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Mid-Pleistocene vertebrates in North America are scarce but
important for recognizing the ecological effects of climatic
change in the absence of humans. We report on a uniquely rich
mid-Pleistocene vertebrate sequence from Porcupine Cave,
Colorado, which records at least 127 species and the earliest
appearances of 30 mammals and birds. By analyzing >20,000
mammal fossils in relation to modern species and independent
climatic proxies, we determined how mammal communities
reacted to presumed glacial–interglacial transitions between
1,000,000 and 600,000 years ago. We conclude that climatic
warming primarily affected mammals of lower trophic and size
categories, in contrast to documented human impacts on higher
trophic and size categories historically. Despite changes in
species composition and minor changes in small-mammal species
richness evident at times of climatic change, overall structural
stability of mammal communities persisted >600,000 years
before human impacts.

ossil vertebrates dating to the mid-Pleistocene (Irvingtonian
Age) of North America are known from ⬍40 sites, compared
to thousands of late Pleistocene sites (1–3). This has complicated
attempts to understand the response to climatic change of
Pleistocene communities in all but the latest slice of Quaternary
time, that is, within the last ⬇40,000 years (3). Specifically, it has
been unclear whether the ecological changes observed at the last
glacial–interglacial transition some 10,000 years ago, including
decrease in species richness, assembly of contemporary community structure (3), and widespread extinction especially of large
mammals (4), were driven by climatic change, introduction of
humans, or some combination of both (4–7). Arguments against
the influence of climatic change cite absence of pronounced
ecological change in earlier glacial–interglacial transitions (4, 8);
however, the paucity of fossil deposits demonstrated to span
earlier glacial–interglacial transitions have prevented adequate
testing of that assumption (6).
Here we provide relevant information from a richly fossiliferous, mid-Pleistocene vertebrate site, Porcupine Cave, Colorado (Fig. 1). We have two goals. First, we address whether
mid-Pleistocene communities resembled late Pleistocene ones
(3–9) in their adjustments at times of climatic change, as a way
to test for the relative influence of humans versus climate in the
late Pleistocene. This test is possible because inferred midPleistocene glacial–interglacial transitions at our study site predated human arrival by at least 600,000 years. Second, we
compare the mid-Pleistocene and contemporary communities to
assess how multiple perturbations through hundreds of thousands of years may have affected community structure. Our
metrics for characterizing and comparing communities include
taxonomic composition and mammalian species richness within
various size and trophic categories.
www.pnas.org兾cgi兾doi兾10.1073兾pnas.0402592101

Fig. 1. Location of Porcupine Cave (small black dot) within Colorado. Circle
shows 12.5-km radius around the cave. Base map is from ref. 16.

Materials and Methods
Study Site. Porcupine Cave (10–12) is located at 2,900-m eleva-

tion in the Colorado Rocky Mountains (Fig. 1). We concentrate
on fossils from two of the 26 localities known in the cave, the Pit
Sequence and the Badger Room.
The Pit Sequence (University of California Museum of Paleontology location V93173), diagrammed in Fig. 2, is 2 m thick
and includes 13 fossiliferous stratigraphic levels inferred to
represent two glacial–interglacial transitions. Each level varies in
thickness laterally (11, 12); for ease of presentation, Fig. 2 spaces
stratigraphic levels at regular intervals. The Pit produced 7,724
identified fossils representing at least 1,402 individual mammals.
Bones accumulated primarily from wood rats (Neotoma) dragging in bone-laden raptor pellets and carnivore scat (11, 12).
The Badger Room locality (University of California Museum
of Paleontology location V93176) is a nonstratified sample
coeval with some part of the interval represented by levels 4–8
in the Pit (11), and provides a good sample of the larger
mammals. It includes ⬎13,000 identified specimens collected by
mammalian carnivores such as coyotes and badgers as well as by
wood rats (11).

Communities at Different Time Intervals. Fossil deposits were dated

by magnetostratigraphy and biochronology (11, 12), which indi-
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Fig. 2. Relative percentages of small-mammal taxa (rodents and lagomorphs) through the Porcupine Cave Pit Sequence of Irvingtonian age. Inferred
immigration events are indicated by letters (A, B, C, etc.), and extinctions are indicated by daggers. Within each genus or subfamily, multiple species are included
(ref. 11 and supporting information). See text for names of taxa involved in immigrations and extinctions. The Badger Room locality correlates to somewhere
between levels 4 and 8 in the Pit Sequence. Inferred climatic intervals are shown as gray for interglacials and white for glacials. Asterisk indicates the percentage
of total MNI per level for all taxa shown on the diagram. Sample sizes per level are listed at the left. NISP, number of identified specimens; MNI, minimumum
number of individual animals.

cated that levels 1–13 in the Pit Sequence maximally span from
600,000 to 1,000,000 years old. Level 4 is at least 780,000 years
old, and most likely dates to between 800,000 and 900,000 years
old (11). Level 1 is clearly ⬎600,000 years old, with the most
robust age interpretation placing it near 800,000 years old (11).
We combined the fauna from level 4 in the Pit Sequence with
the Badger Room fauna for an older community sample (referred to as ‘‘Badger Room time’’). It would not substantially
change results to combine the Badger Room with any of Pit
levels 5–8. Level 1 of the Pit Sequence provides a younger
mid-Pleistocene community sample. It consists only of small
mammals, because the large mammals are under-sampled in
level 1. Our paleoclimatic intepretation (see below) assigns
Badger Room time to a glacial and Pit level 1 to an interglacial.
We compared the fossil communities with contemporary
communities (13) that were present near Porcupine Cave during
the late 19th and early 20th centuries: (i) before recent human
impacts (the ‘‘historic’’ sample); and (ii) after human-caused
extirpations and introductions mostly during the 20th century
(the ‘‘modern’’ sample).
Space and Time Averaging. Spatially, the Porcupine Cave fossils
represent animals that lived within 8–18 km of the fossil site,
inferred from the hunting range of predators that ultimately
accumulated the bones and from strontium-isotope analyses of
taphonomically similar deposits (11, 12, 14, 15). To obtain
comparable contemporary samples, we considered the historic
and modern communities to consist of species whose published
ranges (13) fell within a 12.5-km radius around Porcupine Cave
(Fig. 1).
Time averaging (lumping into the same assemblage animals
that lived at different times) of the Porcupine Cave samples is
assumed to resemble that of taphonomically similar, well dated
deposits of Holocene Lamar Cave, Wyoming (14–16), where
most stratigraphic levels represent a few hundred years and all
are ⬍5,000 years. We assumed that time averaging does not
substantially inflate apparent species richness because, in the
well dated Lamar Cave sequences, (i) time-averaging of ⬇1,000
years is needed to sample nearly all species in an 8-km radius (15,
16); and (ii) fossil richness values apparently increase slowly with
9298 兩 www.pnas.org兾cgi兾doi兾10.1073兾pnas.0402592101

increasingly long time averaging by the relationship S ⫽ 1.76T 0.27
(where S is species richness and T is time) for time averaging
ranging up to 1,000 years (16). This means that increasing time
averaging from 100 to 1,000 years would increase the smallmammal species count by five. Because in the Lamar Cave study
(16) nearly all species within 8 km were represented at 1,000
years, presumably the rate of species gain slows considerably
between 1,000 and 10,000 years, given no major environmental
changes.
Specimen Counts. Number of identifiable specimens (NISP) and

minimum number of individuals (MNI) that the specimens
represent were computed by using techniques described in ref.
11. We illustrated relative abundance by using the MNI counts
(Fig. 2); using NISP yields similar results.

Species Richness. The taphonomic setting remains constant

through the Pit Sequence (11, 12), and such accumulations
sample with fidelity the communities they represent (14, 15).
Thus, the primary sampling concern was whether the number of
specimens per level was adequate to compare presence–absence
data, relative abundance, and diversity across stratigraphic levels. Previous studies (11) applied rarefaction analysis (17) to the
Pit Sequence and demonstrated that, for rodents and rabbits,
sample size is sufficient if the number of identified specimens
(NISP) is ⱖ300. Accordingly, our conclusions about samples
from the Pit Sequence rely primarily on small mammals from
levels 1–8A and 10 (Fig. 2). Our conclusions about the largemammal component draw on data from the Badger Room,
where the taphonomic pathway yielded a more adequate sample
of large mammals (11).

Trophic and Size Categories. Autecology of relevant species was
discussed elsewhere (11) and follows standard references (18,
19). We define size categories as: small, average adult biomass
⬍0.5 kg; medium, 0.5–8.0 kg; large, ⬎ 8.0 kg (20).

Results and Discussion
Species Present. At least 127 species of amphibians, reptiles, birds,

and mammals are known from Porcupine Cave, including the

Barnosky et al.

Paleoclimate. Interpretations were based primarily on cave sediments, which provide highly reliable proxies of glacial versus
interglacial conditions (21–26). Relative percentages of ecologically sensitive mammals per stratigraphic level were consistent
with the interpretations from the sediments (11, 12). The
paleoclimatic inferences from Porcupine Cave agreed with those
derived independently from a nearby mid-Pleistocene site, Hansen Bluff (27), located ⬇200 km to the south.
The top of the Pit Sequence (levels 1–3) is a tan, loess-like
dust, indicating a very dry time when too little moisture was
available to initiate grain-to-grain cementation or deposition of
flowstone or other speleothems. Warmth is indicated by the
occurrence of a relatively diverse assemblage of reptiles and
amphibians (11, 12), including a desert species (Phrynosoma,
horned lizard) that does not range into the area today. From
these observations, we interpret levels 1–3 as representing a dry,
warm interglacial, and attribute the lack of speleothems to high
evaporation relative to yearly precipitation. Lack of speleothem
growth during interglacials due to a net precipitation deficit
characterizes caves in arid climates (26).
Levels 5, 6, and 10 are composed mainly of dark brown clay
pellets and lack speleothems. Formation of the clay pellets
required moisture, ultimately derived from groundwater percolating through soils (22, 23), to make the clay sticky enough to
accrete into pea- to marble-sized balls. Because some water had
to be present as the clays accumulated, the lack of speleothems
such as flowstone suggests that (i) water was frozen for much of
the year (22, 23, 25), and兾or (ii) vegetation cover was sparse (21,
22). Sparse vegetation decreases the amount of root respiration
and microbial activity in soils, which in turn reduces CO2
concentration in carbonate groundwater; when CO2 in groundwater falls below a critical level, speleothems cannot form
(21–23). These considerations suggest that levels 5, 6, and 10
represent relatively cold glacial times, but with more effective
moisture than during deposition of inferred interglacial levels
1–3. Badger Room sediments most closely resemble those of Pit
levels 5, 6, and 10.
Levels 7, 8, 8A, 9, and 11 contain lenses of flowstone interspersed with silt through pebble-sized clasts that are indurated
in some places with calcareous cement. Flowstone and calcareous cement indicate abundant groundwater saturated with CO2,
which can only occur when precipitation exceeds evaporation
and temperatures are above freezing for much of the year (22,
23, 25). For these reasons, flowstone deposition typically occurs
during interglacials rather than during glacials (21–23, 25),
especially in high montane settings (23, 25). We accordingly
interpret levels 6–9 and 11 as representing relatively moist
interglacial times.
Given the biostratigraphic placement of Pit level 1 near
800,000 years, the most likely correlation to the oxygen-isotope
chronology is with parts of interglacial stage 19 or 21 for Pit
levels 1–3, and glacial stage 20 or 22 for levels 5 and 6 (11, 28).
The Hansen Bluff sequence appears to be the same age as the
Porcupine Cave deposits as determined by magnetostratigraphy
and biostratigraphy (27). Palynology, invertebrate paleontology,
isotopic analyses, and radiometric age control provided secure
correlation of Hansen Bluff to oxygen-isotope stages 20 and 21
(27, 28), as well as yielding a variety of paleoclimate proxy data.
The Hansen Bluff data indicated differences in effective moisture during middle Pleistocene glacials and interglacials that
resembled those we inferred from Porcupine Cave (11, 27).
Barnosky et al.

Ecological Response to Mid-Pleistocene Climate Change. Our analy-

ses focused on mammals to examine the following potential
responses: changes in species composition, particularly the assembly or disaggregation of taxa that are allopatric today
(so-called ‘‘no-analog’’ assemblages; ref. 9); species richness
within various higher taxa, body size, or trophic categories; and
extinction.
In the Pit Sequence, species composition changed through
time. Local immigration events are probable, with Microtus
meadensis appearing first in level 8A (A in Fig. 2), Marmota in
level 8 (B in Fig. 2), Microtus paroperarius in level 7 (C in Fig. 2),
and Microtus characterized by five complete triangles on the
lower first molar, probably representing an extant species, in
level 6 (D in Fig. 2). Additionally, Brachylagus coloradoensis and
Tamiasciurus hudsonicus appear first in level 7 (E and F in Fig.
2), and Sylvilagus and Lepus appear in level 6 (G in Fig. 2); it is
not clear whether these taxa are local immigrants because
sampling issues cloud their first-appearance status in the cave.
All of these potential immigration events took place within the
same interglacial, but did not cluster at the same time, suggesting
that the community assembled as the interglacial progressed.
Taxa continued to assemble during the ensuing glacial, with
Cynomys cf. Cynomys leucurus (I in Fig. 2) and possibly Tamias
cf. Tamias minimus (J in Fig. 2) appearing first in level 5 (a caveat
is that sampling issues may be a problem with this taxon).
The general character of the glacial and interglacial midPleistocene small-mammal community (Fig. 2) appears similar
to the contemporary community, in which (i) arvicoline rodents
are the most abundant small mammals, (ii) Spermophilus, Marmota, various leporids, and burrows of Thomomys are very
commonly seen on the landscape, and (iii) Cynomys, Tamiasciurus, and Tamias are least commonly seen because patchy distribution, low abundance, or life history strategy. The high abundance of fossil Neotoma is consistent with expectations because
their middens produced the Pit Sequence and modern Neotoma
is often sighted in the cave. However, a pronounced difference
in comparison to the contemporary fauna is the presence
throughout the Pit Sequence of Lemmiscus curtatus and Mictomys sp. of the Mictomys borealis lineage. Today, neither of these
taxa are found in the vicinity of the cave, and in fact are largely
allopatric in distribution (29), with L. curtatus restricted primarily to the Great Basin and M. borealis to boreal regions. This
combination of species constitutes a no-analog association, such
as has been reported commonly for late Pleistocene faunas and
floras (9). However, in contrast to the late Pleistocene situation,
the no-analog pair at Porcupine Cave did not disassociate during
either of the mid-Pleistocene glacial to interglacial transitions.
Numbers of species per genus are very similar for the level 1,
historic, and modern samples (Table 1). Decrease in species
richness of some genera occurred across the transition from
glacial level 4 to interglacial level 1, the time we interpret as
representing the most pronounced warming and drying. Observed richness values per level were plotted against the richness
expected from rarefaction (Fig. 3A). R2 for observed versus
expected richness in interglacial level 6 and glacial levels 5 and
4 is 0.932. This indicates that what we interpret as a relatively
slight climatic cooling at this interglacial to glacial transition had
little effect on small-mammal species richness. When the upper
interglacial levels 3, 2, and 1 were added to the analysis, the
observed values were much lower than expected (r2 drops to
0.067; Fig. 3A). The shift in richness from relatively cool, moist
times (levels 6, 5, and 4) to the very warm, dry interglacial (levels
3, 2, and 1) is larger than the shift from level 1 to modern values
(Fig. 3B). Decreases in small-mammal species richness also have
been documented for times of late Quaternary aridity in the
Bonneville Basin, Utah (30).
The deleted species that reduce richness from glacial level 4
to interglacial level 3 include three arvicolines (Allophaiomys
PNAS 兩 June 22, 2004 兩 vol. 101 兩 no. 25 兩 9299
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only occurrence of four mammal species, the earliest known
occurrences of 30 species (10 mammals, 20 birds), and the
earliest western USA records of four mammals. We discuss all
of these in detail in ref. 11 and list them in Table 3, which is
published as supporting information on the PNAS web site. Only
taxa pertinent to this report are discussed below.

Table 1. Species richness of small mammals in Pit Sequence and
existing fauna within 12.5 km (13) of Porcupine Cave

Taxon
Ochotonids (pika)
Leporids (rabbit)
Marmota (marmot)
Spermophilus (ground squirrel)
Cynomys (prairie dog)
Tamiasciurus (red squirrel)
Tamias (chipmunk)
Sciurus (gray squirrel)
Thomomys (pocket gopher)
Neotoma (wood rat)
Peromyscus (deer mouse)
Arvicolines (voles, lemmings)
Ondatra (muskrat)
Zapus (jumping mouse)
Erethizon (porcupine)
Castor (beaver)
Total species

Pit
Level 4

Pit
Level 1

Historic
and
modern

1
4
1
2
2
1
1
0
2
3
1
9
1
0
1
0
29

1
3
1
2
2
1
1
0
1
3
1
6
1
0
1
0
24

1
3
1
3
1
1
2
1
1
1
1
4
1
1
1
1
24

The level 4 count includes Sylvilagus (rabbit), which has only tentatively
been identified from that level but has been firmly identified in levels above,
below, and in correlative Badger Room deposits.

pliocaenicus, Mimomys virginianus, Phenacomys gryci) plus a
geomyid (Thomomys aff. Thomomys bottae). The rabbit Aztlanolagus has its last appearance in interglacial level 2. Allophaiomys
pliocaenicus, Mimomys virginianus and Phenacomys gryci represent true extinctions. Likewise, the youngest records anywhere of
Hypolagus and what is possibly an extinct morphotype of Spermophilus (?Otospermophilus) sp. (11) occur between levels 10
and 9, which is the lower glacial–interglacial transition in the Pit
Sequence.
Community Structure and Climate Change. To what extent do the
faunal changes noted through the Pit Sequence indicate a shift
to a new ecosystem state (31) versus minor fluctuations within
a long-term dynamic equilibrium? To examine this question, we
compared richness, trophic, and size structure of the mammal
community during the relatively cool Badger Room time
(⬎780,000 years), interglacial Pit level 1 (⬎600,000 years),

historic time, and modern time. The historic and modern samples
represent the interglacial in which we now live.
If ecosystem structure is stable through long periods of time,
with climatic changes acting as minor perturbations that finetune the system but do not shift it to a new state (31), we expect
little difference in richness, size, and trophic patterns between
the cool-episode Badger Room time and the ensuing interglacial
sample of Pit level 1. Likewise, we expect little structural
difference between interglacial level 1 and the present interglacial; in this view, even though species identities change through
time and through climatic changes, they fill the same roles within
the ecosystem. If any of the glacial–interglacial transitions that
occurred since Badger Room time shifted the ecosystem to a new
state (31), we would expect clear differences in richness patterns
in most taxonomic, size, and trophic levels.
Fig. 4 and Table 2 summarize species richness changes through
time for various trophic, body-size, and taxonomic categories.
The biggest change is a reduction in species of small herbivores,
from 20 to 16 species, between Badger Room time and interglacial level 1 (Fig. 4 and Table 4, which is published as
supporting information on the PNAS web site); this results from
decline in rodents and rabbits from 29 to 24 species (Fig. 3B).
Diversity, trophic, and size patterns of small herbivores are not
substantially different in the mid-Pleistocene (level 1) and
present interglacials (historic and modern), which are separated
by ⬎600,000 years and at least six glacial–interglacial cycles.
In medium-sized and large mammals, species richness within
taxonomic, trophic, and size levels is remarkably similar in
Badger Room time and historic time. The similarities evident in
Fig. 4 become even more striking for omnivores when it is taken
into account that: (i) bears (large omnivore) are fossilized
elsewhere in Porcupine Cave and conceivably were part of the
fauna during Badger Room time; (ii) that humans are included
in the large omnivore category for the historic and modern
counts; and (iii) that procyonids (medium omnivore) are present
today, but would have a poor chance of preservation given the
taphonomy of Porcupine Cave. A notable difference in the large
size category is one additional large herbivore order (Xenarthra ⫽ ground sloths) in Badger Room time.
The overall pattern suggests that, in warmest interglacials,
fewer species of small herbivores are present than in cool
episodes, but otherwise community structure differs little between the two climatic states. These data support inherent
stability in montane mammal communities (16), with community structure and function persisting for hundreds of thousands

Fig. 3. Expected and observed species richness. (A) Expected species richness derived from Coleman rarefaction analysis plotted against actual species richness
for stratigraphic levels of Porcupine Cave Pit Sequence that had numbers of identifiable specimens ⬎300. The plot is for rodents and lagomorphs only. Each point
represents a single stratigraphic level. Levels 6, 5, and 4 represent a climatic interval that is substantially cooler and moister than the interglacial represented
by levels 3, 2, and 1. (B) Observed richness graphed as a function of time. Time proceeds from left to right; numbers indicate the stratigraphic level, H indicates
historic time, and M indicates modern time as explained in Materials and Methods. The drop in richness from cool to interglacial times is particularly dramatic
given that sample sizes are so much larger for the interglacial (see text and the sample-size listings in Fig. 2).
9300 兩 www.pnas.org兾cgi兾doi兾10.1073兾pnas.0402592101
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Table 2. Taxonomic richness within orders for species, genera,
and families in the middle Pleistocene and current faunas
Order
Rodentia (rodents)
Carnivora (carnivores)
Artiodactyla (deer, sheep, etc.)
Lagomorpha (rabbits, pikas)
Perissodactyla (horses, etc.)
Xenarthra (sloths)
Primates (humans)
Total species

Species

Genera

24 (20):20:20
15:19:14
5:5:5
5 (4):4:4
2:0:1
1:0:0
0:1:1
52:49:45

16:16:16
11:13:12
5:5:5
5:3:3
1:0:1
1:0:0
0:1:1
39:38:38

In each column, the number to the left of the first colon is number of taxa
during Badger Room time; the number in parentheses is taxa present during
Pit Sequence level 1; the number between colons is taxa present within 12.5
km of Porcupine Cave prior to significant European contact; the number to the
right of the second colon is taxa present after extirpations and introductions
of species occurred in the 20th century. See text and Table 4 for introduced and
extirpated taxa.

Fig. 4.
Numbers of species (vertical axis) observed in trophic and size
categories (along horizontal axis) for various time intervals: Badger Room
time, level 1, historic time (late 19th and early 20th centuries), and modern
time (late 20th and early 21st centuries). See text for further explanation and
Tables 1 and 2, ref. 11, and supporting information for data.

of years despite species turnover. Within this context of longterm stability, fine-tuning of species composition and interrelationships occurs from the ‘‘bottom up,’’ at lower trophic and
lower size levels, in response to climatic change.
In contrast are changes that percolate from the ‘‘top down,’’
those that occur first at the highest trophic and size levels. Such
effects on species richness patterns are apparent in the decrease
of medium and large carnivores from 11 historic to seven modern
species (Fig. 4), which resulted locally from human activities in
the last 100 years or so (11, 13). Globally, over the past century,
human hunting has preferentially targeted herbivores and carnivores of largest size classes, as demonstrated by body-size
distributions of mammal species on the IUCN threatened and
endangered species lists (32). Such top-down changes were not
evident across the studied Porcupine Cave glacial–interglacial
transition. Although sampling issues still preclude tracing most
large mammals through the mid-Pleistocene, the horse Equus
and the peccary Platygonus persisted across mid-Pleistocene
glacial–interglacial boundaries in Porcupine Cave (Tables 2 and
3), but became extinct continent-wide in the latest Pleistocene
(4, 7).
The large herbivore counts remained relatively stable from
mid-Pleistocene, to historic, to modern times (Fig. 4), but only
because of pronounced modern human influences that included
replacing native large herbivores such as bison and bighorn sheep
with domestic cows and sheep. Horses, lost at the end of the
Pleistocene, were reintroduced by people in historic time. Taking
these domestic large herbivores into account means there has
been a net loss of only one species (ground sloths). Ground
sloths, like many other large herbivores and carnivores, suffered
extinction on a continental scale near the end of the Pleistocene
(4–8), but extinction timing is unknown locally.
Also unknown is whether such megafauna as mammoths,
which immigrated into North America just slightly earlier than
Badger Room time (1) and became extinct there near the end of
the Pleistocene (33), were present locally. If so, the local
Barnosky et al.

Conclusions
Our conclusions about mammal communities are most applicable to high montane ecosystems like the one we studied. Our
data suggest that montane mammal communities are stable over
long periods of Quaternary time at the functional and structural
levels, agreeing with other work (16). In our record, climatic
change stimulated adjustments at lower size and trophic levels in
the absence of humans, shown by a slight reduction in species
richness and extinction of small-mammal taxa at what we interpret as a particularly pronounced mid-Pleistocene glacial–
interglacial transition. However, such changes were apparently
minor adjustments within a system that did not fluctuate widely
through hundreds of thousands of years in numbers of species or
in roles that species filled within the community, although
taxonomic composition changed through time. It will be important to see whether similar long-term structural and functional
stability characterizes communities in other ecological settings.
Observed 19th and 20th century human impacts seem fundamentally different from those caused by climate in our study area
and globally (32, 35). Contemporary humans influence communities from the top down, as shown by loss of large carnivores and
herbivores in historic time (13, 32). Climatic change affects lower
size and trophic levels widely (exerting a bottom-up influence),
as evidenced by our study and by effects of contemporary global
warming on biota (35, 36).
Our results have implications for interpreting other past
ecosystem changes. All of the bottom-up changes we identified
as characteristic of mid-Pleistocene climatic change were also
evident at the latest Pleistocene glacial–interglacial transition
(36), as was an even more pronounced bottom-up effect: noanalog small-mammal assemblages persisted through the midPleistocene glacial–interglacial transitions, but disaggregated at
the latest Pleistocene one. This is consistent with much previous
work suggesting strong climatic influence on community reorganizations at the late Pleistocene (3, 9). However, in contrast to
what we found for the middle Pleistocene, extinction concentrated in high trophic and size categories characterized the late
Pleistocene. Whether this implicates humans in late Pleistocene
extinctions remains a hotly debated topic (3–9).
The great similarity between the mid-Pleistocene and contemporary mammal communities around Porcupine Cave suggests that even the combined effect of climatic change and
PNAS 兩 June 22, 2004 兩 vol. 101 兩 no. 25 兩 9301
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end-Pleistocene loss of large herbivores would be more pronounced than indicated by Fig. 4. In general, such top-down
losses defined the late Pleistocene megafaunal extinction event
(4–8, 34).

human immigration in the late Pleistocene did not permanently
change local ecosystem structure from a longer-term baseline.
For ⬎600,000 years, the mammal community in high-elevation
Colorado demonstrated structural stability that was perturbed
more by people in the 19th and 20th centuries than it was by
numerous glacial–interglacial transitions. It is unclear whether
the initial phases of anthropogenic perturbation began in the
latest Pleistocene. The historic perturbation deleted large- and
medium-sized carnivores.
Our study has some implications for the future. Global
warming could result in rates of climatic change that are higher
than any that have characterized the past 60 million years (36).
Therefore, accelerated top-down (from ever-increasing human
populations) and bottom-up (from global warming) pressures
may well prevent the natural equilibration that the Porcupine

Cave data and others (16) suggest has been characteristic of
montane mammal communities. Should these changes come to
pass, we predict they will be recognizable by changes in numbers
of species in different trophic and size categories, and by overall
changes in species richness that exceed those evident in our
study. Thus, monitoring species richness within communities
may be a powerful yet simple tool for assessing the health of
target ecosystems.
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Table 3. List of vertebrate taxa that occur in all localities in Porcupine Cave
Taxon
Amphibia
Anura (Frog or Toad)
Pelobatidae (Toad)
Ambystomatidae (Salamander)
Reptilia
Natricinae (Snake)
Non-Natricine Colubridae (Snake)
Colubroidea (Snake)
Viperidae (Snake)
Phrynosoma (Horned Lizard)
Phrynosomatid (Lizard)
Lizard (indeterminate)
Aves
Anas crecca or A. discors (Green-winged or
Blue-winged Teal)
Anser sp. or Chen sp. (Goose)
Anas sp. (Duck)
Podilymbus podiceps ((Pie-billed Grebe)
cf. Podiceps sp. (Grebe)
Aythya cf. A. americana (Redhead)
Anatid (indeterminate)
cf. Aquila chrysaetos (Golden Eagle)
Buteo sp. (Hawk)
Accipitrid (indeterminate)
Falco sparverius (American Kestrel)
Falco sp. (Falcon)
Ø Centrocercus urophasianus (Sage Grouse)
Ø Falcipennis canadensis (Spruce Grouse)
Ø Dendragopus cf. D. obscurus (Blue Grouse)
Lagopus cf. L. leucurus (White-tailed
Ptarmigan)
Phasianid (indeterminate)
cf. Porzana carolina (Sora)
Numenius cf. N. madagascariensisor N.
Ø
arquata (Far Eastern or Eurasian Curlew)
Phalaropus cf. P. lobatus (Red-necked
Ø
Phalarope)
Scolopacid (indeterminate)
Larus sp. (Gull)
Rallus cf. R. limicola (Virginia Rail)
Bubo virginianus (Great Horned Owl)
Ø Nyctea scandiaca (Snowy Owl)
Asio otus (Long-eared Owl)
Asio sp. (Owl)
Strigid (indeterminate)
Picoides villosus (Hairy Woodpecker)
Colaptes auratus (Northern Flicker)
Ø Pica hudsonia (Black-billed Magpie)
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Taxon
Ø Gymnorhinus cyanocephalus (Pinyon Jay)
Corvus brachyrhynchos (American Crow)
Ø Corvus corax (Common Raven)
Ø Eremophila alpestris (Horned Lark)
Ø Tachycineta cf. T. bicolor (Tree Swallow)
Ø Sitta carolinensis (White-breasted Nuthatch)
Sitta sp. (Nuthatch)
Troglodytid (indeterminate) (cf. Thryothorus)
Ø Spizella breweri (Brewer’s Sparrow)
Ø Spizella cf. S. passerina (Chipping Sparrow)
Melospiza melodia (Song Sparrow)
Melospiza cf. M. lincolnii (Lincoln's Sparrow)
Zonotrichea leucophrys (White-Crowned
Ø
Sparrow)
Zonotrichea sp. (Sparrow)
Hirundid (indeterminate)
Ø Chondestes grammacus (Lark Sparrow)
Ø Junco hyemalis (Dark-eyed Junco)
Calcarius lapponicus (Lapland Longspur)
Calcarius cf. C. lapponicus (Lapland Longspur)
Calcarius ornatus (Chestnut-collared Longspur)
Calcarius cf. C. pictus (Smith's Longspur)
Calcarius sp. (Longspur)
Emberizid (indeterminate)
Agelaius phoeniceus (Red-winged Blackbird)
Leucosticte tephrocotis (Gray-crowned RosyØ
finch)
Ø Leucosticte atrata (Black Rosy-finch)
Leucosticte sp. (Rosy-finch)
Ø Carpodacus cassinii (Cassin’s Finch)
Passeriform (indeterminate)
Mammalia
† Mylodontidae (Ground Sloth)
Soricidae
cf. Sorex sp. (Shrew)
Ochotonidae
Ochotona cf. O. princeps (Pika)
† Ochotona sp. Trout Cave form (Pika)
Ochotona sp. Small morph "A" (Pika)
Ochotona sp. (Pika)
Leporidae
Lepus sp. (Hare or Jackrabbit)
Sylvilagus sp.(Cottontail rabbit)
Leporid (Rabbit or Hare)
† Aztlanolagus sp. (Aztlan rabbit)
Brachylagus coloradoensis new sp. (Colorado
Ω†
Pygmy Cottontail)
∆ † Hypolagus sp. (Rabbit)
Sciuridae
Tamiasciurus hudsonicus (Red Squirrel or
Chickaree)

Locality
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Taxon
Tamias cf. T. minimus (Chipmunk)
Marmota sp. (Marmot)
Spermophilus cf. S. meadensis (Ground
squirrel)
Spermophilus (?Otospermophilus) sp. (possibly
extinct species) (Ground Squirrel)
Spermophilus lateralis (Golden-Mantled Ground
Squirrel)
Spermophilus cf. S. elegans (Wyoming Ground
Ø
Squirrel)
Spermophilus sp. (species indeterminate)
Ω † Cynomys new sp. (Prairie Dog)
Cynomys cf. C. leucurus (White-tailed Prairie
Dog)
Cynomys sp. (species indeterminate) (Prairie
Dog)
Geomyidae
Thomomys sp. (Pocket Gopher)
Thomomys cf. T. talpoides (Northern Pocket
Gopher)
Thomomys cf. T. bottae (Botta's Pocket
Gopher)
Geomyoid, indeterminate (not Thomomys)
Cricetidae
Ø Neotoma cinerea (Bushy-tailed Wood Rat)
Ø Neotoma mexicana (Mexican Wood Rat)
Ø Neotoma floridana (Florida Wood Rat)
Ø Neotoma micropus (Southern Plains Wood Rat)
Ø Neotoma stephensi (Stephens Wood Rat)
Neotoma sp. (species indeterminate) (Wood
Rat)
Peromyscus sp. (Deer Mouse)
Arvicolinae
† Allophaiomys pliocaenicus (Vole)
† Mimomys virginianus (Virginia Mimomys)
† Ophiomys parvus (Vole)
∆ † Phenacomys gryci (Gryci’s Vole)
Phenacomys sp. (not P. gryci)
† Lemmiscus (4 triangles) (Sagebrush Vole)
Ø Lemmiscus curtatus (Sagebrush Vole)
Lemmiscus sp. (cannot identify species)
(Sagebrush Vole)
† Microtus meadensis (Meade Vole)
† Microtus paroperarius (Vole)
Microtus sp. (5+ triangle form) (Vole)
† Mictomys kansasensis/meltoni (Bog Lemming)
† Mictomys vetus / landesi (Bog Lemming)
† Mictomys sp. (probably extinct Bog Lemming)
† Pliolemmus antiquus
Ondatra sp.
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Taxon
Erethizontidae
Erethizon sp. (Porcupine)
Mustelidae
* † Martes diluviana (Extinct Fisher)
Martes sp. (probably new species) (Extinct
Ω†
Marten)
Mustela frenata (Long-tailed Weasel)
Mustela erminea (Ermine)
Ø Mustela nigripes (Black-footed Ferret)
Mustela vison (American Mink)
Mustela sp. (probably new species, mink / ferret
Ω†
- size)
* † Gulo cf. G. schlosseri (Schlosser’s Wolverine)
Lutra canadensis (American River Otter)
cf. Lutra
Taxidea taxus (Badger)
Spilogale putorius (Spotted Skunk)
* † Brachyprotoma obtusata (Short-faced skunk)
Mephitus mephitis (Striped Skunk)
Canidae
Canis latrans (Coyote)
† Canis edwardii (Edward’s Wolf)
Canis sp. (small canid)
Vulpes velox (Swift or Kit Fox)
Ø Vulpes vulpes (Red Fox)
Urocyon cinereoargenteus (Gray Fox)
Ursidae
Ursus americanus (Black Bear)
Felidae
Lynx rufus (Bobcat)
Miracinonyx cf. M. inexpectatus (Irvingtonian
*†
Cheetah)
Tayassuidae
† Platygonus sp. (Peccary)
Camelidae
† Camelops sp. (Camel)
† Hemiauchenia sp. (Camel)
Cervidae
Cervus canadensis (Wapiti or Elk)
Odocoileus sp. (Deer)
cf. Odocoileus sp. (Deer)
† cf. Navahoceros sp. (Deer)
Antilocapridae
Antilocapra (Pronghorn) or † Tetrameryx
(Antelope)
† Stockoceros (Antelope)
Antilocapridae (indeterminate)
Bovidae
Ovis sp. (Bighorn Sheep)
Ø † Oreamnos harringtoni (Extinct Mountain Goat)
Ovibovini (indeterminate)
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Taxon
Perissodactyla
† Equus (Asinus) cf. (E.) (A.) cumminsi
† Equus (Hemionus) sp.
† Equus sp. (large)
† Equus sp. (small)

Locality
Pit Badger Rm.
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A total of 26 fossil-bearing localities are known in Porcupine Cave. This table gives a complete
listing of all taxa identified from all localities. x = present. Taxa known from the Pit Sequence are
noted in first locality column; those from the Badger Room in the middle locality column; and
those from all other localities in the “Other” locality column. In the “Other” column, letters specify
from which of the distinct collecting localities in Porcupine Cave the taxon is known. a, Badger
Dome. b, Come Along Room. c, Cramped Quarters. d, Crystal Room. e, Ferret Room. f, Fissure
Dump. g, Fissure Fill A. h, Generator Dome. i, Gypsum Room. j, New Passage Room. k,
Tobacco Road. l, Trailside Entrance. m, Last Chance Pit. n, Kates Cupola. o, Will's Hole. p,
Mark's Sink. q, Carnegie Museum Velvet Room Excavation. r, Denver Museum of Nature and
Science Velvet Room Excavation. s, Unknown locality in Porcupine Cave. See reference 1 for
details.
The symbols at the left of the taxa are used to specify noteworthy points about the various
occurrences: † = extinct; ∆ = latest known appearance; Ø = earliest known appearance in North
America; * = earliest known appearance in mountainous western United States; Ω = previously
unkown species, known nowhere other than Porcupine Cave and formally named and/or
described in detail elsewhere (1). Reference 1 gives minimum numbers of individuals and
numbers of identified specimens per locality for each taxon.
Species counts in the text are determined as the minimum number of species that could be
represented. Therefore, listings such as Spermophilus lateralis plus Spermophilus sp. would be
counted as 1 species.
1. Barnosky, A. D. (2004) Biodiversity Response to Climate Change in the Middle Pleistocene:
The Porcupine Cave Fauna from Colorado (Univ. of California Press, Berkeley).

Table 4. Trophic level and size comparisons of middle Pleistocene taxa with existing
fauna in the Porcupine Cave Region

Herbivores
Carnivores
Omnivores
Totals =

Small
20 (16) : 13 : 13
2:3:3
2:2:2
24 : 18 : 18

Size class and trophic group
Medium
Large
a
6 (5) : 7 : 7
8:7:7
b
c
4:4:3
7:7:4
d
2:3:3
1:3:2
12: 14 : 13
16 : 17 : 13

Total
34 : 27 : 27
13 : 14 : 10
5:8:7
52 : 49 : 44

These data were used to construct Figure 4. In each column the number to the left of the first
colon = number of taxa during Badger Room time; number in parentheses = taxa present during
Pit Sequence level 1, which is possible only for small and medium herbivores; number between
colons = taxa present within 12.5 km of Porcupine Cave prior to significant European contact (1);
number to the right of the second colon = taxa present after extirpations and introductions of
th
species occurred in the 20 century (13). Small and medium herbivore count for Badger Room
time includes rodents and lagomorphs of Pit level 4 plus taxa found in the Badger Room; all other
counts for Badger Room time are exclusively from the Badger Room. Small = average adult
biomass < 0.5 kg; Medium = 0.5-8.0 kg; Large = > 8 kg (2).
a

Extirpated taxa: Bison bison, Ovis canadensis. Introduced taxa: domestic horses and
(depending on the ranch) cows or sheep.
b

Extirpated taxon: Mustela nigripes.

c

Extirpated taxa: Lynx lynx, Gulo gulo, Canis lupus.

d

Extirpated taxon: Ursus arctos. Ursus fossils of unknown age are present in Porcupine Cave but
are not included in the fossil large omnivore count. Included in historic and modern counts: Homo
sapiens. Figure 4 illustrates these counts and the alternative of considering Ursus present during
Badger Room time and not counting humans in the modern community.
1. Fitzgerald, J. P., Meaney, C. A. & Armstrong, D. M. (1994) Mammals of Colorado (Denver
Mus. Nat. Hist., Denver).
2. Legendre, S. (1986) Palaeovertebrata 16, 191-212.

