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Abstract
The Nile monitor (Varanus niloticus) is a large, carnivorous lizard that has become a notorious
invasive species in Florida, USA. Initially released in the 1980s from the pet trade, the species has since
established at least three breeding populations and spread throughout much of southern Florida. While
current control efforts have failed to eradicate V. niloticus, it is important to attain a better
understanding of its invasive dynamics to guide and inform better control strategies. In this study,
available georeferenced records of V. niloticus in Florida were compiled and linked to a habitat
classification map to evaluate ecotype preferences. Factored with bioclimatic data, the regional spread
of V. niloticus was modelled for contemporary and projected (i.e., in the year 2050) presence using
Maxent and Mahalanobis Distance models. Study results indicate that V. niloticus maintains a strong
presence in eastern Lee County on the southwestern coast. Populations in Palm Beach and Miami-Dade
counties on the southeastern coast may be interconnected, contrary to current descriptions that they
are separated from each another. Model forecasts of conditions for the year 2050 identify widespread
expansion of V. niloticus in Florida, particularly northward with the establishment of a new population
center in Pasco County in the western central peninsula. This is the first known modelling study of V.
niloticus in Florida and identifies regions at greater risk for future population expansion.

Keywords: climate, Florida, GIS, habitat, invasive species, species distribution modelling, Varanidae
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1.0 Introduction

The introduction of non-native species has become an increasingly common threat to
ecosystems worldwide. Introduced (also known as non-native or exotic) species are organisms that have
been introduced to an area outside of their native range. Invasive species are a smaller subset of
introduced species, that have become established (i.e., reproducing populations) and are known to
cause damage to cause harm to the environment, economy, or human health (Executive Order 13112,
Invasive Species Advisory Committee 2006). Invasive species are second only to anthropogenic habitat
alteration in their capacity to harm native species and ecosystems (Wilcove et al. 1998, Parker et al.
1999). As of the year 2005, the environmental cost of bioinvasions was estimated to be $120 billion USD
annually in the United States alone (Pimentel et al. 2005). Invasive species have been implicated as a
contributing or even driving factor in the decline or extinction of native species and degradation of
natural habitats (Fritts & Rhoda 1998, Gurevitch & Padilla 2004). Still, the negative impacts of
introduced species are vast and often not well understood. The state of Florida, USA, is an epicenter of
rampant introductions (Krysko et al. 2016) and identifying the threats posed by invasive species is
critical to the management and protection of indigenous species and habitats (Semmens et al. 2004,
Ferriter et al. 2006).

1.1 Invasive Species in Florida
Florida’s warm climate, major ports of entry (e.g., Miami and Tampa), thriving captive wildlife
industry, and available niches in human-altered habitats make the state especially susceptible to the
introduction and establishment of a wide range of species (Corn et al. 2002, Hardin 2007, Krysko et al.
2011a). High volume shipping pathways and the offload of ballast water has been a frequent source of
introduced and invasive species in Florida, notable examples include macroalgae (Caulerpa taxifola)
(Walters et al. 2006), and red-imported fire ants (Solenopsis invicta) (Tschinkel 1998, 2006, Ascunce et
al. 2011). Much of the goods received in Florida are associated with the wildlife and exotic plant trades.
As a corollary of the wildlife industry, many introduced and invasive animal species in Florida are the
direct result of pet trade animals being released intentionally and unintentionally into the wild. Notable
examples of these invasive species in Florida include ornamental lionfish (Pterois spp.) in coastal reefs
and the Florida Keys (Semmens et al. 2004, Johnston & Purkis 2011), spiny-tailed iguanas (Ctenosaura
2

similis) on Gasparilla and Keewaydin Islands (Krysko et al. 2003), and Burmese pythons (Python
bivittatus) in the Everglades region (Snow et al. 2007, Krysko et al. 2008). Many plant species that have
become rampant invasives in Florida were initially introduced as ornamental plants, such as the Brazilian
pepper (Schinthus terebinthifolus) (Morton 1978), Australian carrotwood (Cupaniopsis anacardiodes)
(Schmitz et al. 1997), and Chinese tallow (Sapium sebiferum) (Bruce et al. 1997, Schmitz et al. 1997).
Hurricanes and tropical storms have also been implicated as a regional factor contributing to the
establishment of invasive species in Florida (Horvitz et al. 1998, Bhattarai & Cronin 2014, Johnston &
Purkis 2015). Notably, Florida has more introduced terrestrial, marine and freshwater species than any
other region in the USA (Hardin 2007) and also ranks high in this respect globally, with breeding
populations of new species regularly identified (Ferriter et al. 2006, Krysko et al. 2011a, 2016).
Given Florida's subtropical climate and large volume of exotic animal trade, it is no coincidence
that a large proportion of Florida’s invasive vertebrate species are reptiles. The subtropical climate of
the Florida peninsula experiences a relatively stable warm temperature profile and humid conditions
advantageous to herpetofauna from other tropical and subtropical latitudes. Likewise, the climate of
southern Florida seldom falls below freezing temperatures, eliminating much of the risk of
physiologically intolerable conditions for ectothermic organisms such as amphibians and reptiles.
The establishment of non-native herpetofauna has been documented in Florida for over 150
years (Cope 1863, Krysko et al. 2011a, 2016) and has accelerated in the last half century (Meshaka et al.
2004a, 2011; Krysko et al. 2016). Florida presently contains the largest number of established non-native
amphibian and reptile species in the world (Butterfield et al. 1997, Krysko et al. 2011a, 2016). Indeed,
the number of non-native lizard species breeding in Florida outnumbers, by a factor of three, native
lizard species (Hardin 2007, Krysko et al. 2011a, 2016). Yet, the negative ecological, financial, and human
impacts have been documented for only a few invasive reptile species in Florida, such as the Burmese
python (Dove et al. 2011, Dorcas et. al 2012, McCleery et al. 2015), northern curly-tailed lizard
(Leiocephalus carinatus) (Smith and Engeman 2004, Meshaka et al. 2005), black spiny-tailed iguana
(Ctenosaura similis) (Avery et al. 2011, Nunez et al. 2016), and green iguana (Iguana iguana) (Meshaka
et al. 2004b, McKie et al. 2005, Krysko et al. 2007, Sementilla et al. 2008). However, an invasive species
of great concern in Florida that has been insufficiently studied is the Nile monitor (Varanus niloticus).
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1.2 The Nile Monitor (Varanus niloticus)
The Nile monitor is the largest lizard species of its native African continent. Individuals in
western African populations are known to reach 1.7 m total length (TL); whereas individuals in eastern
and southern Africa grow much larger, up to 2.4 m TL in South Africa (Pianka et al. 2014). Varanus
niloticus is characterized by having a light to dark brown dorsal coloration with yellow transverse bands
on the head and limb; six to nine bands of yellow, rosette-like ocelli on the back; a light colored belly
and throat, with varied patterns of black bars; and a laterally compressed tail (Lenz 1995, Pianka et al.
2004).
The native range of Varanus niloticus covers most of sub-Saharan Africa and, as its common
name implies, follows the Nile River northward to Egypt. In its native range, V. niloticus occupies
savannah, evergreen thicket, bushland, wetlands, mangrove forests, and swamps among other
ecoregions. It preys upon various animals across ecotypes, including but not limited to fishes, birds,
amphibians, reptiles, mammals, insects, and crustaceans. It exhibits an ontogenetic diet shift; it is
primarily insectivorous in early life stages but shifts towards carnivory as it matures (Reipell & Labhardt
1979, Lenz 1995, Bennett 2002).
Populations have been frequently exploited and exported to satisfy demand from the exotic pet
trade. Varanus niloticus accounted for 23% of all global trade among 28 species of varanid lizards
monitored by CITES between 1975 and 2005, with the United States being the chief importer (Pernetta
2009). Despite being a popular import for the pet trade, industry experts and herpetologists note them
to be unsuitable for most non-professional reptile keepers. The combination of their large size and
captivity requirements can be difficult to provide, the inadequacy of such can lead to health issues and
poor temperament. Such has been noted with the difficulty of keeping young individuals in captivity.
With patience, proper care and handling, individuals can be tractable, but V. niloticus have a reputably
poor temperament (Sprackland 2012). The combination of their generally intractable attitude and
advanced captivity requirements are likely factors driving some less-than-responsible reptile keepers to
intentionally release them outside their native range.
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1.3 Presence of Varanus niloticus in Florida
Varanus niloticus is a relatively recent introduction to Florida. The earliest verified record in
Florida is from 1981, collected from Lake Kanapaha, Gainesville, Alachua County (Krysko et al. 2016).
This species has since been independently introduced throughout the state, and southern peninsular
populations have spread southward to Key Largo, Monroe County (Krysko et al. 2011b). Breeding
populations have been established since the 1980s in Miami and Homestead, Miami-Dade County, and
the early 1990s in Cape Coral, Lee County (Enge et al. 2004, Campbell 2005, Ferriter et al. 2006). One
genetic study linked the invasive populations of V. niloticus in Florida to individuals originating in
western Africa, where their progenitors likely originated (Dowell et al. 2016). The source of both invasive
populations is the pet trade with at least two possible scenarios for introduction (Enge et al. 2004,
Campbell 2005): 1) individual lizards may have been released by ill-prepared pet owners that became
incapable of managing these large, aggressive animals, and/or 2) a pet trader(s) may have intentionally
released enough individuals to ensure its establishment in order to cull from the local population and
thus avoid the costs of purchasing captive-bred individuals and/or regulatory aspects of importing
animals (Enge et al. 2004, Campbell 2005).
Palm Beach County is another center of high activity for Varanus niloticus. Cohorts of all age
classes have been observed and collected, with at least one record of a mating pair (Krysko et al. 2011b,
EDDMapS 2015). Hence, the Florida Fish and Wildlife Conservation Commission (FWC) suggested that
the Palm Beach County population is reproducing and self-sustaining (Florida Fish and Wildlife
Conservation Commission 2015). Varanus niloticus has also been regularly observed since 1994 in Coral
Springs and Tamarac, Broward County (Enge et al. 2004). Collier County is the site of the most recent
invasion, first being recorded on 1 August 2015 (EDDMapS 2015). Other invaded counties include
Sarasota, Pasco, Pinellas, Brevard, Seminole, Osceola, Orange and Monroe counties. Anecdotal
observations have been noted from Fort Ogden, Arcadia, and Brownville in De Soto County (Enge et al.
2004), though no verified records exist from these areas in observational only databases.
Varanus niloticus has shown a remarkable capacity and adaptability in its successful expansion
throughout Florida, including natural, aquatic dispersal from the mainland to barrier islands. For
5

example, in 1998, a Lee County Mosquito Control helicopter photographed an adult V. niloticus on
Matlacha Pass, a small barrier island midway between Cape Coral on the mainland coast and Little Pine
Island to the west (Enge et al. 2004, EDDMapS 2015). It is likely this individual either swam, a wellknown behavior in its native range, or traversed the road connecting Matlacha Pass to the mainland. A
single V. niloticus was also observed among a group of black spiny-tail iguanas (Ctenosaura similis) on
Gasparilla Island in 1999 (Enge et al. 2004). Though observations of V. niloticus on Sanibel Island date
back to 1996 (Enge et al. 2004) there have only been three verified records from 2005–2008, which are
thought to be of the same individual that migrated from the established population in Cape Coral (C.
Lechowicz, pers. comm. 2015). There is also one record of an individual burrowing beneath plants on
private property on Pine Island in 2011, (EDDMapS 2015). Additionally, two observations were reported
in 2003 from Cayo Costa, an island west of Pine Island and south of Gasparilla Island (Enge et al. 2004).
The successful establishment of Varanus niloticus can, in part, be attributed to the lack of
population controls (i.e., factors that may limit its spread) typically encountered in its native range. For
example, there are no known predators of V. niloticus in Florida. Furthermore, a lack of natural, coevolved parasites eliminates many issues associated with parasite load, as explained by the enemy
release hypothesis (Torchin & Mitchell 2004, Liu & Stillings 2006, Huffaker 2012). While vulnerable to
various parasites in its native range (Njagu et al. 1999, Hering-Hagenbeck & Boomker 2000, Pianka et al.
2004), V. niloticus captured in Cape Coral possessed no external parasites and few to no internal
parasites, contributing to the overall good health across all individuals examined (Campbell 2005). The
lack of such population controls elevates concern over the impacts of V. niloticus in Florida.

1.3 Threats posed by Varanus niloticus
As a generalist predator, Varanus niloticus has the capacity to negatively impact a wide range of
species at different trophic levels. The invasive populations in Florida demonstrate much of the same
dietary trend as indigenous individuals (Campbell 2005). The concern is that it is a generalist with no
considerable population controls in Florida, posing a direct threat to numerous species and the trophic
stability of Florida’s ecosystems.
Established populations of Varanus niloticus in Charlotte, Lee, and Miami-Dade counties may
pose a threat to indigenous crocodilians, such as the American alligator (Alligator mississippiensis) and
American crocodile (Crocodylus acutus). In its native range, V. niloticus raids nests and eats eggs and
6

young crocodilians, sometimes using intelligent cooperative tactics to draw adult crocodilians away from
their nests (Pianka et al. 2004). Varanus niloticus also competes with crocodilians in Africa for food
resources (Cott 1960, Lenz 1995, Luiselli et al. 1999, Enge et al. 2004). Crocodylus acutus is a threatened
species with a high proportion of nesting in Miami-Dade and Monroe counties (Krysko et. al 2011b),
elevating the threat posed by the southern expansion of non-native V. niloticus.
Another species of particular concern is the burrowing owl (Athene cunicularia) – a state
protected species whose habitat range includes the Cape Coral area (Enge et al. 2004, Campbell 2005). A
V. niloticus predated a burrowing owl in 2005, confirming the invasive lizard could negatively impact the
listed bird species (Campbell 2005).
There is also concern that Varanus niloticus may severely impact indigenous populations of
turtles and tortoises. There is one recorded observation of V. niloticus eating the eggs of a Florida softshell turtle (Apalone ferox) as they were being oviposited (EDDMapS 2015), and turtle eggs were among
the stomach contents identified in some captured lizard specimens (Campbell 2005). The gopher
tortoise (Gopherus polyphemus) is another state protected species of critical importance. Its distribution
includes that of known V. niloticus presence such as Cape Coral and coastal regions of southwestern
Florida (FWC 2012). Direct predation on gopher tortoises by V. niloticus is of great concern, but even
greater than that is the precipitated effect on other species. The burrows dug by gopher tortoises offer
refuge for more than 360 species, and some like the eastern (Drymarchon couperi) and Gulf Coast (D.
kolpobasileus) indigo snakes, and pine snake (Pituophis melanoleucus) are commensals of tortoise
burrows (Lips 1991). The establishment of V. niloticus in Palm Beach County, expansion into Broward
County, and an observation in Brevard County also raises concern of potential predation of sea turtle
nests. These counties host major nesting beaches for loggerhead (Caretta caretta) and green (Chelonia
mydas) sea turtles, and leatherback (Dermochelys coriacea), all of which are protected (Weishampel et
al. 2003, Burnie & Ouellette 2005). Verified records of V. niloticus predating sea turtle nests have not yet
been documented in Florida and it tends to stay closer to estuaries and freshwater sources rather than
beaches (Campbell 2005). However, it has been noted as an occasional predator of sea turtle hatchlings
in Equatorial Guinea (Tomas et al. 1999), and other varanid species have been documented predating
sea turtle nests (Blamires 1999, 2003). Predation of V. niloticus on sea turtle hatchlings in its native
habitat and freshwater turtles in both its native and introduced ranges leaves this possibility open (Lenz
1995, Pianka et al. 2004, Campbell 2005). Above are but a handful of species at risk of predation and
therefore the need is urgent to understand the impact of V. niloticus on Florida’s environment.
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Compounding its generalist predatory behavior, Varanus niloticus thrives in a wide variety of
habitats. Previous studies and the scientific literature describe Varanus niloticus as a terrestrial, semiaquatic, or aquatic species (Lenz 1995, King & Green 1999, Pianka et al. 2004, Campbell 2005).
Frequently established around permanent bodies of water, it likewise possesses adaptations that make
it an adept swimmer and allow it to use its thick claws and muscular hind limbs to take advantage of
arboreal habitats (Lenz 1995, Pianka et al. 2004). Not limited to natural habitats, it is also known to
wander into urban and residential areas in its native range, often found basking on sidewalks and
rooftops (Pianka et al. 2004). Its ecological plasticity affords V. niloticus the ability to exploit various prey
across various habitats and complicates any general prediction of critical habitats in the absence of
remote tracking or long-term field survey data.
Despite ongoing eradication efforts through trapping programs in Lee and Palm Beach counties,
Varanus niloticus still persists in these areas and continues to expand its distribution. Current data
suggest that total eradication of this species from Florida is unfeasible using current control methods
employed due to the financial costs and effort required, particularly for remote and densely vegetated
areas difficult to access, and variable effectiveness of the control regimes (Enge et al. 2004, Campbell
2005). Though trapping efforts have provided successful capture rates in Cape Coral, these methods
have proven less effective in Miami-Dade County (Ferriter et al. 2006). Furthermore, inadequate
information on invasive V. niloticus distribution and behavior in Florida and a lack of regional,
interagency coordination limits the effectiveness of control tools utilized by local and state officials. It is
urgent to better understand the distribution and ecology of V. niloticus in Florida as the species has a
high potential for ecological impacts and there has been inadequate study of its population sizes and
dynamics (Enge et al. 2004, Campbell 2005, Mauldin 2010).
Common tools employed to help understand population expansion and predict the behavior of
species are Species Distribution Models (SDMs). SDMs are varied in their computational analysis and
output but can be generally simplified as such: SDMs link spatially-referenced data on species
occurrence with maps of environmental variables such as climate, elevation, and habitat to create a
statistical model predicting their behavior relative to environmental variables of concern. The species
occurrence records may be a set of presence only or a set of presence and absence records, depending
on sampling methods employed. Based on the results, depending on the model, inferences can be made
on a species’ realized niche and spatial extent. Applications of SDMs include predicting impacts of
climate change and habitat loss, identification of corridors and reserve areas for conservation, and
8

predicting the spread of invasive species. To date, no studies have applied SDMs to study the invasive
dynamics of Varanus niloticus in Florida. Some studies have simply proposed theoretical impacts based
on known behavior in its native range, anecdotal accounts, and limited quantitative analysis on
predation (Campbell 2005).

1.4 Purpose of Study
Given the lack of empirical and modeling studies of Varanus niloticus in Florida, the motivation
of this study was to evaluate the ecological status of its populations and forecast potential distribution
and future range expansion in Florida. Such information is critical to address the pervasive expansion of
V. niloticus as presently there is a paucity of literature examples that may help to direct efforts to
control and potentially eradication this invasive species. To accomplish this, verified, georeferenced
specimens and observations were analyzed to determine the present distribution and spatio-temporal
dynamics of V. niloticus populations. Through multivariate analysis of bioclimatic data and
environmental niche modelling, physiological preferences and distribution correlations of this species
were deduced. These data points were then linked to a habitat classification map to identify ecotype
preferences. Knowledge of habitats presently utilized by V. niloticus, in combination with bioclimatic
factors and projections on future climatic conditions, can inform corridors of population expansion and
assess habitats and regions at greater risk for future population expansion. Identifying areas at risk for V.
niloticus incursion and corridors of expansion will allow resource managers to act swiftly to prevent
negative impacts to native fauna and establishment of further breeding populations. While V. niloticus is
the focus of this endeavor, methods utilized herein may also be applied to other similar invasive species
where such information is lacking, such as the Argentine black and white tegu (Salvator merianae).
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2.0 Methods

2.1 Observation Data and Voucher Records
Georeferenced observation records and voucher specimens of Varanus niloticus in Florida prior
to 1 January 2016 used were used to plot its historical introduction and range expansion, and serve as
the basis for determining the monitors’ preferred ecotypes. Records for vouchered specimens were
provided by the Division of Herpetology, Florida Museum of Natural History, University of Florida (UFHerpetology). Records and observational data were also taken from the FWC’s nonnative species
database, and Early Detection & Distribution Mapping System (EDDMapS), an open web-based database
administrated by the University of Georgia’s Center for Invasive Species. Additional observation records
from Sanibel Island were provided by the Sanibel-Captiva Conservation Foundation (C. Lechowicz, pers.
comm. 2015).
Individual records were first vetted for data quality. Records lacking or with inaccurate (i.e., low
degree of specificity, high range of uncertainty) geospatial data, or insufficient information to consider
credible (i.e., no photographic evidence, vague descriptions, etc.) were eliminated. In several cases,
records had different database ID numbers with synchronous dates, identical GPS coordinates, but no
measurements or specific descriptions to confirm as separate instances. In such cases, only one
observation was used. Credible and confirmed observations were cross-checked between sources for
duplicity to prevent distortion in statistical analysis or over-fitting of models. A total of 601 records for
Varanus niloticus in Florida passed scrutiny and were used in subsequent analyses.
A geographic distribution map of data points from all sources was created in ArcMap (version
10.4.0.5524) (Figure 1). Records were compiled and plotted by month of incidence (Figure 2), thus
measuring seasonal activity utilizing the R statistical program (R Core Team 2016). Utilizing the Spatial
Statistics toolbox in ArcMap, distribution data were aggregated for clearer visualization of incident
density (Figure 3). To accomplish this, a fixed grid was overlaid onto the map of V. niloticus incident in
Florida. The pixel size selected for the grid was 224 x 224 meters, corresponding to the squared root of
the 50,000 m2 maximum home range noted for adult males in native habitats (Lenz 1995). This range
was selected so that aggregated points would likely incorporate overlapping home ranges of individuals
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of various life stages. All records situated within the same pixel were integrated into a quantityweighted point to illustrate the density of V. niloticus occurrence.

Figure 1. Varanus niloticus records (n=601) in Florida between 01 Jan 1981 and 31 Dec 2015. Data taken from FWC, UFHerpetology, EDDMapS, and the Sanibel-Captiva Conservation Foundation.

2.1.1 Habitat Classification Map
Varanus niloticus distribution data were binned by habitat type based on the Florida
Cooperative Land Cover (CLC) map version 3.1 to identify habitat utilization and possible corridors of
expansion (Florida Fish and Wildlife Conservation Commission 2016). The CLC habitat classification map
11

was developed cooperatively between FWC and Florida Natural Areas Inventory (FNAI) to delineate
discrete habitat types within Florida. Criteria and classifications for natural, semi-natural, and disturbed
habitats of the CLC map follows the Florida Land Cover Classification System (Kawula 2014). Distribution
data were converted from WGS 1984 coordinates to FDEP Albers Harn, the state-specific geographic
coordinate system used for the CLC. Linking distribution data to the habitat classification map
demonstrates the range and distribution of verified observations of V. niloticus within Florida’s
ecotypes. All statistical analyses were performed using ArcMap statistics scripts and the R software
language, version 3.1.1 (R Core Team 2016), and α values of < 0.05 for significance tests.

2.2 Bioclimatic Data
Observation record data were linked with climatic parameter data using computational
Geographic Information Systems (GIS). As such, climatic data for present-day conditions were sourced
from Worldclim version 2, compiled into a series of 19 bioclimatic factors calculated from mean monthly
climate data for minimum, mean, and maximum temperature, and precipitation for the years 1970–
2000 (Fick and Hijmans 2017). Bioclimatic data had a pixel size of 30 arc-seconds (~1 km) for maximum
detail when modelling. The original 19 bioclimatic variables were subjected to tests for multicollinearity
to prune the modelling parameters and eliminate potential problems with co-associated variables. Tests
for multicollinearity were conducted using variable index factor (VIF) scores, eliminating variables
scoring higher than 10.0, as specified with the materials for the ‘usdm’ package in R. The VIF threshold
eliminated all but 7 bioclimatic factors; mean diurnal range, isothermality, mean temperature of the
wettest quarter per annum, mean temperature of driest quarter per annum, annual precipitation,
precipitation of wettest month per annum, and precipitation of warmest quarter per annum. The range
and statistical correlations for locality preference and physiological tolerance in Florida were compared
with data from the native range of Varanus niloticus as documented by Lenz (1995) to identify unique
characteristics of the invasive population.
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2.3 Modelling

2.3.1 Maxent
The current geographic distribution of Varanus niloticus in Florida was modelled utilizing the
Maxent software program version 3.3.3k (http://www.cs.princeton.edu/shapire/maxent/). Maxent is a
presence-only model that estimates the most uniform distribution (‘‘maximum entropy’’) across a given
study area (i.e., the probability that an occurrence at a given location is different from a randomly
selected location given the constraints of environmental predictors). Maxent was selected as an ideal
model for this study for several reasons. Maxent is a presence-only model that can utilize
opportunistically reported observations were there is a lack of detailed sampling data recording both
presence and absence in a given region. This is advantageous for V. niloticus data, which like other
invasive species has lacking or nonexistent absence data (Gallien et al. 2010). Instead, Maxent randomly
selects background points from the study area to serve as pseudo-absence data. Maxent incorporates
both continuous and categorical variables, allowing for the possibility of measuring the effect of habitat
on distribution. Maxent has been demonstrated as highly effective in modelling invasive species
distributions (Wang et al. 2007, Ward 2007) and outperformed other modelling options (Hernandez et
al. 2006, Pearson et al. 2007, Duan et al. 2014). Another reason for using Maxent was its output of both
Receiver Operating Characteristic (ROC) curves and Area Under the Curve (AUC) as measures of model
fit and accuracy. The ROC is a trendline plotting the values calculated for the values of specificity
subtracted from 1 (i.e. false positive rate) against values for the sensitivity (i.e. true positive rate). The
AUC is and the area calculated under the ROC curve, reflecting the fit of a model and its ability to make
accurate predictions above random chance. The closer the AUC value is to 1, the better the predictive
power of the model. Maxent is also freely available and user-friendly.
Of the three output options available from the Maxent software, the logistic model output was
selected for ease of interpretation. Background data comprised 10,000 randomly selected points.
Inclusion of multiple presence records in the same grid cell would distort model projections, therefore
the option to remove duplicate records was selected. Furthermore, the β regularization parameter was
set to 2.0 rather than the default 1.0 to optimize model performance and quality, reducing the potential
for overfitting following Radosalvjevic & Anderson (2014). A total of 10 runs were conducted, each
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randomly seeded with 4-fold cross-validation replicate runs. Cross-validation is a resampling technique
where the data is divided into equal-sized portions, the number of which is denoted by the numeral k.
To train the model, k-1 portions are used in combination first, with the final data portion subsequently
used to obtain predictions from the trained model. The run with the greatest AUC value was retained.
Jackknife analysis, a resampling method used to measure sampling bias associated with sample
parameters, was performed to evaluate the influence of each bioclimatic factor in the probability of
Varanus niloticus presence. The sum of the contribution of all predictor values is equal to 1, with greater
values of individual predictors reflecting a stronger ability to predict presence.

2.3.2 Mahalanobis Distance Modelling
Mahalanobis distance modelling was performed with the dismo package in R (R Core Team
2015) and compared with outputs from Maxent. Mahalanobis distance is a presence-only model that
analyzes clustering and distances of individual points from a mean distribution using eigenvectors, a set
of vectors associated with a linear set of equations from a matrix (Mahalanobis 1936). Simply put and
for the purpose of species distribution modelling, the Mahanalobis statistic (D 2) indicates the relative
distance any multivariate point in a defined space is from an ideal set of environmental conditions (Knick
& Dyer 1997, Knick and Rotenberry 1998, Hamann & Wang 2006). The lower the D2 value the closer a
point is to an optimal location and more likely to test positive for the presence of the subject being
modelled. Mahalanobis was selected for the same presence-only advantages provided by Maxent,
robustness compared to other modeling options (Duan et al. 2014), and successful application in
previous studies of invasive species (Etherington et al. 2009). Datasets for presence and background
points were randomly seeded to develop training and testing datasets. The training data are a subset of
the original data, analyzed by the software to identify ideal habitat conditions and to program the model
to know how to calculate the Mahalanobis statistic. The test dataset is then subsequently used on the
trained model to calculate the D2 output for the Mahalanobis model. The Mahanalobis statistic output
was analyzed by its AUC value and compared to the metric for Maxent. To evaluate probable areas of
Varanus niloticus presence, a threshold must be applied to the D2 statistic model output to filter for
values with a lower D2 value. The max threshold, the threshold at which the sum of sensitivity and
specificity is highest, was applied to the raw Mahalanobis output to produce a probable distribution
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map. The max threshold was selected because it minimizes the mean value of the error rate for positive
observation values and negative observation values (Duan et al. 2014).

2.3.3 Projected Distribution by Global Climate Models
Future projections of Varanus niloticus presence in Florida were performed with Maxent
utilizing projected bioclimatic data sourced from a global climate model. The global climate model
selected was the projected 2050 dataset from the Community Climate System Model (CCSM4), having
been reliably used in other species distribution projections (Stralberg et al. 2009, Boyd & Doney 2012).
The CCSM4 global climate model also offers several representative concentration pathways (RCPs) for
future climate scenarios interpolated to a 30 arc-second (~1 km) resolution. Representative
concentration pathways are trajectories based on greenhouse gas concentrations adopted by the United
Nations’ Intergovernmental Panel on Climate Change (IPCC), used to describe possible climate futures.
These climate scenarios range from the best case scenario requiring the cessation/mitigation of all
greenhouse gas emissions immediately (RCP 26), to more moderate projections following current trends
with peak emission rates in 2040 and 2080 respectively (RCP 45 and RCP60), and a more severe
projection of climate change assuming continued increases in emission rates (RCP 85) (Meinshausen et
al. 2011). All RCPs described were incorporated into Maxent projections, 10 runs for each, to forecast V.
niloticus distribution in Florida by the year 2050 under various scenarios of climate change.
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3.0 Results

3.1 Seasonal activity of Varanus niloticus
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Figure 2. Varanus niloticus records in Florida by month between [day and month] 1981 and 31 Dec 2015 (by count). Data taken
from FWC, UF-Herpetology, EDDMapS, and the Sanibel-Captiva Conservation Foundation.

Plotting Varanus niloticus records by month in Florida illustrates seasonal activity gradually
increases in March with a peak in May (n=105), followed by gradually declining through December
(Figure 2). From November through March fewer animals were reported, suggesting the invasive
populations may be less active in the late fall and winter months.

3.2 Population Density
Aggregated observation records illustrate three centers of Varanus niloticus activity in Florida;
Cape Coral, Miami-Homestead, and southern portions of West Palm Beach and Westgate (Figure 3).
These data suggest Cape Coral contains the greatest density of V. niloticus activity in Florida over the
analysis period, with more than half of all the credible observations (n = 371) between 01 January 1981
and 31 December 2015 within city limits. Varanus niloticus was highly concentrated in western Cape
Coral, decreasing in frequency and density southward and eastward to the Caloosahatchee River. A
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similar pattern in distribution was observed in previous surveys of the Cape Coral area (Campbell 2005).
Additionally, there were scattered records on nearby islands.
West Palm Beach ranked second in density and frequency for Varanus niloticus, as records
(n=104) were concentrated along the banks of or proximal (< 100 m) to the C-51 canal. Sporadic records
were also found in residential areas to the south and the marshland/flatwoods perimeter of the Grassy
Waters Preserve.
Varanus niloticus records from Miami-Dade County exhibited a moderately high density in the
Homestead region. Records (n=40) were particularly concentrated around the Homestead Air Base,
accounting for nearly all credible records available for the county. Other notable records were scattered
near the marshlands to the west of the airbase with several southward in Key Largo. There were also
clustered sightings in southern Broward County.

Figure 3. Weighted aggregate of Varanus niloticus records in Florida, integrated to XY tolerance of
224m (n=601) for sightings between 01 Jan 1981 and 31 Dec 2015. Data taken from FWC, UFHerpetology, EDDMapS, and the Sanibel-Captiva Conservation.

17

3.3 Habitat Preferences

A high proportion of Varanus niloticus records in this dataset were recorded in disturbed, urban
land classes (Table 1). The most populated (n=312; 51.9%) land class by V. niloticus in Florida was High
Intensity Urban, characterized by a commercial, industrial, or residential density of >2/acre. High activity
was also noted within the Transportation class (n=126; 21.0%), comprising pathways and facilities used
for the movement of goods and people (i.e., roads, airports, cargo docks, etc.). Canal systems and
artificially modified streams, the Cultural-Riverine class, also were home to a relatively high proportion
of V. niloticus records (n=90; 15.0%). Natural habitats all together accounted for a small proportion of
records (n=18).

Table 1. Varanus niloticus records by land class determined by the Florida CLC map (version 3.1). Data taken from FWC, UFHerpetology, EDDMapS, and the Sanibel-Captiva Conservation Foundation.

Habitat

Observation (by count)

Cultural - Riverine
High Intensity Urban
Low Intensity Urban
Rural
Transportation
Cultural - Lacustrine
Cypress
Exotic Plants
Freshwater Forested Wetlands
Freshwater Non-Forested Wetlands
Mangrove Swamp
Marshes
Mesic Flatwoods
Mesic Hammock
Mixed Hardwood Coniferous
Pine Rockland
Praries and Bogs
Riverine
Salt Marsh
Vineyards and Nurseries
Total

90
312
33
10
126
3
1
3
1
1
2
3
2
1
1
1
1
1
3
6
601
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3.4 Predicted Current Distribution

3.4.1 Maxent

Figure 4. Maxent modelling output for areas of probable Varanus niloticus presence in Florida based on environmental
predictor variables.

The Maxent projection for the current distribution of Varanus niloticus in Florida illustrates
spread from previously noted areas of concentrated activity (Figure 4). The model output yielded an
average Area Under the Curve (AUC) value for the test replicate runs of 0.956 with a standard deviation
of ± 0.013 (Appendix 2). The AUC value for the Receiver Operating Characteristic (ROC) curve and the
analysis of the average test omission rate (Appendices 1, 2), closely following the predicted omission
rate, both suggest the Maxent output to be a strong predictive model for V. niloticus presence in Florida.

19

Logistic output

Logistic output

Logistic output

Temperature (˚C * 10)

Temperature (˚C * 10)

Precipitation (mm)

Logistic output

Temperature (˚C * 10)

Logistic output

Logistic output

Logistic output

Precipitation (mm)

Precipitation (mm)

Figure 5. Marginal response curves for bioclimatic predictor variables incorporated into Maxent projection of current Varanus
niloticus presence. Response curves incorporate mean trendline (red) with standard deviation (blue) for cross-validation runs.
Bioclimatic data sourced from Worldclim 2.0.

Marginal response curves, measuring the singular effect of one variable with all others reduced
to an mean sample value, suggest Varanus niloticus presence is positively correlated with Isothermality
and Mean Temperature of Driest Quarter per annum (Figure 5). Though its presence is positively
correlated with Annual Precipitation, there was a negative correlation based on the Precipitation of the
Wettest Month per annum. Likewise, there was a negative correlation between Mean Diurnal Range.
The Mean Temperature of the Wettest Quarter per annum exhibited a parabolic relationship with V.
niloticus presence, initially exhibiting a negative correlation until the mean temperature reached 27.5 ˚C.
When accounting for the dependencies between a selected variable and correlations with other
variables, the response curves undergo a notable change. The marginal response curve demonstrated a
negative correlation between the Precipitation of the Wettest Month per annum and the logistic
predictions of the model when considered in isolation. However, when aggregated with dependencies
of other environmental predictors incorporated in the model, the relationship yields a positive
correlation (Figure 6).
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Figure 6. Response curves for bioclimatic predictor, incorporating correlations between bioclimatic variables, variables
incorporated into Maxent projection of current Varanus niloticus presence. Response curves incorporate mean trendline (red)
with standard deviation (blue) for cross-validation runs. Bioclimatic data sourced from Worldclim 2.0.

Jackknife analysis of the environmental predictor variables suggests Precipitation of the Wettest
Month per annum to be the greatest predictor of Varanus niloticus presence (Figure 7). Precipitation of
the Wettest Month, averaged across replicate runs, is responsible for a 30.5 percent contribution to the
output of the model, identifying it as the most significant predictor. Mean Diurnal Range was calculated
to contribute 21.2 percent to the model, followed in relative importance by the Mean Temperature of
the Wettest Quarter (16.5 %), Mean Temperature of the Driest Quarter (14.4 %), and Precipitation of
the Warmest Quarter (8.9 %). Isothermality and Annual Precipitation are found to be of lesser relative
importance in the predictions of the Maxent model, contributing 5% and 3.4 %, respectively.
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Figure 7. Jackknife analysis of relative contribution of bioclimatic variables in predictive output of the Maxent model for
Varanus niloticus population spread in Florida.

3.4.2 Mahalanobis Distance
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Figure 8. Mahalanobis D2 statistic output (8A) and the probable presence of Varanus niloticus suggested by the application of
the max threshold (8B).

The Mahalanobis Statistic output (Figure 8A) illustrates D2 values calculated based on ideal
conditions set by the training data (n = 481). The application of a max (kappa) threshold to the D2 output
using the test data (n = 120, absences = 50) produces a map of probable Varanus niloticus presence (see
Appendix 15). The Mahalanobis predictive model produced an AUC value of 0.9942149 (Figure 8B).
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3.5 Distribution projections of Varanus niloticus in the year 2050
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Figure 9. Forecasted Maxent modelling for areas of probable Varanus niloticus presence in Florida in 2050 based on RCP
scenarios: RCP 26 (9A), RCP 45 (9B), RCP 60 (9C), and RCP 85 (9D).

All projected model outputs for Varanus niloticus distribution in Florida illustrate range
expansion beyond that indicated by the Maxent output for current distribution. For all RCP scenarios,
regions of probable presence suggest northward future expansion. The ROC curves, AUC values and
graphs of the test omission rates demonstrate all Maxent outputs to project areas of probable presence
in 2050 far better than random chance. The Maxent output for the RCP 26 projection (Figure 9A) yields
an average AUC of 0.954 with a standard deviation of 0.017. The RCP 45 Maxent projection produces an
average AUC value of 0.953 with a standard deviation of 0.010, with far smaller regions of probable
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presence than other Maxent projections (Figure 9B). The Maxent projection based on the RCP 60
climate data yields and average AUC of 0.955 and standard deviation of 0.017 (Figure 9C). The final
Maxent projection for the RCP 85 climate projection yields an average 0.955 with a standard deviation
of 0.014 (Figure 9D).

4.0 Discussion
4.1 Seasonal Activity

According to this analysis, peak seasonal activity for Varanus niloticus in Florida occurs during
the spring through summer, correlating with the breeding season and increases in day length and mean
high temperature. In its native range, the breeding season of V. niloticus coincides with stages of the
wet season, when monitors are known to be more active and expands its home range in search of mates
(Lenz 1995, King & Green 1999). Similar behavioral patterns have been observed in other varanid
species (Shine 1986). Findings suggest that the invasive populations in Florida exhibits the same pattern
of increased activity in response to seasonal fluctuations of the local wet season, in preparation for
breeding. In corroboration, the observed period of greater presence coincides with patterns of
increased precipitation in Florida (Figure 10). Previous survey data of V. niloticus in Cape Coral (Campbell
2005) suggested that reproductive activity likely occurred during this same period, between the months
of April and September. During this span, females exhibited egg development and distended oviducts,
and males possessed enlarged testes. Increased activity by V. niloticus in the search and protection of
mates during this time makes them more visible and therefore more likely to be reported.
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Figure 10. Records for Varanus niloticus factored against mean monthly precipitation in Florida between Jan 1981 and
December 2015. Precipitation data sourced from the Florida State University’s Climate Center.

4.2 Habitat Preferences

Varanus niloticus maintains a strong presence in disturbed habitats in Florida. Such behavior has
frequently been observed in its native range (Lenz 1995, Pianka et al. 2004) as well as in its invasive
range (Enge et al. 2004, Campbell 2005). No reliable conclusion can be made about habitat preferences
of Varanus niloticus in Florida based on the available data analyzed herein. Much of the data, namely
citizen-reported observations from EDDMapS, have inherit sampling bias explaining the high proportion
of sightings in urban areas (Table 1). Disturbed habitats, such as urban centers and residential areas, are
naturally where people are most densely populated and spend most of their time. Thusly, the majority
of V. niloticus reported to EDDMapS came from these areas, as the probability of a chance encounter is
greatest in these regions. Further study is needed to form valid conclusions about critical habitats and
preferences of V. niloticus in Florida. Long-term field surveys, particularly in natural habitats and less
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accessible regions, and tracking by acoustic or radio transmitters would provide the data necessary to
identify critical ecotypes and, potentially, diurnal behavior patterns and specific pathways of spread.
Despite sampling bias, it can be hypothesized that there is an ontogenetic shift in habitat
preference for Varanus niloticus in Florida. Hatchlings likely prefer sheltered ecotypes such as
mangroves, dense brush, hammock and other arboreal habitats that dualistically offer refuge from
predation, larger conspecifics and provide a reliable source for many species insect and arthropods to
feed upon. Such ontogenetic shifts are observed in other varanids (King & Green 1999, Pianka et al.
2004, Imansyah et al. 2008, Karunarathna et al. 2017) and other large lizards such as iguanids (Knapp
and Owens 2005). Dense landscaping in residential areas could also fulfill the same habitat
requirements, where credible sightings of juvenile V. niloticus have been observed (EDDMapS 2015, UF
Herpetology 2016). As varanids mature, they expand their home ranges as increased energy reserves
allows them to roam large areas and exploit a larger pool of prey types (Christian et al. 1995, King &
Green 1999). It is important to emphasize that for the populations of V. niloticus in Florida this pattern
of behavior is merely speculative. There is insufficient data available for V. niloticus with specific
measurements placing them in this age class for a conclusive statement.

4.2.1 Theoretical corridors for range expansion

The distribution of records suggests canal networks may be a corridor of expansion for Varanus
niloticus. Indeed, the Cultural-Riverine land class is home to a notable proportion of records (n = 90,
15.0%), especially for a habitat class that is characteristically narrow physically and is a relatively small
overall proportion of the study area. GPS coordinates place an additional majority of records (n = 359,
53.7%) in other land classes that physically flank (<100 m) habitats of the Cultural-Riverine class (Figure
1). Varanus niloticus tends to live near permanent bodies of water in its native range (King &Green 1999,
Pianka et al. 2004) and the home ranges all individuals surveyed by Lenz (1995) in Gambia contained at
least 1 permanent source of water. Canals offer a freshwater source and a convenient means of retreat,
as has been noted in observations (EDDMapS 2015). Furthermore, the concrete banks and sidewalks
lining much of the canal network offer attractive basking spots.
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4.3 Modelling outputs

4.3.1 Potential distribution from Maxent

A significant result from the Maxent analysis of Varanus niloticus distribution in Florida is that
populations between West Palm Beach and Miami may now be interconnected. The projected
distribution (Figure 4) shows an extended region of probable presence well into southern Broward
County and branches into Miami-Dade County. Previous studies segregate the two populations as
distinct (Enge et al. 2004, Dowell et al. 2016), however the data used herein suggest there may be an
exchange of individuals between the two or they may even now represent a single population. Genetic
analysis suggests that individuals from all breeding populations are sourced from the western clade in
their native habitat (Dowell et al. 2016), but no genetic studies have been published between invasive
populations in Florida. Further seasonal tracking studies and genetic tests are required to confirm the
degree of genetic overlap between the Miami-Dade and West Palm Beach populations.
The Maxent projection identifies the neighboring regions around Cape Coral and the islands
adjoining Lee County as sites of highly probable presence. Predictably, the entire area of Cape Coral is
identified by Maxent as the area with the highest probability of Varanus niloticus presence in Florida
(Figure 4). More interesting is the identification of eastern Lee County as a region of highly probable
presence. To date, credible and/or confirmed sighting of V. niloticus on the eastern side of the
Caloosahatchee River have been rare, in contrast to the extreme density of records in Cape Coral. It is
possible the lack of records from these areas is the result of survey efforts and frequent public service
announcements exclusively focused in the Cape Coral region. Still, the aquatic capabilities and
adaptations of V. niloticus have been established (Ingleton 1929, Wood & Johansen 1974, Lenz 1995,
Pianka et al. 2004) and so it is reasonable to suggest that individuals could cross the Caloosahatche River
as a means of range and niche expansion and to avoid resource competition with conspecifics.
The additional forecast of continued and expanded presence upon islands neighboring Lee
County is worth noting. Though few sightings from the islands in the past 10 years exist (EDDMapS 2015,
UF Herpetology 2016), researchers investigating the invasion suggest that recurring incursion by V.
niloticus from the Cape Coral population to nearby islands such as Sanibel is inevitable (C. Lechowicz,
pers. comm. 2015).
The Maxent projection shows a region of probable presence branching southward from Cape
Coral into Collier County. It is only recently that several sightings have been confirmed throughout
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Collier County, but the forecast done here suggests that Varanus niloticus may be more widespread in
the area than records currently indicate. Likewise, such sightings could represent an expansion from the
core Cape Coral population to other regions as overlapping home ranges or other factors push
individuals to explore new territories.

4.3.2 Potential distribution from Mahalanobis

The regions of probable presence identified by the max threshold applied to the Mahalanobis
Distance model coincide with many of the regions identified within the Maxent projection (Figure 8).
The Mahalanobis output likewise shows the population in West Palm Beach extending throughout Palm
Beach County and well into Broward County. However, unlike the output from Maxent, the regions of
probable presence between the Miami and West Palm Beach populations are not contiguous
connection. It is still possible that migration of individuals exists between the two regions in this
scenario but seemingly less likely. Furthermore, the Mahalanobis output also portrays Varanus niloticus
expanding eastward across the Caloosahatchee River to Fort Myers.
Given the similarities in the outputs between the two models, the projection produced by the
Mahalanobis Distance model does yield some key differences. For example, unlike the Maxent model
output, the Mahalanobis model identifies areas of probable presence within Polk and Pasco counties.
Areas of probable presence of Varanus niloticus are also identified around Seminole and Alachua
counties. This result is unexpected as sightings in these areas are rare, but do encompass areas with
greater values for Precipitation of the Wettest Month compared to surrounding areas, more attractive
to V. niloticus during breeding season. The Mahalanobis output predicts probable V. niloticus presence
around Orange and Seminole counties. Sightings after the date range for records incorporated into this
study lend credence to the prediction. FWC records include an individual photographed on 4 September
2016 in northern Orlando.
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4.3.3 Implications of 2050 distribution projection

The 2050 projections for all RCP scenarios suggest range expansion of Varanus niloticus from
contemporary population centers, with the establishment of a new population center in Pasco County
(Figure 9 A – D). All RCP projections for 2050 show continuous regions of probable presence from Lee
County northward to Hillsborough and Pasco counties. Furthermore, all but the RCP 45 Maxent
projection identify a concentrated region of highly probable presence in eastern Pasco County,
suggesting the area could become home to an established breeding population. Similar to the Maxent
projection for current presence (Figure 4), jackknife analysis indicates the environmental predictor of
greatest relative importance is the Precipitation of the Wettest Month (Appendices). It is suggested that
current survey and trapping efforts are expanded to this region with the aim of inhibiting or even
preventing the establishment of a new breeding population in the area. Maxent projections for RCP
scenarios also suggest southward range expansion and establishment within Collier County.
RCP 85 shows probable distribution near Apalachicola National Forest in the panhandle (Figure
9D), suggesting the region to contain suitable habitats and conditions for establishment. To date, there
is an absence of records for Varanus niloticus from this region, and model projections from this study
illustrate no projected presence in adjacent areas. Consequently, the method of ingress by V. niloticus to
the panhandle region as suggested in the RCP 85 projection is unclear. It is possible that V. niloticus may
expand into to the panhandle from an established presence in the regions around Alachua County. The
Mahalanobis output (Figure 8B) forecasts contemporary, regional presence of V. niloticus around
Alachua County. Data collected after the study period lends credence to this suggestion. A confirmed
observation was noted in Suwannee County in 29 December 2016, northwest of the regional presence
forecasted in Alachua County by the Mahalanobis model. From there, current and forecasted bioclimatic
data for factors strongly correlated with V. niloticus presence (Precipitation of Wettest Month per
annum, Temperature of Wettest Quarter per annum, Temperature of Driest Quarter per annum) show a
region of preferential conditions connecting the two regions, serving as bridge for range expansion.
Confirmed and credible sightings collected after the study period likewise coincide with other
regions identified in the 2050 Maxent projections. The projection for the RCP 26, 60 and 85 scenarios
yield regions of probable presence in northern Florida around the intersection of Brevard, Seminole and
Volusia counties (Figure 9A, C, D). This is another region were credible records have been exceptionally
rare. However, there was a confirmed sighting in the Doris Leeper Preserve in Volusia County on 25
February 2017.
29

4.4 Suggestions for Future Research

Information yielded from this study provides new insight into the behavior of Varanus niloticus
in Florida and implications for their potential expansion and management. With that in mind the
findings here leave many questions open and unanswered that merit further study.
Understanding the diurnal behavior and locomotion of Varanus niloticus would be critical to
developing better control strategies. It is currently unknown if the invasive V. niloticus populations
exhibit the same home range extent as in its native habitat. Of additional concern is the effect of the
breeding season on movement patterns. While it tends to expand its home range in search of mates, it
is unknown once a mate has been found if it continues to roam large areas to ward off competitors and
search for additional mates or, alternatively, prefers to intimately guard a small area with a single mate.
Both behaviors have been observed from the Andros Island iguana (Cyclura cyclura cyclura) (C. Knapp
pers. comm. 2017). Radio-tracking studies of established breeding populations could inform diurnal and
seasonal movements and provide valuable information relevant to their management and eradication.
Such methods have been successfully implemented with other invasive species, such as the cane toad
(Llewelyn et al. 2010) and domesticated goats (Taylor & Katahira 1988). Radio tracking can also inform
dispersal rates, allowing for more detailed modelling of the mechanics of invasive behavior (Alford et al.
2009, Llewelyn et al. 2012).
Inter-population genetic studies of Varanus niloticus in Florida can also provide key information
necessary for effective population control. Distribution modelling projections from this analysis draw
questions about whether the Palm Beach and Miami-Homestead populations are connected. Conclusive
determination of the genetic relationship between Florida’s invasive populations and the transfer of
individuals between them is key to better targeting strategies for population control.
Ontogenetic development and behavioral changes are seldom studied in Varanus niloticus in its
native range. While analysis has been done to evaluate the changes in diet and dentition with
maturation (Rieppel & Labhardt 1979, Bennett 2002), no detailed analysis is known regarding potential
shifts in habitat preferences or the survival rates of different population demographics. The sensitivity of
survival rates at different life stages can vary, making extermination of individuals of a particular age
class most effective for eradication efforts (Govindarajula et al. 2005). Likewise, if young monitors
frequent different habitats than older conspecifics, it will influence control strategies for invasive
populations.
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Conclusion
Varanus niloticus is a highly successful invasive species, whose seasonal activity in Florida are
associated with patterns of precipitation. It has successfully exploited a wide range of habitats,
potentially utilizing Florida’s canal networks to spread to new areas. Known to be highly concentrated
within Cape Coral, modelling indicates V. niloticus maintains a strong presence in eastern Lee County.
Furthermore, there may be an exchange of individuals or even contiguousness between the population
centers in West Palm Beach and Homestead. Model forecasts of conditions for the year 2050 suggests
strong range expansion, particularly northward with the establishment of a new population center in
Pasco County. Further study of the diurnal behavior and developmental biology of the invasive
populations can better inform resource managers of how to better target individuals and incorporate
more effective control methods. The techniques used and suggested for further study here can be
applied to other introduced and invasive species in Florida such as the Argentine black-and-white tegu
(Salvator merianae) and savannah monitor (Varanus exanthematicus).

31

Acknowledgements
I would like to take the opportunity to thank my advisor, Dr. Matthew Johnston, for his encouragement
and guidance throughout the process of this study. His expertise regarding invasive species, remote
sensing and computer modeling were a valuable resource that helped shaped the course of my work. I
also wish to thank Dr. Kenneth Krysko, a member of my thesis committee. His knowledge of invasive
species in Florida and providing me with voucher records for V. niloticus in Florida were instrumental in
the successful execution of this project. Dr. Bernard Reigl, another member of my thesis committee, also
deserves special recognition for his time, patience, and insight. Additional thanks go to Chris Lechowicz
of the Sanibel-Captiva Conservation Foundation, who provided observation data on Sanibel Island.
Likewise, I thank Jennifer Eckles and Jason Wagman of the Florida Fish and Wildlife Conservation
Commission for providing me with a copy of the voucher records within their nonnative species
database. I gratefully acknowledge Kevin Enge for consulting and directing me to various resources that
proved valuable towards the completion of this project. I wish to express my gratitude for the support of
my family during the long, strange, and sometimes frustrating journey I have taken to this point.
Without their support I would not be here. I appreciate the skills and knowledge imparted by my time
studying at Nova Southeastern University’s Halmos College of Natural Sciences and Oceanography in my
pursuit of my Masters’ Degree and future opportunities. Lastly, I wish to thank the Flashback Diner, for
being open 24/7 and providing me with all the caffeine and fuel I needed during the long nights with this
project and strange hours I had to keep for my jobs during sea turtle nesting season.

32

REFERENCES
Alford, Ross A., Gregory P. Brown, Lin Schwarzkopf, Benjamin L. Phillips, and Richard Shine.
"Comparisons through time and space suggest rapid evolution of dispersal behaviour in an
invasive species." Wildlife Research 36, no. 1 (2009): 23-28.
Ascunce, Marina S., Chin-Cheng Yang, Jane Oakey, Luis Calcaterra, Wen-Jer Wu, Cheng-Jen Shih, Jérôme
Goudet, Kenneth G. Ross, and DeWayne Shoemaker. "Global invasion history of the fire ant
Solenopsis invicta." Science 331, no. 6020 (2011): 1066-1068.
Avery, Michael L., John D. Eisemann, Kandy L. Keacher, and Peter J. Savarie. "Acetaminophen and zinc
phosphide for lethal management of invasive lizards Ctenosaura similis." Current Zoology 57, no.
5 (2011): 625-629.
Bennett, Daniel. "Diet of juvenile Varanus niloticus (Sauria: Varanidae) on the Black Volta River in
Ghana." Journal of Herpetology 36, no. 1 (2002): 116.
Bhattarai, Ganesh P., and James T. Cronin. "Hurricane activity and the large-scale pattern of spread of an
invasive plant species." PLoS One 9, no. 5 (2014): e98478.
Blamires, S.J. “Quantifying the impact of predation on sea turtle nests by varanids at Fog Bay.” Master’s
thesis. Northern Territory University, 1999
Blamires, Sean John, Michael Leonard Guinea, and R. Prince. "Influence of nest site selection on
predation of flatback sea turtle (Natator depressus) eggs by varanid lizards in northern
Australia." Chelonian Conservation and Biology 4, no. 3 (2003): 557-563.
Boyd, Philip W., and Scott C. Doney. "Modelling regional responses by marine pelagic ecosystems to
global climate change." Geophysical Research Letters 29, no. 16 (2002).
Bruce, Katherine A., Guy N. Cameron, Paul A. Harcombe, and Greg Jubinsky. "Introduction, impact on
native habitats, and management of a woody invader, the Chinese tallow tree, Sapium
sebiferum (L.) Roxb." Natural Areas Journal (1997): 255-260.
Burney, C. and Ouellette, S. Sea Turtle Conservation Project, Broward County, Florida. Technical Report
EPD 05. Marine Resources Section, Biological Resources Division, Department of Natural
Resource Protection. Fort Lauderdale, Florida. (2005): 57 pp.
Butterfield, Brian P., Walter E. Meshaka Jr, and Craig Guyer. "Nonindigenous amphibians and
reptiles." Strangers in paradise: impact and management of nonindigenous species in Florida.
Island Press, Washington, DC (1997): 123-138.
Campbell, Todd S. "Eradication of introduced carnivorous lizards from the Cape Coral area." Final Report
to the Charlotte Harbor National Estuary Program, Fort Myers, FL(2005): 1-30
Christian, Keith A., L. K. Corbett, Brian Green, and Brian W. Weavers. "Seasonal activity and energetics of
two species of varanid lizards in tropical Australia." Oecologia 103, no. 3 (1995): 349-357.
33

Cope, Edward Drinker. "On Trachycephalus, Scaphiopus and other American Batrachia." Proceedings of
the Academy of Natural Sciences of Philadelphia (1863): 43-54.
Corn, Mary Lynne, Eugene H. Buck, Jean M. Rawson, Alex Segarra, and Eric A. Fischer. Invasive nonnative species: background and issues for congress. Congressional Research Service, 2002.
Cott, Hugh B. "Scientific results of an inquiry into the ecology and economic status of the Nile crocodile
(Crocodilus niloticus) in Uganda and Northern Rhodesia." Journal of Zoology 29, no. 4 (1961):
211-356.
Dorcas, Michael E., John D. Willson, Robert N. Reed, Ray W. Snow, Michael R. Rochford, Melissa A.
Miller, Walter E. Meshaka et al. "Severe mammal declines coincide with proliferation of invasive
Burmese pythons in Everglades National Park." Proceedings of the National Academy of
Sciences 109, no. 7 (2012): 2418-2422.
Dove, Carla J., Ray W. Snow, Michael R. Rochford, and Frank J. Mazzotti. "Birds consumed by the
invasive Burmese python (Python molurus bivittatus) in Everglades National Park, Florida,
USA." The Wilson Journal of Ornithology 123, no. 1 (2011): 126-131.
Dowell, Stephanie A., Jared P. Wood, Todd S. Campbell, Sergios-Orestis Kolokotronis, and Evon R.
Hekkala. "Combining genetic and distributional approaches to sourcing introduced species: a
case study on the Nile monitor (Varanus niloticus) in Florida." Royal Society open science 3, no. 4
(2016): 150619.
Duan, Ren-Yan, Xiao-Quan Kong, Min-Yi Huang, Wei-Yi Fan, and Zhi-Gao Wang. "The predictive
performance and stability of six species distribution models." PLoS One 9, no. 11 (2014):
e112764.
EDDMapS. Early Detection & Distribution Mapping System. The University of Georgia - Center for
Invasive Species and Ecosystem Health. Available online at http://www.eddmaps.org/; last
accessed November 18, 2015.
Enge, Kevin M., Kenneth L. Krysko, Kraig R. Hankins, Todd S. Campbell, and F. Wayne King. "Status of the
Nile monitor (Varanus niloticus) in southwestern Florida." Southeastern Naturalist 3, no. 4
(2004): 571-582.
Etherington, Thomas R., Alastair I. Ward, Graham C. Smith, Stephane Pietravalle, and Gavin J. Wilson.
"Using the Mahalanobis distance statistic with unplanned presence‐only survey data for
biogeographical models of species distribution and abundance: a case study of badger
setts." Journal of Biogeography 36, no. 5 (2009): 845-853.
Ferriter, Amy, Bob Doren, Carole Goodyear, Dan Thayer, Jim Burch, Lou Toth, Mike Bodle et al. "The
status of nonindigenous species in the South Florida environment." South Florida environment
report, South Florida Water management District, Florida Department of Environmental
protection (2006): p1-52.
Fick Stephen, E., and J. WorldClim Hijmans Robert. "2: new 1-km spatial resolution climate surfaces for
global land areas." International Journal of Climatology (2017).
34

Florida Climate Center. “Precipitation - Florida Climate Center.” Florida State University Institute of
Science and Public Affairs, Accessed on May 16, 2017. http://climatecenter.fsu.edu/productsservices/data/statewide-averages/precipitation.

Florida Fish and Wildlife Conservation Commission. “FWC removal efforts target Nile monitors; public
can help.” Accessed on December 29, 2015. http://www.myfwc.com/news/newsreleases/2015/april/09/nile-monitor/
Florida Fish and Wildlife Conservation Commission. “Cooperative Land Cover, Version 3.1.” Retrieved
June 16, 2016, from http://myfwc.com/research/gis/applications/articles/Cooperative-LandCover
Fritts, Thomas H., and Gordon H. Rodda. "The role of introduced species in the degradation of island
ecosystems: a case history of Guam." Annual review of Ecology and Systematics 29, no. 1 (1998):
113-140.
Gallien, Laure, Tamara Münkemüller, Cécile H. Albert, Isabelle Boulangeat, and Wilfried Thuiller.
"Predicting potential distributions of invasive species: where to go from here?." Diversity and
Distributions 16, no. 3 (2010): 331-342.
Govindarajulu, Purnima, Res Altwegg, and Bradley R. Anholt. "Matrix model investigation of invasive
species control: bullfrogs on Vancouver Island." Ecological Applications 15, no. 6 (2005): 21612170.
Gurevitch, Jessica, and Dianna K. Padilla. "Are invasive species a major cause of extinctions?." Trends in
ecology & evolution 19, no. 9 (2004): 470-474.
Hering-Hagenbeck, S. F. B. N., and J. Boomker. "A check-list of the nematode parasites of South African
Serpentes (snakes) and Sauria (lizards)." The Onderstepoort journal of veterinary research 67,
no. 1 (2000): 1.
Hamann, Andreas, and Tongli Wang. "Potential effects of climate change on ecosystem and tree species
distribution in British Columbia." Ecology 87, no. 11 (2006): 2773-2786.
Hardin, Scott. "Managing non-native wildlife in Florida: state perspective, policy and practice."
Managing Vertebrate Invasive Species: Proceedings of an International Symposium. Fort Collins,
CO: USDA/APHIS/WS, National Wildlife Research Center (2007): 43–52.
Hernandez, Pilar A., Catherine H. Graham, Lawrence L. Master, and Deborah L. Albert. "The effect of
sample size and species characteristics on performance of different species distribution
modeling methods." Ecography 29, no. 5 (2006): 773-785.
Horvitz, Carol C., John B. Pascarella, Stephen McMann, Andrea Freedman, and Ronald H. Hofstetter.
"Functional roles of invasive non‐indigenous plants in hurricane‐affected subtropical hardwood
forests." Ecological Applications 8, no. 4 (1998): 947-974.

35

Huffaker, Carl B., ed. Theory and practice of biological control. Elsevier, 2012.
Imansyah, M. J., T. S. Jessop, C. Ciofi, and Z. Akbar. "Ontogenetic differences in the spatial ecology of
immature Komodo dragons." Journal of Zoology 274, no. 2 (2008): 107-115.
Ingleton, E. C. “A seven foot monitor from South Africa.” Field 53, no. 213 (1929): 486
Invasive Species Advisory Committee. Invasive Species Definition Clarification and Guidance White
Paper, Submitted by the Definitions Subcommittee of the Invasive Species Advisory Committee
(ISAC). (2006). Available from: http://www.invasivespeciesinfo.gov/docs/council/isacdef.pdf
(accessed 25 June 2017).
Karunarathna, Suranjan, Thilina Surasinghe, Majintha Madawala, Ruchira Somaweera, and AA Thasun
Amarasinghe. "Ecological and behavioural traits of the Sri Lankan water monitor (Varanus
salvator) in an urban landscape of Western Province, Sri Lanka." Marine and Freshwater
Research 68, no. 12 (2017): 2242-2252.
Johnston, Matthew W., and Samuel J. Purkis. "Spatial analysis of the invasion of lionfish in the western
Atlantic and Caribbean." Marine Pollution Bulletin 62, no. 6 (2011): 1218-1226.
Johnston, Matthew W., and Sam J. Purkis. "Hurricanes accelerated the Florida–Bahamas lionfish
invasion." Global change biology 21, no. 6 (2015): 2249-2260.
Kawula, R. “Florida Land Cover Classification System.” Florida Fish and Wildlife Conservation
Commission. (2014) Retrieved on June 18, 2016, from
http://myfwc.com/media/2815396/LandCoverClassification-2014.pdf.
King, Denis, Brian Green, and Frank Knight. Monitors: the biology of varanid lizards. Krieger Publ.
Company, 1999.
Knapp, C. Personal communication. April 26, 2015
Knapp, Charles R., and Audrey K. Owens. "Home range and habitat associations of a Bahamian iguana:
implications for conservation." In Animal Conservation forum, vol. 8, no. 3, pp. 269-278.
Cambridge University Press, 2005.
Knick, Steven T., and Deanna L. Dyer. "Distribution of black-tailed jackrabbit habitat determined by GIS
in southwestern Idaho." The Journal of wildlife management (1997): 75-85.
Knick, Steven T., and John T. Rotenberry. "Limitations to mapping habitat use areas in changing
landscapes using the Mahalanobis distance statistic." Journal of Agricultural, Biological, and
Environmental Statistics (1998): 311-322.
Krysko, Kenneth L., F. Wayne King, Kevin M. Enge, and Anthony T. Reppas. "Distribution of the
introduced black spiny-tailed iguana (Ctenosaura similis) on the southwestern coast of
Florida." Florida Scientist (2003): 141-146.

36

Krysko, Kenneth L., Kevin M. Enge, Ellen M. Donlan, Jason C. Seitz, and Elizabeth A. Golden.
"Distribution, natural history, and impacts of the introduced green iguana (Iguana iguana) in
Florida." Iguana 3 (2007): 2-17.
Krysko, Kenneth L., James C. Nifong, Ray W. Snow, Kevin M. Enge, and Frank J. Mazzotti. "Reproduction
of the Burmese python (Python molurus bivittatus) in southern Florida." Applied Herpetology 5,
no. 1 (2008): 93-95.
Krysko, Kenneth L., Joseph P. Burgess, Michael R. Rochford, Christopher R. Gillette, Daniel Cueva, Kevin
M. Enge, Louis A. Somma et al. "Verified non-indigenous amphibians and reptiles in Florida from
1863 through 2010: outlining the invasion process and identifying invasion pathways and
stages." Zootaxa 3028 (2011a): 1-64.
Krysko, K. L., K. M. Enge, and P. E. Moler. "Atlas of amphibians and reptiles in Florida." Final report,
project agreement 8013 (2011b): 524 pp
Krysko, K. L., L. A. Somma, D. C. Smith, C. R. Gillette, D. Cueva, J. A. Wasilewski, K. M. Enge et al. "New
verified nonindigenous amphibians and reptiles in Florida through 2015, with a summary of over
152 years of introductions." Reptiles and Amphibians: Conservation and Natural History23, no. 2
(2016): 110-143.
Lechowicz, Chuck. Personal communication. August 31, 2015
Legendre, P., and L. Legendre. "Numerical ecology. 2nd." Elsevier Science, Amsterdam, NL (1998).
Lenz, Sigrid. Zur biologie und ökologie des Nilwarans, Varanus niloticus (Linnaeus 1766) in Gambia,
Westafrika. DGHT. Mertensiella 5 (1995): 1–256.
Lips, Karen R. "Vertebrates associated with tortoise (Gopherus polyphemus) burrows in four habitats in
south-central Florida." Journal of Herpetology 25, no. 4 (1991): 477-481.
Liu, Hong, and Peter Stiling. "Testing the enemy release hypothesis: a review and metaanalysis." Biological invasions8, no. 7 (2006): 1535-1545.
Llewelyn, John, Benjamin L. Phillips, Ross A. Alford, Lin Schwarzkopf, and Richard Shine. "Locomotor
performance in an invasive species: cane toads from the invasion front have greater endurance,
but not speed, compared to conspecifics from a long-colonised area." Oecologia 162, no. 2
(2010): 343-348.
Luiselli, L., G. C. Akani, and D. Capizzi. "Is there any interspecific competition between dwarf crocodiles
(Osteolaemus tetraspis) and Nile monitors (Varanus niloticus ornatus) in the swamps of central
Africa? A study from south-eastern Nigeria." Journal of Zoology 247, no. 1 (1999): 127-131.
Mahalanobis, Prasanta Chandra. "On the generalized distance in statistics." National Institute of Science
of India 2 vol.1 (1936): 49–55

37

Mauldin, Richard E., and Peter J. Savarie. "Acetaminophen as an oral toxicant for Nile monitor lizards
(Varanus niloticus) and Burmese pythons (Python molurus bivittatus)." Wildlife research 37, no.
3 (2010): 215-222
McCleery, Robert A., Adia Sovie, Robert N. Reed, Mark W. Cunningham, Margaret E. Hunter, and Kristen
M. Hart. "Marsh rabbit mortalities tie pythons to the precipitous decline of mammals in the
Everglades." Proc. R. Soc. B 282, no. 1805 (2015): 20150120.
McKie, Annabelle C., Jessi E. Hammond, Henry T. Smith, and W. E. Meshaka. "Invasive green iguana
interactions in a burrowing owl colony in Florida." Florida Field Naturalist 33, no. 4 (2005): 125127.
Meinshausen, Malte, Steven J. Smith, K. Calvin, John S. Daniel, M. L. T. Kainuma, Jean-Francois
Lamarque, Km Matsumoto et al. "The RCP greenhouse gas concentrations and their extensions
from 1765 to 2300." Climatic change 109, no. 1-2 (2011): 213.
Meshaka Jr, Walter E., Richard D. Bartlett, and Henry T. Smith. "Colonization success by green iguanas in
Florida." Iguana 11, no. 3 (2004b): 154-161.
Meshaka, Walter E., Brian P. Butterfield, and J. Brian Hauge. The exotic amphibians and reptiles of
Florida. Malabar, FL: Krieger Publishing Company, 2004a.
Meshaka Jr, Walter E., Henry T. Smith, Richard M. Engeman, Christopher L. Dean, Jon A. Moore, and
William E. O'Brien. "The geographically contiguous and expanding coastal range of the northern
curlytail lizard (Leiocephalus carinatus armouri) in Florida." Southeastern Naturalist 4, no. 3
(2005): 521-526.

Meshaka Jr, Walter E., Henry T. Smith, Elizabeth Golden, Jon A. Moore, Stephanie Fitchett, Ernest M.
Cowan, Richard M. Engeman, Stacey R. Sekscienski, and Heather L. Cress. "Green Iguanas
(Iguana iguana): the unintended consequence of sound wildlife management practices in a
south Florida park." (2007).
Meshaka Jr, Walter E. "A runaway train in the making: the exotic amphibians, reptiles, turtles, and
crocodilians of Florida." Herpetological Conservation and Biology 6, no. Monograph 1 (2011).
Morton, Julia F. "Brazilian pepper—its impact on people, animals and the environment." Economic
Botany 32, no. 4 (1978): 353-359.
Njagu, Zipporah, Steve Mihok, Elizabeth Kokwaro, and Didier Verloo. "Isolation of Trypanosoma brucei
from the monitor lizard (Varanus niloticus) in an endemic focus of Rhodesian sleeping sickness in
Kenya." Acta tropica 72, no. 2 (1999): 137-148.
Nuñez L.P. “Molecular analyses of three non-indigenous squamate species in Florida: testing hypotheses
of introduction pathways, species identity, and native range origins.” Master’s Thesis. University
of Florida. 2016

38

Parker, Ingrid M., D. Simberloff, W. M. Lonsdale, K. Goodell, M. Wonham, P. M. Kareiva, M. H.
Williamson et al. "Impact: toward a framework for understanding the ecological effects of
invaders." Biological invasions 1, no. 1 (1999): 3-19.
Pearson, Richard G., Christopher J. Raxworthy, Miguel Nakamura, and A. Townsend Peterson.
"Predicting species distributions from small numbers of occurrence records: a test case using
cryptic geckos in Madagascar." Journal of biogeography 34, no. 1 (2007): 102-117.
Pernetta, Angelo P. "Monitoring the trade: using the CITES database to examine the global trade in live
monitor lizards (Varanus spp.)." Biawak 3, no. 2 (2009): 37-45.
Pianka, Erick, and Dennis King, eds. Varanoid lizards of the world. Indiana University Press, 2004.
Pimentel, David, Rodolfo Zuniga, and Doug Morrison. "Update on the environmental and economic costs
associated with alien-invasive species in the United States." Ecological economics 52, no. 3
(2005): 273-288.
R Core Team. “R: A Language and Environment for Statistical Computing”. Accessed on January 29, 2016,
from https://www.r-project.org/
Rieppel, Olivier, and Lukas Labhardt. "Mandibular mechanics in Varanus niloticus (Reptilia:
Lacertilia)." Herpetologica(1979): 158-163.
Schmitz, Don C., Daniel Simberloff, Ronald H. Hofstetter, William Haller, and David Sutton. "The
ecological impact of nonindigenous plants." Strangers in paradise: Impact and management of
nonindigenous species in Florida (1997): 39-61.
Semmens, Brice X., Eric R. Buhle, Anne K. Salomon, and Christy V. Pattengill-Semmens. "A hotspot of
non-native marine fishes: evidence for the aquarium trade as an invasion pathway." Marine
Ecology Progress Series 266 (2004): 239-244.
Sementelli, Arthur, Henry T. Smith, Walter E. Meshaka Jr, and Richard M. Engeman. "Just green iguanas?
The associated costs and policy implications of exotic invasive wildlife in South Florida." Public
works management & policy 12, no. 4 (2008): 599-606.
Shine, Richard. "Food habits, habitats and reproductive biology of four sympatric species of varanid
lizards in tropical Australia." Herpetologica (1986): 346-360.
Smith, Henry T., and Richard M. Engeman. “A review of the colonization dynamics of the northern curlytailed lizard Leiocephalus carinatus armouri in Florida.” Florida Field Naturalist 32 (2004): 107–
113.
Snow, Ray W., MATTHEW L. Brien, MICHAEL S. Cherkiss, L. A. U. R. I. E. Wilkins, and FRANK J. Mazzotti.
"Dietary habits of the Burmese python, Python molurus bivittatus, in Everglades National Park,
Florida." Herpetological Bulletin101 (2007): 5.
Sprackland, Robert George. Savannah and Grassland Monitors: From the Experts at Advanced Vivarium
Systems. i5 Publishing, 2012.

39

Stein, Bruce A., and Stephanie R. Flack. "America’s least wanted: alien species invasions of US
ecosystems." The Nature Conservancy, Arlington, Virginia (1996).
Stralberg, Diana, Dennis Jongsomjit, Christine A. Howell, Mark A. Snyder, John D. Alexander, John A.
Wiens, and Terry L. Root. "Re-shuffling of species with climate disruption: a no-analog future for
California birds?." PloS one 4, no. 9 (2009): e6825.
Taylor, Dan, and Larry Katahira. "Radio telemetry as an aid in eradicating remnant feral goats." Wildlife
Society Bulletin (1973-2006) 16, no. 3 (1988): 297-299.
Tomas, J., J. Castroviejo, and J. A. Raga. "Sea turtles in the south of Bioko Island (Equatorial
Guinea)." Marine Turtle Newsletter 84 (1999): 4-6.
Torchin, Mark E., and Charles E. Mitchell. "Parasites, pathogens, and invasions by plants and
animals." Frontiers in Ecology and the Environment 2, no. 4 (2004): 183-190.
Tschinkel, Walter R. "Distribution of the fire ants Solenopsis invicta and S. geminata (Hymenoptera:
Formicidae) in northern Florida in relation to habitat and disturbance." Annals of the
Entomological Society of America 81, no. 1 (1988): 76-81.
Tschinkel, Walter Reinhart. The fire ants. Harvard University Press, 2006.
US Fish and Wildlife Service. "Range-wide conservation strategy for the gopher tortoise." Jackson,
Mississippi (see Archived Material, Reference A2, Found at DOI: http://dx. doi.
org/10.5061/dryad. nk064 (2012).
Walters, Linda J., Katherine R. Brown, Wytze T. Stam, and Jeanine L. Olsen. "E‐commerce and Caulerpa:
unregulated dispersal of invasive species." Frontiers in Ecology and the Environment 4, no. 2
(2006): 75-79.
Wang, Yun-Sheng, Bing-Yan Xie, Fang-Hao Wan, Qi-Ming Xiao, and Liang-Ying Dai. "The potential
geographic distribution of Radopholus similis in China." Agricultural Sciences in China 6, no. 12
(2007): 1444-1449.
Ward, Darren F. "Modelling the potential geographic distribution of invasive ant species in New
Zealand." Biological Invasions 9, no. 6 (2007): 723-735.
Weishampel, John F., Dean A. Bagley, Llewellyn M. Ehrhart, and Brian L. Rodenbeck. "Spatiotemporal
patterns of annual sea turtle nesting behaviors along an East Central Florida beach." Biological
Conservation 110, no. 2 (2003): 295-303.
Wilcove, D. S., D. Rothstein, J. Dubow, A. Phillips, and E. Losos. "Assessing the relative importance of
habitat destruction, alien species, pollution, over-exploitation, and disease." Bioscience 48
(1998): 607 – 616
Willson, John D., Michael E. Dorcas, and Raymond W. Snow. "Identifying plausible scenarios for the
establishment of invasive Burmese pythons (Python molurus) in southern Florida." Biological
Invasions 13, no. 7 (2011): 1493-1504.
40

Wood, Stephen C., and Kjell Johansen. "Respiratory adaptations to diving in the Nile monitor lizard,
Varanus niloticus." Journal of comparative physiology 89, no. 2 (1974): 145-158.

41

Appendices

Appendix 1. The test omission rate and predicted area as a function of cumulative threshold for forecasted current Varanus
niloticus presence.

Appendix 2. The ROC curve for the Maxent projection of contemporary Varanus niloticus presence.
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Appendix 3. The test omission rate and predicted area as a function of cumulative threshold for Varanus niloticus presence
under the RCP 26 forecast for the year 2050.

Appendix 4. The ROC curve for the Maxent projection of Varanus niloticus presence under the RCP 26 forecast for the year
2050.
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Appendix 5. Jackknife analysis of relative contribution of bioclimatic variables in predictive output of the Maxent model for
Varanus niloticus population spread in Florida for the year 2050 under RCP 26 forecasted conditions.

Appendix 6. The test omission rate and predicted area as a function of cumulative threshold for Varanus niloticus presence
under the RCP 45 forecast for the year 2050.
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Appendix 7. The ROC curve for the Maxent projection of Varanus niloticus presence under the RCP 45 forecast for the year
2050.

Appendix 8. Jackknife analysis of relative contribution of bioclimatic variables in predictive output of the Maxent model for
Varanus niloticus population spread in Florida for the year 2050 under RCP 45 forecasted conditions.
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Appendix 9. The test omission rate and predicted area as a function of cumulative threshold for Varanus niloticus presence
under the RCP 60 forecast for the year 2050.

Appendix 10. The ROC curve for the Maxent projection of Varanus niloticus presence under the RCP 60 forecast for the year
2050.
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Appendix 11. Jackknife analysis of relative contribution of bioclimatic variables in predictive output of the Maxent model for
Varanus niloticus population spread in Florida for the year 2050 under RCP 60 forecasted conditions.

Appendix 12. The test omission rate and predicted area as a function of cumulative threshold for Varanus niloticus presence
under the RCP 85 forecast for the year 2050.

47

Appendix 13. The ROC curve for the Maxent projection of Varanus niloticus presence under the RCP 85 forecast for the year
2050.

Appendix 14. Jackknife analysis of relative contribution of bioclimatic variables in predictive output of the Maxent model for
Varanus niloticus population spread in Florida for the year 2050 under RCP 85 forecasted conditions.
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#create presence train and test data
set.seed(RandomSeed)
group<-kfold(Nile_monitor, 5)
pres_train<- Nile_monitor[group !=1, ]
pres_train$Species<-NULL
pres_train<- pres_train[,c("Longitude Decimal", "Latitude Decimal")]
colnames(pres_train)<- c("lon","lat")
pres_train<-data.matrix(pres_train)
pres_test<- Nile_monitor[group ==1, ]
pres_test$Species<-NULL
pres_test<- pres_test[,c("Longitude Decimal", "Latitude Decimal")]
colnames(pres_test)<- c("lon","lat")
pres_test<-data.matrix(pres_test)
#create background train and test data
set.seed(RandomSeed)
backg<-randomPoints(pred_bio, n=1000)
group<-kfold(backg, 5)
backg_train<- backg[group !=1, ]
backg_test<- backg[group ==1, ]
colnames(backg_test)<-c("lon","lat")
colnames(backg_train)<-c("lon","lat")
#plot background and train data
r<-raster(pred_bio, 1)
plot(!is.na(r), col=c('white', 'light grey'), legend=FALSE)
points(backg_train, pch='-', cex=0.5, col='yellow')
points(backg_test, pch='-', cex=0.5, col='black')
points(pres_train, pch= '+', col='green')
points(pres_test, pch='+', col='blue')
#Add Florida shapefile
FL<-shapefile("FL_shapefile_location.shp")
plot(FL)
#Mahalanobis distance modelling
mm <- mahal(pred_bio, pres_train)
e <- evaluate(pres_test, backg_test, mm, pred_bio)
e
pm<-predict(pred_bio, mm, ext=FL)
par(mfrow=c(1,2))
pm[pm < -10] <- -10
plot(pm)
plot(FL, add=TRUE, border='dark grey')
tr <- threshold(e, 'kappa')
plot(pm > tr)
plot(FL, add=TRUE, border='dark grey')
points(pres_train, pch='+')
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#Mahalanobis distance modelling
mm <- mahal(pred_bio, pres_train)
e <- evaluate(pres_test, backg_test, mm, pred_bio)
e
pm<-predict(pred_bio, mm, ext=FL)
#Apply max threshold
par(mfrow=c(1,2))
pm[pm < -10] <- -10
plot(pm)
plot(FL, add=TRUE, border='dark grey')
tr <- threshold(e, 'kappa')
plot(pm > tr)
plot(FL, add=TRUE, border='dark grey')

Example R code for Mahalanobis Distance modeling of Varanus niloticus presence in Florida.
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