true
  /MonoImageMinResolution 1200
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages false
  /MonoImageDownsampleType /Average
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /CCITTFaxEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (None)
  /PDFXOutputConditionIdentifier ()
  /PDFXOutputCondition ()
  /PDFXRegistryName ()
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<
    /CHS <FEFF4f7f75288fd94e9b8bbe5b9a521b5efa7684002000500044004600206587686353ef901a8fc7684c976262535370673a548c002000700072006f006f00660065007200208fdb884c9ad88d2891cf62535370300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c676562535f00521b5efa768400200050004400460020658768633002>
    /CHT <FEFF4f7f752890194e9b8a2d7f6e5efa7acb7684002000410064006f006200650020005000440046002065874ef653ef5728684c9762537088686a5f548c002000700072006f006f00660065007200204e0a73725f979ad854c18cea7684521753706548679c300260a853ef4ee54f7f75280020004100630072006f0062006100740020548c002000410064006f00620065002000520065006100640065007200200035002e003000204ee553ca66f49ad87248672c4f86958b555f5df25efa7acb76840020005000440046002065874ef63002>
    /DAN <>
    /DEU <>
    /ESP <>
    /FRA <>
    /ITA <>
    /JPN <>
    /KOR <FEFFc7740020c124c815c7440020c0acc6a9d558c5ec0020b370c2a4d06cd0d10020d504b9b0d1300020bc0f0020ad50c815ae30c5d0c11c0020ace0d488c9c8b85c0020c778c1c4d560002000410064006f0062006500200050004400460020bb38c11cb97c0020c791c131d569b2c8b2e4002e0020c774b807ac8c0020c791c131b41c00200050004400460020bb38c11cb2940020004100630072006f0062006100740020bc0f002000410064006f00620065002000520065006100640065007200200035002e00300020c774c0c1c5d0c11c0020c5f40020c2180020c788c2b5b2c8b2e4002e>
    /NLD (Gebruik deze instellingen om Adobe PDF-documenten te maken voor kwaliteitsafdrukken op desktopprinters en proofers. De gemaakte PDF-documenten kunnen worden geopend met Acrobat en Adobe Reader 5.0 en hoger.)
    /NOR <>
    /PTB <>
    /SUO <>
    /SVE <>
    /ENU (Use these settings to create Adobe PDF documents for quality printing on desktop printers and proofers.  Created PDF documents can be opened with Acrobat and Adobe Reader 5.0 and later.)
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /ConvertColors /NoConversion
      /DestinationProfileName ()
      /DestinationProfileSelector /NA
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements false
      /GenerateStructure true
      /IncludeBookmarks false
      /IncludeHyperlinks false
      /IncludeInteractive false
      /IncludeLayers false
      /IncludeProfiles true
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /NA
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [612.000 792.000]
>> setpagedevice


