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Abstract - The Adirondack Park in northern New York is located at the southern range
extent for several bird species that inhabit lowland boreal forest habitats, which in the
Adirondacks are naturally fragmented and intermixed with eastern temperate forest types.
I examined occupancy dynamics of 8 bird species in lowland boreal forest wetlands, evaluDWLQJWKHLQÀXHQFHRIYDULDEOHVDVVRFLDWHGZLWKFOLPDWHFKDQJHDQGKDELWDWIUDJPHQWDWLRQ
including wetland size and connectivity, on colonization and extinction dynamics for the
period 2007–2011. Occurrence data from point-count surveys conformed to predictions
of metapopulation theory with respect to extinction, with most species more likely to experience local extinction from smaller, more isolated wetlands. Responses to latitude and
elevation were variable. Proximity of human infrastructure was the most consistent driver
of short-term dynamics across species, with two-thirds more likely to colonize low-impact
sites and become locally extinct from more-impacted sites. Evidence for metapopulation
structure suggests that improved connectivity among wetlands and reduction of human impact near wetlands should be conservation goals for these species in the park.

Introduction
The Adirondack Park in northern New York State represents the southern range
extent for several species of boreal forest birds within eastern North America.
These populations are subject to the stresses imposed by conditions at the periphHU\RIDVSHFLHV¶UDQJHDQGWKH\DUHDOVRJHRJUDSKLFDOO\LVRODWHGIURPFRQVSHFL¿F
populations found further north. These birds are thought to be vulnerable to climate
change because they prefer northern boreal habitat types expected to be sensitive to
warming temperatures (Moore 2002, Niemi et al. 1998, Pastor et al. 1998). Habitats
in the Adirondacks are naturally fragmented and less continuous than the Canadian
boreal to the North, with patches of boreal wetland habitat surrounded by temperate
forest habitat types (Jenkins 2010). Additionally, habitats within the Adirondack
landscape are further fragmented by small amounts of agriculture and developed
land uses.
Little is known about the population status of these boreal specialists in this region of the US. The North American Breeding Bird Survey (BBS; Sauer et al. 2012)
provides information on long-term trends in abundance of avian species, but trend
LQIRUPDWLRQLVRIWHQUDWHGDVGH¿FLHQWLQFUHGLELOLW\IRUWKHVHSHDWODQGDVVRFLDWHG
species. The roadside nature of BBS routes, combined with the rarity of species
and habitats such as these, often means that marginal populations of birds near the
edges of their ranges are not well sampled (Sauer et al. 1995). Mountain Birdwatch
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(Scarl 2012) is a land-bird monitoring program for montane species in the northeastern US, but the targets of the program and the species for which published
trend information is available do not overlap with the low-elevation boreal species
described here. New York State Breeding Bird Atlas data (Andrle and Carroll 1988,
McGowan and Corwin 2008) provide the best information on the distribution of
low-elevation boreal species in New York, but are limited as a source of information on trends. Comparisons between atlas surveys conducted 20 years apart reveal
declines in occupancy across the state for some boreal bird species, and increases
for others (McGowan and Corwin 2008). Because of these limitations, scientists
at the Wildlife Conservation Society, Adirondack Program (hereafter WCS), have
been monitoring a suite of 12 species in lowland boreal habitats of the Adirondacks,
including an intensive period of data collection between 2007 and 2011. In this
paper, I use occupancy data from this survey to explore short-term trends in and
potential drivers of boreal bird dynamics at their southern range extent in this part
of the northeast US.
Given the fragmentation of habitats for boreal forest birds in the northeast, one
might expect that these species follow the predictions of metapopulation theory,
which generally apply to any species inhabiting a patchy habitat or any spatially
structured population (Akçakaya et al. 2006, Hanski 1998). Sjögren-Gulve and
Hanski (2000) suggest that metapopulation models are best applied to systems of
relatively small habitat patches that are highly fragmented and cover maximally
some 20% of the landscape. Lowland boreal habitats in the Adirondacks cover approximately 11% of the landscape and are scattered throughout the 19,700-km2 park
(Jenkins 2010). According to metapopulation theory, long-term population dynamics should be driven by size and connectivity of habitat patches. Therefore, boreal
birds should be more likely to colonize large, well-connected habitat patches and
to experience local extinction in smaller, more isolated patches (Hames et al. 2001,
Hanski 1998, Pulliam 1988).
In addition to habitat patch size and connectivity, habitat degredation from climate change and anthropogenic development may also affect population dynamics
of boreal birds in this region. Because these species are on the edge of their range
DQGDWWKHVRXWKHUQIULQJHRIDQRUWKHUQKDELWDWFOLPDWHFKDQJHPD\EHLQÀXHQFing long-term population trends in the Adirondacks. As such, they may be moving
up in either latitude or elevation or both (Parmesan 2006). Several authors have
noted actual or predicted changes in the ranges of boreal bird species as a result
of climate change (Brommer 2004, La Sorte and Thompson 2007, Parmesan 2006,
Thomas and Lennon 1999, Zuckerberg et al. 2009). Zuckerberg et al. (2009) found
that southern range boundaries of New York birds shifted northward 11.4 km in
the time between the 1985 and 2005 atlases of breeding birds in New York State
(Andrle and Carroll 1988, McGowan and Corwin 2008). Though occurring over a
longer time interval than the dataset described here, such observed shifts in patterns of bird occupancy suggest that range boundaries may be changing rapidly for
some species. Thomas and Lennon (1999) found that the northern range margins
of British birds shifted northwards by 18.9 km in a 20-year period, and similarly,
NENHC-52
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%URPPHU  LGHQWL¿HGSROHZDUGVKLIWVRINPLQWKHUDQJHPDUJLQVRI)LQLVK
birds in only a 12-year period of time. A meta-analysis of range-boundary changes
for more than 1700 species in the Northern Hemisphere estimated that northern and
upper-elevational boundaries had shifted, on average, 6.1 km per decade northward
or 6.1 m per decade upward (Parmesan and Yohe 2003). The rapidity of these shifts
VXJJHVWVWKDWWKHLQÀXHQFHRIHOHYDWLRQRUODWLWXGHRQFRORQL]DWLRQDQGH[WLQFWLRQ
probabilities of boreal birds over the 5-year time scale of the current study may be
detectable. Other potential impacts of climate change, and therefore mechanisms
through which bird abundance or occupancy patterns may shift, include peat loss,
bog contraction, and tree invasion resulting from increased summer drought created
by higher temperatures and lower rainfall (Moore 2002). Information on the current
occurrence of such changes in the peatlands of the Adirondacks is not available.
Multiseason occupancy data, however, when paired with covariate information, allow for an opportunity to test whether dynamic processes of avian species in these
habitats are related to latitudinal or elevational patterns.
In addition to the potential impacts of habitat fragmentation and climate change,
there also exists the possibility that, because these are very specialized species
in the Adirondacks associated with a limited habitat type, they may be particularly sensitive to human alteration and general habitat degradation or subject to
competition with more generalist species that often thrive in human-dominated
environments (DeVictor et al. 2007, Glennon and Porter 2005). The Adirondack
Park is unique in its mix of public and private land uses in a state park setting, with
approximately 50% of its landscape in state ownership or conservation easement,
and the other 50% providing for a variety of uses by its 130,000 year-round residents and multitudes of visitors. Dynamics of lowland boreal birds here may also
EHLQÀXHQFHGE\SUR[LPLW\DQGDFWLYLWLHVRIKXPDQVLQUHODWLRQWRWKHLUKDELWDWV$V
such, they may be more likely to colonize sites with low human impact and abandon
sites with high human impact.
Using the 5-year intensive survey dataset from WCS, I examined the mechanistic
processes underlying patterns of occupancy change for 8 of 12 monitored species.
6SHFL¿FDOO\,WHVWHGXQGHUO\LQJDVVXPSWLRQVRIPHWDSRSXODWLRQG\QDPLFVDQGWKHQ
examined the effects of wetland size, connectivity, latitude, elevation, and development on short-term dynamics using a multi-year occupancy modeling approach. I
used a model-selection framework and multi-model inference to draw conclusions
about the status and trends of these 8 species in the Adirondacks and to identify those
GULYHUVWKDWPD\KDYHWKHVWURQJHVWLQÀXHQFHRQREVHUYHGSDWWHUQV
Field-Site Description
The Adirondack Park is located in the northern part of New York State and encompasses an area of 19,700 km2. Elevations range from 30 to 1600 m, and the dominant
vegetation is a mixture of boreal and northern hardwood forest types (Glennon
and Porter 2005). The predominant habitat type in the park is Northern HardZRRGDQG&RQLIHU)RUHVWIROORZHGE\%RUHDO8SODQG)RUHVWDQG1RUWKHUQ6ZDPS
(Anderson et al. 2013). The boreal habitats that are the subject of this study consist
NENHC-53
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of bogs, fens, wooded wetlands, and open river corridors in the Adirondack Park.
Though the Adirondacks as a whole lie in the transition zone between the temperate and boreal regions, there are extensive areas in the park that have summer
temperatures characteristic of the south edge of the true boreal and are characterized
by boreal community types that are maintained by boreal processes such as ice buildup on river shores (Jenkins 2010). Boreal habitats are distributed in small patches
throughout the Adirondacks but are most concentrated in a band running from the
north-central part of the park to the southwestern edge. These habitats contain both
high- and low-elevation components; this paper deals solely with low-elevation
boreal communities and does not address the montane boreal. As recently characterized by Anderson et al. (2013), these boreal communities fall primarily into Northern
Swamp and Northern Peatland macrogroups, with dominant habitat types within
those macrogroups including Northern Appalachian Acadian Conifer Hardwood
$FLG6ZDPS%RUHDO/DXUHQWLDQ$FDGLDQ$FLGLF%DVLQ)HQDQG%RUHDO/DXUHQWLDQ
Bog. These are wet, acid, carbon-accumulating habitats with mean summer temperaWXUH& ) DQGSUHGRPLQDQWO\FRQLIHURXVYHJHWDWLRQ'RPLQDQWWUHHVSHFLHV
include Picea mariana (Mill.) Britton, Sterns, & Poggenburg (Black Spruce), Picea
glauca (Moench) Voss (White Spruce), and Larix laricina (Du Roi) K. Koch (Tamarack), and dominant shrubs include Andromeda polifolia L. (Bog Rosemary), Ledum
groenlandicum Oeder (Labrador Tea), and Kalmia polifolia Wangenh. (Bog Laurel).
Study sites ranged in latitude from 43°40'8.141" to 44°41'39.559"N and in elevation
from 397 to 594 m (Table 1).
Table 1. Study sites at which a suite of 12 boreal bird species were monitored in the Adirondack
Park, NY, 2007–2011, including wetland area, location, and ownership at the time of the study. New
<RUN 6WDWH )RUHVW 3UHVHUYH RZQHUVKLS LQFOXGHV VWDWH ODQG GHVLJQDWLRQV RI:LOGHUQHVV:LOG )RUHVW
and Primitive Area, recreational uses of which are described in the New York State Land Master Plan
(Adirondack Park Agency 1987). Wilderness is the most restrictive designation.
Name

Area (km2)

Barnum Bog
Beaver Brook Bog
%HDYHU%URRN)HQ(DVW
%HDYHU%URRN)HQ:HVW
%LJHORZ5RDG
Black Brook North
%ODFN3RQG6ZDPS
%ORRPLQJGDOH%RJ
%ORRPLQJGDOH%RJ,,
%ORRPLQJGDOH%RJ,,,
%OXH0RXQWDLQ5RDG
Bog Stream
&DOLIRUQLD5RDG
Chubb River
Chubb River II
'H[WHU5RDG%RJ
(DVWHUQ%URZQ V7UDFW,QOHW)HQ
)HUG¶V%RJ
+HOOGLYHU

0.63
0.78



4.19





0.82

0.26
2.50





Latitude (N)

Longitude (W) Ownership

44°27'13"
43°48'48"
 
 
 
44°21'7"
 
 
 
 
 
44°3'34"
 
44°15'21"
44°14'35"
 
 
 
 

74°15'46"
74°42"45"
 
 
 
74°31'45"
 

 
 
 
74°33'1"
 
74°1'11"
74°1'36"
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Private
NYS: Wilderness
1<6:LOG)RUHVW
1<6:LOG)RUHVW
1<6:LOG)RUHVW
Private
1<6:LOG)RUHVW
1<6:LOG)RUHVW
1<6:LOG)RUHVW
1<6:LOG)RUHVW
1<6:LOG)RUHVW
Private
1<6:LOG)RUHVW
NYS: Wilderness
NYS: Wilderness
1<6:LOG)RUHVW
1<6:LOG)RUHVW
1<6:LOGHUQHVV
1<6:LOG)RUHVW

2014

Northeastern Naturalist
M.J. Glennon

Vol. 21, No. 1

Methods
Bird data collection
Focal species. The bird data analyzed for this paper are the result of a long-term
monitoring program run by the Adirondack Program of the WCS for the purpose
of understanding the distribution, abundance, and population trends of a suite of
boreal birds in the park. All of the focal species are at or close to the southern extent
of their eastern North American range in the Adirondack Park and all are known
to occur in the Canadian boreal. A set of species was selected from those deemed
Table 1, continued.
Name

Area (km2)

Hitchens Bog
Horseshoe Bog
-RQHV3RQG%RJ
-RQHV3RQG2XWOHW
-RQHV3RQG5RDG
Kildare Bear Creek
Kildare Bog
/DVW*DVS)HQ
/LWWOH&KHUU\3DWFK3RQG
/RVW3RQGV
Lower St. Regis
Madawaska
0DULRQ5LYHU)HQ&HQWUDO
0DULRQ5LYHU)HQ(DVW
0DULRQ5LYHU)HQ:HVW
Massawepie Mire
0HDFKXP/DNH6ZDPS
0HQR%RJ
0RRVH3RQG5RDG
2VJRRG5LYHU
Paul Smiths Bog Complex
Quebec Brook
Red River
5HJLV6SLW¿UH
Rock Pond
Round Lake Bog
5RXWH%ORRPLQJGDOH
Sabattis Circle Road
Sevey Bog
Silver Lake Bog
6OXVK3RQG
6RXWK,QOHW)HQ1RUWK
6RXWK,QOHW)HQ6RXWK
Spring Pond Bog
Spring Pond Bog South
6XPQHU6WLOOZDWHU
Ton-Da-Lay
Twin Brook Bog
:HVWHUQ%URZQ V7UDFW,QOHW)HQ

1.04
1.55



5.23
0.42



0.19
1.50



6.06




0.38
2.05
0.12

1.31
1.08

0.32
2.14
0.57



4.19
4.19

2.08
0.81


Latitude (N)

Longitude (W) Ownership

44°6'34"
44°7'57"
 
 
 
44°19'30"
44°19'55"
 
 
 
44°26'2"
44°30'27"
 
 
 
44°13'31"
 
 
 
 
44°25'20"
44°29'40"
43°41'2"
 
44°21'56"
44°3'24"
 
44°4'13"
44°15'29"
44°28'50"
 
 
 
44°22'12"
44°21'37"
 
44°22'41"
44°34'58"
 

74°39'17"
74°38'46"
 
 
 
74°33'38"
74°32'33"
 
 
 
74°14'16"
74°24'38"
 
 
 
74°40'40"
 
 
 
 
74°14'37"
74°20'34"
74°44'52"
 
74°33'14"
74°34'18"
 
74°32'30"
74°41'49"
73°53'18"
 
 
 
74°30'10"
74°30'57"
 
74°28'30"
74°29'33"
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NYS: Primitive Area
NYS: Primitive Area
1<6:LOG)RUHVW
1<6:LOG)RUHVW
1<6:LOG)RUHVW
Private
Private
1<6:LOG)RUHVW
1<6:LOG)RUHVW
1<6:LOG)RUHVW
Private: easement
NYS: Primitive Area
1<6:LOG)RUHVW
3ULYDWH
1<6:LOG)RUHVW
Private: easement
1<6:LOG)RUHVW
1<6:LOG)RUHVW
1<6:LOG)RUHVW
1<6:LOG)RUHVW
Private: easement
NYS: Primitive Area
Private: easement
3ULYDWHHDVHPHQW
Private: easement
Private
1<6:LOG)RUHVW
Private: easement
Private
Private: easement
1<6:LOG)RUHVW
1<6:LOGHUQHVV
1<6:LOGHUQHVV
Private: easement
Private: easement
1<6:LOG)RUHVW
Private: easement
Private: easement
1<6:LOG)RUHVW
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to best represent the lowland boreal habitats of the Adirondacks and to be best
sampled with a point-count methodology. Those species are Picoides dorsalis Baird
(American Three-toed Woodpecker), Picoides arcticus Swainson (Black-backed
Woodpecker), Contopus cooperi 6ZDLQVRQ 2OLYHVLGHG )O\FDWFKHU  Empidonax
ÀDYLYHQWULV %DLUG DQG *LUDUG <HOORZEHOOLHG )O\FDWFKHU  Perisoreus canadensis
L. (Gray Jay), Poecile hudsonicus)RUVWHU %RUHDO&KLFNDGHH Oreothlypis peregrina Wilson (Tennessee Warbler), Setophaga tigrina Gmelin (Cape May Warbler),
Setophaga castanea Wilson (Bay-breasted Warbler), Setophaga palmarum Gmelin
(Palm Warbler), Melospiza lincolnii Audubon (Lincoln’s Sparrow), and Euphagus
carolinus Müller (Rusty Blackbird).
Site selection$QLQLWLDOOLVWRISRWHQWLDO¿HOGVLWHVZDVFRPSLOHGE\FRQVXOWLQJ
a variety of data sources including Adirondack Park Agency wetlands inventory
data, New York State Breeding Bird Atlas data (Andrle and Carroll 1988, McGowan
and Corwin 2008), postings to the Northern New York Breeding Bird Listserv, and
ORFDOH[SHUWRSLQLRQ7KH¿QDOOLVWRIVWXG\VLWHVZDVWKHQGHWHUPLQHGE\VHOHFWLQJ
from within the potential list to include a number of the major well-known boreal
wetlands of the Adirondack Park and a random sample of smaller, less-known
locations. Because the lowland boreal habitats of the Adirondacks are relatively
disjunct and many are located in remote and roadless areas, our design precluded
a completely random selection of study sites. The best possible effort was made to
include a mix of known boreal wetlands in which some of these species had been
documented in the past and numerous sites that had never been surveyed.
 $YLDQPRQLWRULQJ. WCS conducted unlimited-distance point counts to assess presence/absence of our target species along transects of 5 points spaced at least 250 m
apart within boreal wetland habitats (Ralph et al. 1995). In a small number of particularly large wetlands or wetland complexes, multiple transects were placed in order to
adequately represent the bird community present, but spaced with a minimal distance
separation of 300 m to maintain independence. All points were surveyed for 10-minutes between the hours of 5:00 and 9:00 am. Survey start and end dates for each year
varied with weather conditions and song activity. All sampling occurred during the
primary breeding season on survey dates ranging from the last week of May to the
third week of July, with the majority of sites sampled in June. At each sample point,
birds were recorded by species, time period of detection (i.e., 0–3 minutes, 3–5
minutes, 5–10 minutes), and activity (i.e., singing, calling, individual seen). Point
counts were conducted by trained observers, the majority of whom conducted counts
at the same locations for 3 or more of the project years. During counts, we recorded
the date, start and end time for each survey, ambient temperature, and sky and wind
conditions. We measured sky conditions on a scale from 0 to 6 ranging from clear
or a few clouds to rain, and wind on a Beaufort scale from 0 to 5 ranging from calm
to small trees swaying. Surveys were halted in the event of wind or sky conditions
that affected behavior or precluded detection of birds (e.g., 5 or 6 on the sky scale and
4 or 5 on the wind scale). Surveys in boreal river corridors were conducted by boat.
We employed spatial replication of sample points rather than temporal replication,
to reduce costs and allow for the calculation of detection probabilities (MacKenzie
et al. 2006). The sites themselves, and not WKH¿YHSRLQWVZLWKLQHDFKVLWHVHUYHDV
NENHC-56
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the experimental units for the purposes of analysis. Estimation of parameters from
spatial, rather than temporal replication is also employed by the BBS (Hines et al.
2010). In most cases, the sites were large and uniform enough to accommodate a linear transect of 5 points, but in some cases points were placed in a nonlinear fashion,
maintaining a minimal distance separation of 250 m. We have sampled more than 80
locations over the course of the project; 58 of those were sampled consistently for the
period between 2007 and 2011 and are the subject of the current analysis (Table 1).
Analysis
GIS datasets. I used 3 primary GIS datasets to calculate variables of hypothesized importance to boreal bird dynamics: wetland cover-type maps, a regional
human-footprint layer (Woolmer et al. 2008), and a digital elevation model. Area
and connectivity of study wetlands were calculated from wetland cover-type data
provided by the Adirondack Park Agency (APA) and made available as a layer on
their Shared Adirondack Park Geographic Information CD-ROM ver 1.0. These
maps were produced by APA staff and exist for all watersheds in the Adirondacks.
3RO\JRQYHFWRU¿OHVDUHSURYLGHGLQZKLFKDOOSDUNZHWODQGVDUHFODVVL¿HGE\V\Vtem, which describes the complex of wetlands and deepwater habitats that share
WKHLQÀXHQFHRIVLPLODUK\GURORJLFJHRPRUSKRORJLFFKHPLFDORUELRORJLFDOIDFtors (e.g., palustrine, lower perennial riverine), and by class, which describes the
general appearance of the habitat in terms of either the dominant life form of the
vegetation or the physoiography and composition of the substrate (e.g., forested/
evergreen, broad-leaved deciduous scrub/shrub; Cowardin et al. 1979). I consulted
with local wetland ecologists to determine which of the class types within the
cover-type wetlands corresponded to the boreal habitat types in which our sampling
was conducted and used those cover-type polygons to calculate the area of each
wetland sampled. In order to assess wetland connectivity, I used the cluster and
RXWOLHUDQDO\VLVWRROLQ$UF0DSZKLFKLGHQWL¿HVVSDWLDOFOXVWHUVRIIHDWXUHVZLWK
KLJKRUORZYDOXHEDVHGRQDQDQDO\VLV¿HOG,UDQWKHWRRORQWKHZHWODQGSRO\JRQV
GHVFULEHGDERYHZLWKZHWODQGDUHDDVWKHDQDO\VLV¿HOG7KHWRROFDOFXODWHVD0Rran’s I value, which is positive when the feature is part of a cluster and negative
ZKHQWKHIHDWXUHUHSUHVHQWVDQRXWOLHU,XVHGD¿[HGGLVWDQFHEDQGRINPLQRUGHU
WR HYDOXDWH WKH VWDWLVWLFDO SURSHUWLHV RI WKH ZHWODQG DUHD GDWD DW D VSHFL¿F VSDWLDO
scale. I chose this distance because it is representative of landscape scale for birds
and comparable to other studies that have investigated the impacts of habitat size
and isolation on various avian species (Brown and Dinsmore 1986, Hames et al.
6PLWKDQG&KRZ)UDVHU &DOFXODWHG0RUDQ¶VI values for each study
wetland were used as an index of habitat connectivity.
I used a regional human-footprint dataset to characterize the relative human
LQÀXHQFHDWHDFKRIWKHVWXG\ZHWODQGV7KHKXPDQIRRWSULQWLVDUHSUHVHQWDWLRQRI
the magnitude of human transformation of the landscape and was originated at a
global scale by Sanderson et al. (2002). Woolmer et al. (2008) used an adaptation of
Sanderson’s methodology to map the human footprint at the Northern Appalachian
ecoregional scale. GIS Layers from Woolmer et al.’s (2008) analysis were made
DYDLODEOHWKURXJKWKH7ZR&RXQWULHV2QH)RUHVW1RUWKHUQ$SSDODFKLDQRQOLQHDWODV
(www.2c1forest.org). Scores range from 0 to 100 and represent the relative impact
NENHC-57
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associated with human settlement, access, land-use change, and electrical power infrastructure. This dataset provides a relative measurement of human transformation
of the natural landscape across the park. I used the average human-footprint score
across each of the 5 points along each study transect to characterize human impact
at each study wetland.
I obtained information on elevation of study wetlands from a digital elevation
model also provided by the Adirondack Park Agency, and calculated a latitude for
each transect by mapping their UTM coordinates and using ArcMap 10 to determine
the latitude of the centroid for each transect. Together, these datasets resulted in 5
variables used in occupancy models to characterize study wetlands: area (wetarea),
FRQQHFWLYLW\ FRQQHFW ODWLWXGH XWP\ HOHYDWLRQ HOHY DQGKXPDQIRRWSULQW +) 
Occupancy modeling. To investigate dynamics of boreal birds in the Adirondacks, I used the multi-season model implemented in program Presence (Hines
 WRFDOFXODWHGHWHFWLRQ S RFFXSDQF\ ȥ FRORQL]DWLRQ Ȗ DQGH[WLQFWLRQ İ 
probabilities for 2007–2011 for each of the species for which adequate data were
obtained (detections at 15% or more of study locations; George and Zack 2008).
7KRVHLQFOXGHG%ODFNEDFNHG:RRGSHFNHU2OLYHVLGHG)O\FDWFKHU<HOORZEHOOLHG
)O\FDWFKHU *UD\ -D\ %RUHDO &KLFNDGHH 3DOP :DUEOHU /LQFROQ¶V 6SDUURZ DQG
Rusty Blackbird. Data for the other 4 target species (Three-toed Woodpecker, TenQHVVHH :DUEOHU &DSH 0D\ :DUEOHU DQG %D\EUHDVWHG :DUEOHU  FRQVWLWXWHG 
detections of each species in the entire 5-year dataset and therefore could not be
used in an occupancy-modeling framework.
 2FFXSDQF\ SUREDELOLW\ LV GH¿QHG DV WKH SUREDELOLW\ RI D VLWH EHLQJ RFFXSLHG
within a given season, while detection probability denotes the probability of a speFLHVEHLQJGHWHFWHGJLYHQLWVSUHVHQFH&RORQL]DWLRQSUREDELOLW\LVGH¿QHGDVWKH
probability that an unoccupied site in season t is occupied by the species in season
t + 1, and extinction probability denotes the probability that a site occupied in season t is unoccupied by the species in season t + 1 (MacKenzie et al. 2006). Program
Presence uses the logit link and a maximum-likelihood approach to linearize the
relationships among covariates and probabilities of detection, occupancy, colonization, and extinction (Glennon and Kretser 2013, Hines 2006). I used Akaike’s information criterion (AIC) to select among competing models calculated in Presence
(Akaike 1974, Burnam and Anderson 2002).
 ,¿UVWPRGHOHGGHWHFWLRQIRUHDFKVSHFLHVZKLOHKROGLQJRWKHUSDUDPHWHUVFRQVWDQW DQG WHVWHG  YDULDEOHV IRU WKHLU LQÀXHQFH RQ GHWHFWLRQ SUREDELOLW\ LQFOXGLQJ
wind, sky (relative cloud cover), date, time, temperature, and observer. Here, I
used the default parameterization of the multi-season model, which estimates initial occupancy, colonization, and extinction probabilities directly, and is the most
numerically stable (MacKenzie et al. 2006). Upon determining the best single
predictor of detection probability, I ran a set of 9 models (Table 2) incorporating
EHVWGHWHFWLRQYDULDEOHVWR¿UVWHVWDEOLVKWKHDSSURSULDWHQHVVRIWKHDVVXPSWLRQRI
Markovian changes in occupancy and metapopulation structure for these birds, as
well as to determine the evidence for stable or dynamic populations. This initial
phase of the analysis addressed whether for each species (1) occupancy is static or
dynamic, (2) changes in occupancy are random or Markovian, (3) populations are
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at equilibrium, and (4) probability of occupancy and local extinction are dependent
on patch size, as predicted by metapopulation theory.
Using support for metapopulation dynamics and Markovian changes in occupancy from the initial model set, I next modeled the impacts of 5 covariates (wetland
area, connectivity, latitude, elevation, and human footprint) on extinction and colonization dynamics for each species over the 5-year period between 2007 and 2011,
incorporating the best predictor for detection. This model set also included 2 equilibrium models for comparison against dynamic models: one in which equilibrium
ZDV GH¿QHG LQ WHUPV RI FRQVWDQW RFFXSDQF\ SUREDELOLW\ 6WDWLRQDU\ 0DUNRY  DQG
RQHLQZKLFKLWZDVGH¿QHGLQWHUPVRIFRQVWDQWFRORQL]DWLRQDQGH[WLQFWLRQSUREabilities (MacKenzie et al. 2006). I did not place any covariates on occupancy itself,
DVVXPLQJLWWREHUHÀHFWLYHRISDVWG\QDPLFV 6M|JUHQ*XOYHDQG+DQVNL DQG
DGHTXDWHO\FDSWXUHGE\FRYDULDWHVSODFHGRQFRORQL]DWLRQDQGH[WLQFWLRQ)LQHUVFDOH
habitat quality is also likely to impact occupancy dynamics of these species, but past
analyses of these data have demonstrated much greater support for large-scale factors
in controlling occupancy (M.J. Glennon, unpubl. data). The purpose of the second
SDUWRIWKHDQDO\VLVZDVVSHFL¿FDOO\WRDVVHVVWKHLPSDFWRIODQGVFDSHVFDOHGULYHUVRQ
short-term dynamics of these birds in the Adirondacks.
In this second phase of the analysis, I tested a set of models whereby I asked if
(1) occupancy and/or rates of colonization and extinction are constant, (2) colonization dynamics depend on wetland area, connectivity, latitude, elevation, and human
infrastructure, and (3) extinction dynamics depend on wetland area, connectivity,
latitude, elevation, and human infrastructure. I did not have plausible biological
explanations for modeling every possible combination of covariates and chose, for
simplicity, to hold one rate constant and vary the other within the model set, resulting in a set of 12 models for each species (Table 3). It is possible, of course, that
both colonization and extinction rates vary at the same time and, as such, I draw inIHUHQFHVIURPWKHEHWDVDQGPRGHODYHUDJHGHVWLPDWHVRIȖDQGİIRUDOOPRGHOV0\
SUHGLFWLRQVZHUHWKDW  ZHWODQGDUHDDQGFRQQHFWLYLW\ZRXOGSRVLWLYHO\LQÀXHQFH
FRORQL]DWLRQ DQG QHJDWLYHO\ LQÀXHQFH H[WLQFWLRQ²ELJJHU PRUHFRQQHFWHG ZHWlands are expected to be of higher quality for birds than smaller, more-isolated sites,
  ODWLWXGH DQG HOHYDWLRQ ZRXOG SRVLWLYHO\ LQÀXHQFH FRORQL]DWLRQ DQG QHJDWLYHO\
7DEOH1LQHPRGHOVRIRFFXSDQF\ ȥ FRORQL]DWLRQ Ȗ DQGH[WLQFWLRQ İ SUREDELOLW\XVHGWRH[DPine metapopulation structure and equilibrium assumptions for 8 bird species in boreal wetlands of the
Adirondack Park, NY, 2007–2011. Covariates are explained in Methods.
0RGHO
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LQÀXHQFHH[WLQFWLRQ²JLYHQWKHLUORFDWLRQDWWKHVRXWKHUQUDQJHH[WHQWLWLVH[SHFWed that these birds may move northward and up in elevation over time given climate
FKDQJHDQG  KXPDQLQIUDVWUXFWXUHZRXOGQHJDWLYHO\LQÀXHQFHFRORQL]DWLRQDQG
SRVLWLYHO\LQÀXHQFHH[WLQFWLRQ²WKHVHVSHFLDOLVWELUGVZLOOJHQHUDOO\DYRLGKXPDQ
habitats and/or be outcompeted by more abundant, generalist species near humanLQÀXHQFHGDUHDV,XVHGPRGHODYHUDJHGHVWLPDWHVRIFRORQL]DWLRQDQGH[WLQFWLRQWR
calculate occupancy rates for each of the years between 2007 and 2011 in order to
examine trends over time. The default model parameterization calculates colonizaWLRQDQGH[WLQFWLRQSUREDELOLWLHVDVZHOODVRFFXSDQF\IRU\HDU ȥt); occupancy for
each subsequent season is calculated as:




ȥt+1 ȥt İt  ȥt Ȗt ,

ZKHUHȥUHSUHVHQWVRFFXSDQF\SUREDELOLW\DQGȖDQGİUHSUHVHQWFRORQL]DWLRQDQG
extinction probabilities, respectively (MacKenzie et al. 2006).
Results
A total of 1305 detections were made for all species over the 5-year time frame,
ZLWKWKHPDMRULW\RIGHWHFWLRQVRFFXUULQJIRU<HOORZEHOOLHG)O\FDWFKHU  /LQcoln’s Sparrow (23%), and Yellow Palm Warbler (20%), and far fewer detections
PDGHRI%ODFNEDFNHG:RRGSHFNHU  *UD\-D\  2OLYHVLGHG)O\FDWFKHU
(6%), Boreal Chickadee (3%), and Rusty Blackbird (2%). Wetland area ranged from
0.04–6 km2 PHDQ NP2 HOHYDWLRQUDQJHGIURP±P PHDQ P 
and latitude ranged from 43°40'8"N–44°41'40"N. Most wetlands (90%) were associated with positive values for Moran’s I, indicating that they were within clusters.
Z scores calculated from Moran’s I values for these wetlands indicated that the
majority of them (83%) were large wetlands within clusters of other large wetlands
(P < 0.05). Human-footprint values for individual wetlands ranged from 3.8–47.5
PHDQ  DQGWKHVHYDOXHVJHQHUDOO\GLGQRWYDU\JUHDWO\DPRQJSRLQWVZLWKLQ
ZHWODQGV PHDQFRHI¿FLHQWRIYDULDWLRQ  
7DEOH7ZHOYHPRGHOVXVHGWRSUHGLFWSUREDELOLW\RIRFFXSDQF\ ȥ FRORQL]DWLRQ Ȗ DQGH[WLQFWLRQ İ IRUELUGVSHFLHVLQERUHDOZHWODQGVRIWKH$GLURQGDFN3DUN1<±&RYDULDWHVDUH
explained in Methods.
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I found that no single variable best predicted detection probability for all boreal
species. Time of day and observer were the best predictors of detection probability
for 2 species each, while detection probabilities for the 4 remaining species were
best predicted by wind, sky, date, and temperature, respectively (Table 4). The reVXOWVRIWRSPRGHOVLQWKH¿UVWPRGHOVHWLQGLFDWHGWKDWFKDQJHVLQRFFXSDQF\ZHUH
driven by Markovian, rather than random changes. Though constant-occupancy
models were supported for some species, the majority of models supported for 6 of
8 species were dynamic models, indicating that occupancy was not constant over
the 5-year period. Most species also demonstrated some support for area-driven
extinction, as predicted by metapopulation theory (Table 4). These results provided
MXVWL¿FDWLRQIRUWKHVWUXFWXUHRIWKHVHFRQGSKDVHRIWKHDQDO\VLVZKLFKH[SOLFLWO\
examined drivers of colonization and extinction, and which assumed Markovian
changes in occupancy.
Results of the second model set indicated that most species were controlled more
strongly by extinction rather than colonization dynamics (Table 5). Among drivers
of extinction and colonization dynamics, the strongest predictors by total model
weight across all species were the effect of elevation on colonization and latitude
Table 4. Summary of model selection results from analysis of underlying dynamics for 8 bird species monitored in boreal wetlands in the Adirondack Park, NY, 2007–2011. Covariates are explained
LQ0HWKRGVRQO\WKHUHVXOWVRIWRSPRGHOVDUHVKRZQ ǻ$,& / OLNHOLKRRG QXPEHURI
SDUDPHWHUV 6SHFLHV %E:  %ODFNEDFNHG:RRGSHFNHU 2V )  2OLYHVLGHG )O\FDWFKHU<E ) 
<HOORZEHOOLHG)O\FDWFKHU*- *UD\-D\%& %RUHDO&KLFNDGHH3: 3DOP:DUEOHU/6 /LQcoln’s Sparrow.
Species

0RGHO

$,&

ǻ$,& $,&ZW

/

/RJ/LNH

B-b W


ȥ ZHWDUHD Ȗ  İ ZHWDUHD p(wind)
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0.00
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1.0000
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7
6
5
5
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on extinction processes. In both cases, however, agreement with predictions was
mixed (Table 6). In general, no single covariate had strong effects on colonization
or extinction dynamics across species, and there was high variability among species
in their response to individual covariates. With respect to colonization, the strongest
responses by species were as follows: Black-backed Woodpecker to wetland area;
WKHÀ\FDWFKHUVSHFLHVWRKXPDQIRRWSULQW*UD\-D\5XVW\%ODFNELUGDQG3DOP
Warbler to elevation; and Boreal Chickadee and Lincoln’s Sparrow to latitude. In
WHUPVRIH[WLQFWLRQSUREDELOLW\WKHGLIIHUHQWVSHFLHVZHUHPRVWVWURQJO\LQÀXHQFHG
as follows: Black-backed Woodpecker and Rusty Blackbird by connectivity; OliveVLGHG)O\FDWFKHU%RUHDO&KLFNDGHHDQG/LQFROQ¶V6SDUURZE\ODWLWXGH*UD\-D\
E\HOHYDWLRQ<HOORZEHOOLHG)O\FDWFKHUE\KXPDQIRRWSULQWDQG3DOP:DUEOHUE\
wetland area (Table 6).
In addition to examining model weights, it is also of value to examine signs
of the betas to determine the degree of consistency with which species responded
to covariates and the degree of agreement with predictions. Human footprint and
wetland area were the most consistent predictors of colonization probability across
VSHFLHVDQGVL]HDQGFRQQHFWLYLW\RIZHWODQGV²DVZHOODVKXPDQIRRWSULQW²ZHUH
the most consistent predictors of extinction probability (Table 6).
Trends calculated from modeled colonization and extinction probabilities indicated that 4 of the 8 species modeled are demonstrating a pattern of declining
occupancy in boreal wetlands in the Adirondacks, although the relative rate of
decline is variable among them (Table 7). Rusty Blackbird and Yellow-bellied
)O\FDWFKHURFFXSDQF\UHPDLQHGVWDEOHRYHUWKH\HDUSHULRGZKLOHRQO\/LQFROQ¶V
Sparrow and Palm Warbler demonstrated a pattern of increasing occupancy. In no
Table 5. Summary of model selection results from analysis of drivers of dynamics for 8 bird species monitored in boreal wetlands in the Adirondack Park, NY, 2007–2011. Covariates are explained
LQ0HWKRGVRQO\WKHUHVXOWVRIWRSPRGHOVDUHVKRZQ ǻ$,& / OLNHOLKRRG QXPEHURI
SDUDPHWHUV 6SHFLHV %E:  %ODFNEDFNHG:RRGSHFNHU 2V )  2OLYHVLGHG )O\FDWFKHU<E ) 
<HOORZEHOOLHG)O\FDWFKHU*- *UD\-D\%& %RUHDO&KLFNDGHH3: 3DOP:DUEOHU/6 /LQcoln’s Sparrow.
Species
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)O\FDWFKHU
)O\FDWFKHU
*UD\-D\

0.01*
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0.00
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0.00*
0.03*
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0.15*
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0.05


0.04
0.04
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0.25
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0.01*
0.01*
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0.14
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0.02
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0.01*
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6SDUURZ

0.01*
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0.02
0.01
 

0.25*
0.02*
0.18
0.27*
 

0.46
0.84
1.72
0.41


0.55
0.29
0.55
1.14


Rusty
%ODFNELUG 7RWDOZW

Black-backed
:RRGSHFNHU

0.71 ± 0.12
0.64 ± 0.12
0.58 ± 0.12
0.54 ± 0.12
0.50 ± 0.12



3DUDPHWHU
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ȥ2011
Ȗ
İ
0.77 ± 0.08
0.75 ± 0.08
0.75 ± 0.08
0.75 ± 0.08
0.75 ± 0.08



Yellow-bellied
)O\FDWFKHU
0.71 ± 0.13
0.68 ± 0.13
0.67 ± 0.13
0.67 ± 0.13
0.66 ± 0.13



*UD\-D\

0.36 ± 0.11
0.32 ± 0.11
0.29 ± 0.11
0.27 ± 0.11
0.26 ± 0.11



Boreal
&KLFNDGHH

0.39 ± 0.07
0.44 ± 0.07
0.48 ± 0.07
0.51 ± 0.07
0.53 ± 0.07



3DOP:DUEOHU

0.63 ± 0.09
0.65 ± 0.09
0.67 ± 0.09
0.68 ± 0.09
0.69 ± 0.09



Lincoln’s
6SDUURZ

0.22 ± 0.11
0.22 ± 0.11
0.23 ± 0.11
0.23 ± 0.11
0.23 ± 0.11



Rusty
%ODFNELUG
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0.55 ± 0.12
0.49 ± 0.12
0.45 ± 0.12
0.43 ± 0.12
0.42 ± 0.12



Olive-sided
)O\FDWFKHU

7DEOH0RGHODYHUDJHGSDUDPHWHUHVWLPDWHVRIRFFXSDQF\ ȥ FRORQL]DWLRQ Ȗ DQGH[WLQFWLRQ İ IRUELUGVSHFLHVLQERUHDOZHWODQGVLQWKH$GLURQGDFN
Park, NY, 2007–2011.

+
+
+
+


Black-backed
3UHGLFWLRQ :RRGSHFNHU

Colonization
wetarea
connect
utmy
elev
+)

&RYDULDWHV

Table 6. Model weights for single-covariate models used to predict colonization and extinction rates of 8 boreal bird species in the Adirondack Park, NY,
2007–2011. Prediction indicates the direction of the expected relationship between predictor variables and colonization and extinction rates; asterisks denote that the effect of the variable on colonization or extinction was as predicted (i.e., the sign of the betas matched predictions). Covariates are explained
in Methods.
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case was WKHVWDWLRQDU\RFFXSDQF\PRGHOLQFOXGHGLQWKHWRSPRGHOVHW ǻ$,&
2.0) for any species (Table 5).
Discussion
The geography of the Adirondack boreal region, the location of these species at
their southern range extent within eastern North America, and the patterns identi¿HGKHUHVXJJHVWWKDWERUHDOELUGSRSXODWLRQVLQWKH$GLURQGDFN3DUNDUHG\QDPLF
This analysis also demonstrates that occupancy by several species appears to be
in decline. Understanding the processes that drive their dynamics can enhance the
DELOLW\RIODQGPDQDJHUVWRLQÀXHQFHWKHLUORQJWHUPFRQVHUYDWLRQ 0DF.HQ]LHHW
DO   )RU VSHFLHV RFFXUULQJ LQ WKH SDWFK\ KDELWDWV RI WKH$GLURQGDFN ERUHDO
region, metapopulation biology and the lessons that arise from it are also valuable
to conservation planning. I predicted that wetland size and connectivity would
SRVLWLYHO\ LQÀXHQFH FRORQL]DWLRQ DQG QHJDWLYHO\ LQÀXHQFH H[WLQFWLRQ RI ELUGV LQ
boreal wetlands in the Adirondack Park. Patterns in boreal bird dynamics matched
these expectations of metapopulation theory strongly for extinction but not for
colonization. Seven of the 8 species modeled were more likely to disappear from
smaller, isolated wetlands, but only 5 of 8 were more likely to colonize larger
wetlands, and only 3 of 8 were more likely to colonize more connected wetlands.
As suggested by Hames et al. (2001) and others, the effect of isolation must be
measured in comparison to the dispersal abilities of the organism under study. It
is possible that these effects were inconsistent across species and stronger with
respect to extinction dynamics because birds are highly vagile and thus less sensitive to isolation of their habitats than other vertebrate taxa. Opdam (1991) and
others have suggested, however, that the effects of isolation on birds should not
be dismissed a priori (Hames et al. 2001, Villard et al. 1995). Hames et al. (2001)
also state that resident birds are expected to be more affected by isolation of habitat
SDWFKHVWKDQDUHORQJGLVWDQFHPLJUDQWV,GLG¿QGDJUHDWHULQÀXHQFHRIZHWODQG
connectivity on resident birds than on migrants (Table 6), but the direction of the
LQÀXHQFHZDVDVSUHGLFWHGIRURQO\RIWKHUHVLGHQWVSHFLHV,QJHQHUDO,IRXQG
VWURQJHUHYLGHQFHIRUWKHLQÀXHQFHRIZHWODQGVL]HDQGFRQQHFWLYLW\RQH[WLQFWLRQ
rather than colonization dynamics, and uneven support among species, with some
HJ%ODFNEDFNHG:RRGSHFNHU5XVW\%ODFNELUG PXFKPRUHKLJKO\LQÀXHQFHG
by size and connectivity of boreal wetlands than others and not necessarily in the
ways predicted. Most investigations of boreal birds elsewhere have not employed
a metapopulation framework because such an approach may be less appropriate in
more continuous boreal habitats in northern regions. Support for birds exhibiting
metapopulation dynamics has been found for other species, however, including the
work of Hames et al. (2001) in investigations of 3LUDQJDROLYDFHD Gmelin (Scarlet
Tanager) breeding in fragmented habitats in eastern North America, and Smith and
&KRZ)UDVHU  ZKRH[DPLQHGWKHLQÀXHQFHRILVRODWLRQRQPDUVKELUGFRPmunities in southern Ontario.
 ,DOVRSUHGLFWHGWKDWODWLWXGHDQGHOHYDWLRQZRXOGSRVLWLYHO\LQÀXHQFHFRORQL]DWLRQ DQG QHJDWLYHO\ LQÀXHQFH H[WLQFWLRQ IRU WKHVH ELUG VSHFLHV %HFDXVH WKH\ DUH
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largely at their southern range extent in the Adirondacks, I expected that these birds
may move northward and up in elevation over time given observed and predicted
changes in distribution and abundance of other northern bird species across the
globe in response to climate change (Virkkala and Rajasärkkä 2011, Virkkala et al.
2008, Waite and Strickland 2006, Zuckerberg et al. 2009). Both latitude and elevation were strong predictors of colonization and extinction dynamics, but only for
a few species, and with inconsistent results. Some species did have higher probability of extinction at southern sites and at sites of lower elevation, while others
demonstrated opposite patterns. The inconsistency of responses among species to
these 2 predictor variables suggests that other factors may be playing a larger role
in controlling these species’ dynamics than does climate change over this small
window of time, and that the responses of individual species to climate change are
not likely to be uniform or highly predictable. Though these species are at their
southern range extent and expected to be sensitive to climate change, the short
duration of the dataset in comparison to climate-driven processes may preclude detection of changes driven solely by warming. Zuckerberg et al. (2011) pointed out
the importance of urbanization and behavioral adaptation in modifying the impact
RIFOLPDWHFKDQJHRQELUGV+XPDQODQGXVH²LQSDUWLFXODUUHVLGHQWLDODQGFRPPHUFLDO GHYHORSPHQW²DORQJ ZLWK RWKHU VWUHVVRUV DUH OLNHO\ LQWHUDFWLQJ ZLWK DQ\
impacts of climate change on these birds in the Adirondacks.
I predicted that proximity of human infrastructure would impact these highly
VSHFLDOL]HGVSHFLHVE\QHJDWLYHO\LQÀXHQFLQJFRORQL]DWLRQDQGSRVLWLYHO\LQÀXHQFing extinction rates. Although these boreal wetlands are, in general, not in close
proximity to roads and development in the Adirondacks, our previous research in
the region, as well as that of others, has demonstrated that the impacts of develRSPHQWFDQSHUPHDWHVLJQL¿FDQWGLVWDQFHVZLWKLQXQGHYHORSHGDUHDV %RFNHWDO
*OHQQRQDQG.UHWVHU2GHOODQG.QLJKW6PLWKDQG&KRZ)UDVHU
 DQGWKDWGHYHORSPHQWWHQGVWREHQH¿WPRUHJHQHUDOLVWVSHFLHVDWWKHH[SHQVH
of habitat specialists in this landscape and elsewhere (DeVictor et al. 2007, Glennon and Kretser 2013, Glennon and Porter 2005, Hansen et al. 2005, Maestas et
DO6PLWKDQG&KRZ)UDVHU :KHQFRQVLGHULQJERWKFRORQL]DWLRQDQG
extinction, human footprint was the most consistent predictor of boreal bird dynamics across species, with 6 of 8 modeled species more likely to colonize areas of low
human infrastructure and more likely to experience local extinction from highly
impacted areas. It is likely that human infrastructure, in the form of roads and
houses, is close enough to boreal wetlands in some places that the negative consequences that can accompany human development are apparent. In the case of these
KLJKO\VSHFLDOL]HGELUGVSHFLHVLWLVSRVVLEOHWKDWWKHLQÀX[RIPRUHFRVPRSROLWDQ
species, those better able to exploit a variety of habitats and food sources, may
result in competition through which these boreal specialists ultimately lose out.
Such processes have been documented for marsh birds in areas proximal to urbanL]DWLRQ 6PLWKDQG&KRZ)UDVHU DQGIRUWKHVRQJELUGFRPPXQLW\LQXSODQG
forested habitats of the Adirondacks (Glennon and Porter 2005). They have also
been hypothesized as a potential driver of the alarming decline in Rusty Blackbird
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abundance (Greenberg and Matsuoka 2010). It is possible that competitive interactions around food or other resources between several of these species and more
widespread family members (e.g., Gray Jay and Cyanocitta cristata L. [Blue Jay],
Boreal Chickadee and Poecile atricapillus L. [Black-capped Chickadee]) may
impact their success in wetlands more proximal to human-dominated areas; such
species are commonly detected in the study wetlands described here (M.J. Glennon,
XQSXEO GDWD  1LHPL HW DO   LGHQWL¿HG D QHHG IRU D EHWWHU XQGHUVWDQGLQJ RI
interactions with predators and competitors and effects to population variability as
a critical knowledge gap for boreal bird species.
I suspect that isolated wetland populations of boreal birds are functioning as
metapopulations in the Adirondack Park, but that their dynamics with respect to
response to wetland size and connectivity are tempered by other factors such as
warming temperatures and adjacent human infrastructure. Modeled occupancy
rates for 4 of the 8 study species demonstrate declining patterns; 2 appear stable,
and only Lincoln’s Sparrow and Palm Warbler appear to be increasing in the Adirondack landscape. Colonization and extinction rates among these species are
highly variable, with 4 species demonstrating higher colonization rates than extinction rates, and the other 4 species demonstrating the opposite pattern. Several of the
species for which I observed declining occupancy in the Adirondacks do not appear
to show declining abundance across North America from the large-scale monitoring
effort of the North American Breeding Bird Survey, including Black-backed Woodpecker, Boreal Chickadee, and Gray Jay, though Boreal Chickadee does appear to
EHGHFOLQLQJLQWKH$WODQWLF1RUWKHUQ)RUHVW7KHVHGDWDPD\EHGH¿FLHQWIRUWKLV
species and Black-backed Woodpecker (BBS; Sauer et al. 2012). Contrastingly,
Lincoln’s Sparrow, which increased in occupancy between 2007 and 2011 in the
$GLURQGDFNVVKRZVQRVLJQL¿FDQWVXUYH\ZLGHWUHQG 6DXHUHWDO 5DWHVRI
colonization and extinction among the 8 modeled species are modest for the most
part, but there are notable exceptions.
Three species may warrant particular attention in the Adirondacks. Boreal
&KLFNDGHH 2OLYHVLGHG )O\FDWFKHU DQG 5XVW\ %ODFNELUG VKRZHG KLJK H[WLQFWLRQ
SUREDELOLWLHVLQ$GLURQGDFNZHWODQGVDQG%RUHDO&KLFNDGHHDQG2OLYHVLGHG)O\catcher appear to demonstrate declining trends in New York as well as on some
larger scales. All 3 species declined in occupancy across New York State in the
period between 1985 and 2005 (McGowan and Corwin 2008). Rusty Blackbird did
not show declines in the short-term period described here, but its occupancy rate
LVVRORZWKDWODUJHFKDQJHVPD\EHGLI¿FXOWWRGHWHFW$OOWKUHHRIWKHVHELUGVZHUH
more likely to experience local extinction from smaller, more isolated wetlands,
and both Boreal Chickadee and Rusty Blackbird appeared sensitive to human infrastructure in close proximity to wetland sites. Rusty Blackbird is known to be
declining at alarming rates and is the subject of much current effort to elucidate
causes and mechanisms for its decline (Greenberg and Matsuoka 2010). Olive-sidHG)O\FDWFKHULVDOVRH[SHULHQFLQJGHFOLQHVDQGLVOLVWHGDVDVSHFLHVRIFRQFHUQE\
several management entities (Altman and Sallabanks 2012). Boreal Chickadee has
not generated widespread concern, and its status is unknown in the high-elevation
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boreal habitats it also uses in the Adirondacks, but its high probability of extinction, coupled with low colonization rates and declining occupancy, may indicate an
ongoing decline in this landscape.
 6HYHUDORIWKHSUHGLFWRUYDULDEOHV,WHVWHGIRUWKHLULQÀXHQFHRQERUHDOELUGG\namics are, unfortunately, confounded to a large degree by the geography of the
Adirondack boreal region. The majority of the large and highly connected wetland
complexes in the Adirondacks are located in the northwest part of the park, and
boreal habitats at more southern latitudes in the southwest region are generally
VPDOOHUDQGPRUHLVRODWHG$VVXFKLWLVGLI¿FXOWWRVHSDUDWHWKHHIIHFWVRIZHWODQG
size and connectivity from the effects of latitude. The interrelatedness of these factors presents both opportunities and challenges for conservation, however. Larger,
more connected wetlands are more likely to retain birds, but most wetlands in the
Adirondacks (and everywhere) are small (Semlitsch and Bodie 1998). Smaller wetlands are also more likely to be nearby and impacted by human infrastructure and
smaller, more isolated wetlands in the Adirondacks are generally located at higher
elevations. Because these birds probably function in metapopulations across this
landscape, all boreal wetlands probably have some importance to them, and smaller,
isolated wetlands may serve as sink habitats that are of lesser quality but important
to long-term maintenance of these species on the landscape as a whole. This conclusion presents a challenge to conservation in the form of protecting both large
and small wetlands across the landscape. Searching for a lower area threshold for
occupancy by boreal birds is probably not a relevant exercise (Opdam 1991), and
conservationists and land managers in the Adirondacks must strive to make the case
for the maintenance of a complex of boreal wetlands across the park rather than assuming that we can safely ignore the small ones. Seimlitsch and Bodie (1998) point
out the importance of small, isolated wetlands as critical for maintaining regional
biodiversity because they harbor very large numbers of species. This is the case in
the Adirondacks. The total number of species detected at least once in point counts
DWERUHDOZHWODQGVLV²URXJKO\RIWKHWRWDONQRZQEUHHGLQJELUGVSHFLHV
ULFKQHVVIRUWKHSDUN²LQFRPSDULVRQWRDQDYHUDJHVSHFLHVULFKQHVVRIRQFRXQWV
conducted in upland forest sites (M.J. Glennon, unpubl. data). The majority of small
boreal wetlands may be of lower quality to birds, but they are likely to contain a
large fraction of the total individuals in a population (Pulliam 1988) simply because
there are many more of them than larger ones. These potential sink habitats can be
critical in maintaining long-term viability of populations (Davis and Howe 1992,
Doak 1995, Howe et al. 1991, Pulliam 1988, Pulliam and Danielson 1991).
Although maintaining a complex of large and small wetlands across the park is
challenging, there are also opportunities for conservation. Several of the variables
demonstrated here to be important in controlling bird dynamics in the Adirondacks
are unlikely to change in the near future. Area of the large peatlands is likely to
remain relatively consistent in the near future because a large proportion of these
“charismatic megawetlands” are protected in the park. Their elevation and latitude
will not change. What will change, and what land managers have the greatest poWHQWLDOWRLQÀXHQFHLVKXPDQIRRWSULQWDQGFRQQHFWLYLW\'HFUHDVLQJWKHOLNHOLKRRG
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of human impacts nearby to boreal wetlands, and maintaining the smaller, isolated
fringe habitats that probably provide important stepping stones for boreal birds in
this landscape will probably best serve their long-term maintenance. Minimizing huPDQLQIUDVWUXFWXUHLQDQGQHDUWKHVHDUHDVZLOOKDYHWKHDGGHGEHQH¿WRIUHGXFLQJWKH
likelihood of invasion by synanthropic species with which these birds may compete.
Climate change may render the long-term persistence of these species in the park
uncertain. On shorter time scales, however, additional research to understand the imSRUWDQFHRIVSHFL¿FKXPDQLPSDFWVFRXSOHGZLWKHIIRUWVWREXIIHUWKHVHKDELWDWVDQG
to maintain their functional connectivity through protection and management will
EHQH¿WWKLVLFRQLFFRPPXQLW\RIELUGVIRXQGQRZKHUHHOVHLQWKHVWDWH
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