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INTRODUCTION: For thousands of years, humans
moved across the “Southern Arc,” the area
bridging Europe through Anatolia withWest
Asia. We report ancient DNA data from 727
individuals of this region over the past 11,000
years, which we co-analyzed with the pub-
lished archaeogenetic record to understand
the origins of its people. We focused on the
Chalcolithic and Bronze Ages about 7000 to
3000 years ago, when Indo-European lan-
guage speakers first appeared.

RATIONALE: Genetic data are relevant for under-
standing linguistic evolution because they can
identifymovement-drivenopportunities for lan-
guage spread. We investigated how the chang-
ing ancestral landscape of the Southern Arc, as
reflected in DNA, corresponds to the structure
inferred by linguistics, which links Anatolian
(e.g., Hittite and Luwian) and Indo-European
(e.g., Greek, Armenian, Latin, and Sanskrit)
languages as twin daughters of a Proto-Indo-
Anatolian language.

RESULTS: Steppe pastoralists of the Yamnaya
culture initiated a chain of migrations linking
Europe in the west to China and India in the
East. Some people across the Balkans (about
5000 to 4500 years ago) traced almost all their
genes to this expansion. Steppe migrants soon
admixed with locals, creating a tapestry of di-
verse ancestry fromwhich speakers of theGreek,
Paleo-Balkan, and Albanian languages arose.
The Yamnaya expansion also crossed the

Caucasus, and by about 4000 years ago,
Armenia had become an enclave of low but
pervasive steppe ancestry in West Asia, where
the patrilineal descendants of Yamnaya men,
virtually extinct on the steppe, persisted. The
Armenian language was born there, related to
Indo-European languages of Europe such as
Greek by their shared Yamnaya heritage.
NeolithicAnatolians (inmodernTurkey)were

descended from both local hunter-gatherers
and Eastern populations of the Caucasus,
Mesopotamia, and theLevant. By about 6500years
ago and thereafter, Anatolians became more

genetically homogeneous, a process driven
by the flow of Eastern ancestry across the
peninsula. Earlier forms of Anatolian and non–
Indo-European languages such as Hattic and
Hurrian were likely spoken by migrants and
locals participating in this great mixture.
Anatolia is remarkable for its lack of steppe

ancestry down to the BronzeAge. The ancestry of
the Yamnaya was, by contrast, only partly local;
half of it wasWest Asian, fromboth the Caucasus
and themore southernAnatolian-Levantine con-
tinuum. Migration into the steppe started by
about 7000 years ago, making the later expan-
sion of the Yamnaya into the Caucasus a return
to the homeland of about half their ancestors.

CONCLUSION: All ancient Indo-European speak-
ers can be traced back to the Yamnaya culture,
whose southward expansions into the Southern
Arc left a trace in the DNA of the Bronze Age
people of the region. However, the link con-
necting the Proto-Indo-European–speaking
Yamnaya with the speakers of Anatolian lan-
guages was in the highlands of West Asia, the
ancestral region shared by both.▪
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1.
Around 7000–5000 years ago, 
people with ancestry from the 
Caucasus (blue) moved west into 
Anatolia and north into the steppe. 
Some of these migrants may 
have spoken ancestral forms 
of Anatolian and Indo-European 
languages.

2.
Beginning ~5000 years ago, 
Yamnaya expansions introduced 
Eastern European ancestry (red) 
west into the Balkans and Greece 
and east across the Caucasus into 
Armenia. However, they made no 
detectable impact on Anatolia.

Some migrants
bore traces of

Anatolian-Levantine
ancestry.
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Many partings, many meetings: How migration and admixture drove early
language spread. Westward and northward migrations out of the West Asian
highlands split the Proto-Indo-Anatolian language into Anatolian and Indo-
European branches. Yamnaya pastoralists, formed on the steppe by a fusion of

newcomers and locals, admixed again as they expanded far and wide, splitting
the Proto-Indo-European language into its daughter languages across Eurasia.
Border colors represent the ancestry and locations of five source populations
before the migrations (arrows) and mixture (pie charts) documented here.
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By sequencing 727 ancient individuals from the Southern Arc (Anatolia and its neighbors in Southeastern
Europe and West Asia) over 10,000 years, we contextualize its Chalcolithic period and Bronze Age (about
5000 to 1000 BCE), when extensive gene flow entangled it with the Eurasian steppe. Two streams
of migration transmitted Caucasus and Anatolian/Levantine ancestry northward, and the Yamnaya
pastoralists, formed on the steppe, then spread southward into the Balkans and across the Caucasus
into Armenia, where they left numerous patrilineal descendants. Anatolia was transformed by intra–West
Asian gene flow, with negligible impact of the later Yamnaya migrations. This contrasts with all other
regions where Indo-European languages were spoken, suggesting that the homeland of the Indo-
Anatolian language family was in West Asia, with only secondary dispersals of non-Anatolian Indo-
Europeans from the steppe.

T
he Balkans and Anatolia are often por-
trayed as being geographically periphe-
ral to Europe and Asia rather than as
central to an interconnected region span-
ning both continents. Here, we take a

different view by providing a systematic gen-
etic history of what we refer to as the “South-
ern Arc,” a region (Fig. 1A) centered on the
large Anatolian peninsula (Turkey), including
in the west (in Europe) the Balkans and the
Aegean, and in the south and east, Cyprus,
Mesopotamia, the Levant, Armenia, Azerbaijan,
and Iran. We present new genome-wide DNA
data from 777 individuals from the Southern
Arc: 727 previously unsampled and 50 previ-
ously published for which we report new data
from 1094 newly generated ancient DNA libra-
ries (1). As a resource to guide future sampling

efforts, we also report negative results for
476 samples that we screened using 537 li-
braries and that failed to yield ancient DNA
data meeting the criteria for authenticity (1).
Finally, we provide 239 new radiocarbon dates
on the same skeletal elements analyzed for
DNA (1). We studied these along with the
previously published individuals for a total
sample size of 1317 ancient individuals in the
region (Fig. 1B) (1).
Our newly reported data fill many sampling

gaps in space and time in the Southern Arc.
In Turkey, our new sampling has a particular
focus on thewestern (Aegean,Marmara), north-
ern (Black Sea), and eastern (Eastern Anatolia,
Southeastern Anatolia) regions connecting it
with the rest of the Southern Arc. Another area
of high-density sampling is Armenia, with sub-

stantial coverage of the Bronze and Iron Ages
representing an order of magnitude more in-
dividuals than previously available. Many in-
dividuals of the Bronze-to-Iron Age time frame
are also sampled from the Iranian highlands
at Hasanlu, where only a single individual has
previously been studied (2), and from Dinkha
Tepe, neighboring Anatolia, Mesopotamia,
Armenia, and theCaucasus. In the southernpart
of SoutheasternEurope,we sampleMycenaean-
era individuals from multiple regions of the
Aegean. From the Southern Balkans, we pre-
sent a full time transect of Albania; numerous
individuals from North Macedonia, where
previously data from only a single Neolithic
individual had been published (3); and more
than double the previously available body of
ancient DNAdata fromBulgaria. Farther north,
at the western wing of the Southern Arc, we
sample individuals from Croatia, Montenegro,
and Serbia in the west and Romania and
Moldova in the east, which interface with the
extensively studied worlds of Central Europe
and the Eurasian steppe. This dataset includes
>100 Bronze Age individuals, including many
from Cetina Valley and Bezdanjača Cave in
Croatia, which add to only five previously
published from the entire area (3, 4). Some
of the Balkan individuals include culturally
Yamnaya individuals from Serbia and Bulgaria,
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allowing us to compare themwith those of the
Eurasian steppe. With this greatly enhanced
dataset across the entire region, we are able to
fill in major gaps in sampling in time, space,
and cultural context. Our large sample sizes
also allow us to identify main clusters as well
as genetic outliers, providing insights about
within-population patterns of variation and
contact networks with neighboring groups.
Details of all studied individuals can be found
in (1) (figs. S5 to S21).
To discuss the geographic distribution of

these individuals, we take a flexible approach,
in some cases using the names of ecological or

topographical regions and in others the names
of present-day countries depending on how
well these align with genetic patterns. In some
cases, we also use more specific regional loca-
tion information to add precision (5). In the
interest of having a uniform nomenclature
that is easily accessible to readers familiar with
the current political map of the Southern Arc,
we also refer to groups of individuals with
labels prefixed with three-letter International
Standards Organization (ISO) codes for coun-
tries, as in Fig. 1.Multiple toponyms have been
used for the same sites during the Southern
Arc’s longhistory, andwe typically choose labels

appropriate for the period and/or present-day
usage. To designate the period in which individ-
uals lived, we use conventional archaeological
designations for each region; e.g., Eneolithic
and Chalcolithic both denote copper-using
cultures in different parts of the archaeological
literature. We caution that the transition be-
tween the Eneolithic or Chalcolithic and the
Bronze Age did not occur simultaneously in
different parts of the Southern Arc. Detailed
archaeological information for each individual
is presented in (1), specifying the analysis labels
we use integrating information from chronol-
ogy, geography, archaeology, and genetics.
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Overview of genetic variation in the Southern Arc
To understand genetic variation in the South-
ern Arc, we began with ADMIXTURE (fig. S1)
analysis, which allowed us to detect individu-
als with non-West Eurasian–associated ances-
try (6) and to appreciate the broad pattern of
variation in terms of the four West Eurasian
components that appear in the ADMIXTURE
analysis: Iran/Caucasus-related, “Eastern hunter-
gatherer,” Anatolian/Levantine-related, and
“Balkan hunter-gatherer.” Principal compo-
nents analysis (Fig. 1C) of Southern Arc indi-
viduals together with other West Eurasian
individuals demonstrates the central position
of the Southern Arc within the continuum of
West Eurasian variation, with a long “bridge”
of individuals joining Europe (left) to West
Asia (right), but with individuals spread across
the entire range of variation.
To quantify the ancestry of Southern Arc

individuals, we developed a five-source mod-
eling framework (using qpAdm and F4admix)
(1) that allows a high-resolution description of
the ancestry of the Southern Arc population as
a whole and as individuals. To generate this
model, we used an automated procedure that
did not preselect a specific set of surrogates for
the source populations, but instead explored
many possible sets and identified those that,
for as many individuals as possible, maximized
the quality of the statistical fit of the model
while minimizing the standard errors in infer-
ences of ancestry proportions (tables S1 to S21
and figs. S22 to S27). After applying this pro-
cedure, the five sources of ancestry that we used
are: Caucasus hunter-gatherers (CHG) (7), East-
ern hunter-gatherers (EHG) from Europe (8, 9),
Levantine Pre-Pottery Neolithic (10), Balkan
hunter-gatherers from the IronGates in Serbia
(3), andNorthwestern AnatolianNeolithic from
Barcın (9). These correspond to the four-source
ADMIXTURE model, with further distinction
between the Anatolian and Levantine ends of
the “Mediterranean” interaction zone (11). These
five sources should not be unduly emphasized
beyond their utility as a descriptive convenience
because (i) they could be swapped for related
ones [e.g., Neolithic Iran captures much of the
same deep ancestry as Caucasus hunter-
gatherers do (10, 11)], (ii) they were themselves
derived from earlier (more “distal”) popula-
tions [e.g., Levantine Pre-Pottery Neolithic
from earlier Natufian hunter-gatherers (10)],
and (iii) they transmitted their ancestry through
later (more “proximal”) sources [e.g., Eastern
hunter-gatherers through Yamnaya steppe
pastoralists (8)]. The inferred proportions of
ancestry for individuals are summarized in
figs. S2 to S4 and figs. S28 to S76 and are dis-
cussed in detail in (1).

The Anatolian core of the Southern Arc

When we apply our five-way model to in-
dividuals from Anatolia (Fig. 2, A to E), it is
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immediately apparent that before ~3000 years
ago, virtually all ancestry is drawn from local
West Asian sources (Northwest Anatolian
Neolithic, hereafter called “Anatolian,” Levan-
tine, Caucasus), with negligible contribution

from the two European (Balkan and Eastern
hunter-gatherer) sources of our model. Broad-
ly speaking, the temporal trend is one of in-
creasing Caucasus/Levantine–related ancestry
between theNeolithic and Chalcolithic periods,

with a corresponding decrease of the Anatolian-
related ancestry. To better understand this
process in the Anatolian peninsula, we ex-
amined geographical subpopulations of the
Chalcolithic and Bronze Age compared with
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Fig. 2. The Anatolian heartland. (A to E) Five components of ancestry in Anatolia
from the Pottery Neolithic to the Roman/Byzantine period. Boxes in this and
subsequent figures indicate the temporal extent (horizontal) and 95% confidence
interval (±1.96 SE) for each period; we also show the fit (solid line) and 5/95%
(dotted lines) of the fit of a heteroskedastic Gaussian process (53) on the individuals
without any assignment to populations, which allows us to appreciate the degree
of variation in ancestry in each time period (ancestry proportions for some
individuals are shown as negative, reflecting statistical uncertainty in the estimates).
Here and in subsequent figures, numbers in brackets are sample sizes. The results
show that across the peninsula, the post-Neolithic period was characterized by

an expansion of CHG-related ancestry (A) and a dilution of Northwest Anatolian-
related ancestry (E). EHG-related ancestry from both the steppe/Eastern Europe
(B) and the Balkans (D) was insignificant until the past 3000 years. (F) A detailed
look at the Chalcolithic/Bronze Age period showing that populations had ancestry
intermediate between early farmers from Western/Central Anatolia [Barcın (9),
Tepecik-Çiftlik (13), and Çatalhöyük (12)] and Southeastern Anatolia (Northern
Mesopotamia at Mardin) on the other, the result of admixture between the preceding
Neolithic populations, without discernible external influences (that would have
elevated any of the five components above their Neolithic levels). PPN, Pre-Pottery
Neolithic. ±1 SE shown.
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the Neolithic ones that preceded them (Fig.
2F). We observed that Northwest Anatolian–
related ancestry varied between ~100% (at
Barcın, Menteşe, and Ilıpınar in the Marmara
region; we use the high-quality data we have
from Barcın to define this component of an-
cestry) to ~16% (the Pre-Pottery Neolithic in-
dividual from Mardin in Southeast Anatolia/
North Mesopotamia). Conversely, Caucasus/
Levantine ancestry varied between ~50 and
~32% inNorthMesopotamia to ~0% inNorth-
west Anatolia.
The Chalcolithic period in Anatolia has a

wide temporal range (Fig. 2) that spans from
the end of the Neolithic (~6000 BCE) to the
beginning of the Bronze Age (~3000 BCE). In-
dividuals in our analysis are mostly from the
Late Chalcolithic (after ~4500 BCE) and from
the entirety of the Bronze Age (down to 1300
BCE). Both Chalcolithic and Bronze Age pop-
ulations from all regions generally had inter-
mediate admixture proportions within the
Neolithic ranges of ancestry. This suggests
that they could be modeled as drawn from
mixtures of the preceding Neolithic popula-
tions. In theMarmara region, Caucasus hunter-
gatherer ancestry increased from ~0 to ~33%
between the Neolithic and Chalcolithic periods
[to define the Chalcolithic, we added four in-
dividuals from Ilıpınar to a single one from
Barcın previously published (10)]. In the Cen-
tral region, we document an increase from
~10 to 15% at Neolithic Çatalhöyük (12) and
Tepecik-Çiftlik (13) to a similar ~33% at Chal-
colithic Çamlıbel Tarlası (14) and ~42% at
Bronze Age Kalehöyük and Ovaören (15). In
theMediterranean region (Southwest Anatolia),
the same approximate one-third proportion was
present at Harmanören Göndürle (16) in the
Bronze Age. In the Aegean region (Western
Anatolia), we observe a similar ~29% in the
Bronze Age. Thus, individuals frommore west-
ern regions of Anatolia (Marmara, Aegean,
Central, and Mediterranean) all had more
Caucasus-related ancestry (and corresponding-
ly less Anatolian-related ancestry) during the
Chalcolithic and Bronze Age than the preced-
ing Neolithic populations of the area, suggest-
ing that a spread of this ancestry westward
across the peninsula occurred after the Neo-
lithic, a pattern also observed in the Levant
(11). In the more eastern regions of Anatolia
[East, in Arslantepe (14); Southeast, from Bat-
man, Gaziantep, Kilis, and Şırnak (new data)
and Titriş Höyük (14); Black Sea, from Devret
Höyük in Amasya and Samsun (new data) and
İkiztepe (14)], populations of the Chalco-
lithic and Bronze Age periods had, conversely,
more Western Anatolian Neolithic–related,
and less Caucasus-related ancestry, than the
Pre-Pottery Neolithic individual from Mardin.
This pattern is also observed when we com-
pare the Chalcolithic with the Bronze Age.
Differences are small but all in the direction

of moreWestern Anatolian Neolithic-related
ancestry (an increase of ~3 to 7% in the East,
Southeast, and Black Sea regions) except in
the Hatay Province (14), where Western Ana-
tolian Neolithic-related ancestry decreased and
Caucasus-related ancestry increased (from
~14 to 43%) between the Early Chalcolithic
(~5500 BCE) and the Middle to Late Bronze
Age (after ~2000 BCE).
Taken as a whole, the genetic history of

Anatolia during the Chalcolithic and Bronze
Age can be characterized as one of homogeni-
zation. Neolithic populations differed by as
much as ~80% in terms ofWestern Anatolian
Neolithic–related and by ~50% in terms of
Caucasus-related ancestry. In the Chalcolithic
and Bronze Age, the range of these differences
narrowed substantially. That of Western Ana-
tolian Neolithic–related ancestry halved to
~40% (becoming ~20 to 60%) and that of
Caucasus-related ancestry to ~15% (becoming
~30 to 45% except in the Hatay Province).
Despite this homogenization, some ancestry
differences persisted. The eastern regions re-
tained more Caucasus-related ancestry than
the western ones, but the overall pattern was
one of attenuated differentiation after intra-
Anatolian gene flow stemming from the highly
differentiatedNeolithic populations ofWestern/
Central Anatolia on the one hand and North-
ern Mesopotamia on the other (as well as
hitherto unsampled others).
Homogenization in Anatoliawas coupled by

impermeability to exogenous gene flow from
Europe, which could be explained by either a
large and stable population base that atten-
uated the demographic impact of external
immigration or cultural factors impeding it.
The asymmetry of gene flow between Anatolia
and its neighbors is evident, for example, in the
fact that Caucasus hunter-gatherer–related
ancestry flowedwestward across Anatolia into
the Balkans and northward into the Eurasian
steppe, but Balkan hunter-gatherer ancestry
did not flow into Anatolia or further eastward,
and Eastern hunter-gatherer ancestry entered
West Asia only as far south as Armenia and, to
a lesser extent, Iran (aswewill see below). This
was true even down to the Urartian period of
the Iron Age, when a population lacking East-
ern hunter-gatherer ancestry still existed in
the center of the Kingdom of Van (6).

The origin and expansion of steppe pastoralists

The absence of European hunter-gatherer ad-
mixture in Anatolia during the Chalcolithic
and Bronze Age periods contrasts with devel-
opments to the north of the Southern Arc and
north of the Black and Caspian Seas, which
saw the formation of Eneolithic (a term used
instead of Chalcolithic for this area) andBronze
Age pastoralist populations that harbored a
mixture of populations from Eastern Europe
and the Southern Arc (8, 9, 17). Examining

individuals from the steppe (Fig. 3), we observe
that in the post–5000 BCE period, Caucasus-
related ancestry is added to the previous East-
ern hunter-gatherer population, forming the
Eneolithic populations at Khvalynsk (9) and
Progress-2 (17); this ancestry persisted in the
Steppe Maykop population of the 4th millen-
nium BCE (17). However, all of these popula-
tions before ~3000 BCE lack any detectible
Anatolian/Levantine–related ancestry, con-
trasting with all contemporaneous ones from
the Southern Arc, which have at least some
such ancestry at least since theNeolithic (11). In
all later periods in the Southern Arc, Caucasus
hunter-gatherer–related ancestry is never found
by itself but rather is always admixed, to var-
ious degrees, with Anatolian/Levantine ances-
try. This suggests that whatever the source of
the Caucasus-related ancestry in the Eneo-
lithic steppe, it cannot have been from the
range of variation sampled in the Southern Arc
because this would have introduced Anatolian/
Levantine–related ancestry. This implies that
the proximal source of the Caucasus-related
ancestry in the Eneolithic steppe should be
sought in an unsampled group that did not
experience Anatolian/Levantine–related gene
flow until the Eneolithic. Plausibly, this pop-
ulation existed in the North Caucasus, from
which Caucasus hunter-gatherer–related, but
not Anatolian/Levantine–related, ancestry could
have entered the Eneolithic steppe.
The Eneolithic steppe population contrasts

with that of the Yamnaya cluster of individuals
~3000 BCE, which does have significant Ana-
tolian (3 ± 1%)–and Levantine (3.5 ± 1%)–
related ancestry [Fig. 3A; steppe individuals
in this analysis are listed in (1)]. This inference
is further supported by detailed analysis of
Yamnaya ancestry at different time depths
(tables S22 to S28) (1), which indicates that
they derived from at least two southern sources.
The first source dates to the Eneolithic and
includes Caucasus hunter-gatherer ancestry
only. The second source dates to before the
formation of the Yamnaya cluster and includes
Anatolian/Levantine–related ancestry in addi-
tion to Caucasus hunter-gatherer (as deep
sources), ancestry related to Neolithic people
of Armenia (more proximally), or ancestry
related to Chalcolithic people of the Caucasus
to Southeast Anatolia (even more proximally).
A more direct and geographically proximate
source in the Maykop population of the North
Caucasus of the 4th millennium BCE has also
been proposed (18). Although the exact source
cannot at present be determined (all of the
candidates have different combinations of the
sameAnatolian/Levantine/Caucasus ancestry;
fig. S1), it was people drawn from thismetapop-
ulation in the Chalcolithic Caucasus, Armenia,
and East/Southeast Anatolia that must have
been responsible for the second pulse of South-
ern Arc ancestry into the precursors of Yamnaya
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steppe pastoralists. The genetic contribution of
the second pulse may have been as low as
6.5%, the sum of Anatolian and Levantine an-
cestry in the Yamnaya, or as high as 53.1%, the

totality of the combined Caucasus hunter-
gatherer and Anatolian/Levantine ancestry.
The low end is unlikely because Caucasus
hunter-gatherer ancestry was ubiquitous in

West Asia during the Chalcolithic period and
some of it should be added to the 6.5% figure.
The high end is also unlikely because it sug-
gests that all Caucasus hunter-gatherer ances-
try flowed northward with the second pulse,
thus ignoring the evidence for its independent
flow into the Eneolithic steppe. Our modeling
suggests intermediate values of ~21 to 26%
(table S28), in the middle of the 6.5 to 53.1%
range, an estimate that may be updated in the
future as better proximate sources in both
West Asia and the steppe come to light.
Archaeological evidence documents how

western steppe populations interacted with
European farmer groups such as the Cucuteni-
Trypillia and Globular Amphora cultures, and
it was previously suggested that ancestry from
such groups contributed to the ancestry of the
Yamnaya (17). Our genetic results contradict
this scenario because European farmers were
themselves a mixture of Anatolian Neolithic
and European hunter-gatherer ancestry, but
the Yamnaya lacked the European hunter-
gatherer ancestry differentiating European
fromWest Asian farmers, and had an~1:1 ratio
of Levantine-to-Anatolian ancestry in our
five-way model, contrasting with the over-
whelming predominance of Anatolian ancestry
in European farmers. The Caucasus hunter-
gatherer/Eastern hunter-gatherer/Western
hunter-gatherer/Anatolian Neolithic model
of (17) fails (P < 1 × 10–10) because it under-
estimates shared genetic drift with Levantine
farmers (Z = 5.6), whose contribution into the
Yamnaya cannot be explained under that
model. These results shift the quest for the
ancestral origins of a component of Yamnaya
ancestry firmly to the south of the steppe and
the eastern wing of the Southern Arc. Deter-
mining the proximate source of the twomove-
ments into the steppe from the south will
depend on further sampling across theAnatolia-
Caucasus-Mesopotamia-Zagros area where
populations with variations of the three com-
ponents existed. Similarly, on the steppe side,
study of Eneolithic (pre-Yamnaya) individuals
could disclose the source dynamics of Caucasus
hunter-gatherer infiltration northward and
identify the likely geographical region for the
emergence of the distinctive Yamnaya cluster,
which we show has an autosomal signal of
admixture dating to themid-5thmillennium
BCE [fig. S5 and (19)], coincidingwith the direct
evidence of the first southern influence pro-
vided by the Eneolithic individuals of the steppe.
The role of Yamnaya-like populations in

spreading both Eastern hunter-gatherer and
West Asian ancestry into mainland Europe
has been previously recognized (8), but it has
also become apparent that some of the latter
entered Europe independently of steppe ex-
pansions into the Aegean (9, 16), Sicily (20),
and even as far west as Iberia (21) by the
Bronze Age. We observe that the Caucasus
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minus Eastern hunter-gatherer ancestry dif-
ference in the Yamnaya is ~0% (Fig. 4B), and
this allows us to both test whether steppe mi-
grants into mainland Europe may have orig-
inated from a different steppe population (with
a nonequal balance of Caucasus and Eastern
hunter-gatherer components) and whether ad-
ditional migrations (with either more Eastern
or Caucasus hunter-gatherer ancestry, thus
shifting the difference away from zero) oc-
curred. We find that the Corded Ware and
Bell Beaker complex individuals from Europe
are all consistent with a balanced presence of
the two components (consistent with having
been transmitted through a Yamnaya-like pop-
ulation). Even in the early Corded Ware from
Bohemia, where a third “northern” source has
been suggested to have been substantially in-
volved (22), the difference is one of a small
3.1 ± 2.1% excess of Eastern hunter-gatherer
ancestry, which is entirely consistent with
being transmitted entirely by the Yamnaya to

the limits of the resolution of our statistical
analysis. This is not the case for Southeastern
Europe, where Bronze Age individuals had
an excess of Caucasus over Eastern hunter-
gatherer ancestry not only in the Aegean (~17%
in both Minoans and Mycenaeans) (16), but
throughout the Balkan peninsula (Fig. 3B),
where the overall Bronze Age excess is 7.4 ±
1.7% (with by-country estimates of ~4 to 13%).
A possible explanation for this excess is the
existence of a small 5.2 ± 0.6% Caucasus
hunter-gatherer component in the Neolithic
substratum of Southeastern Europe (Fig. 4A);
we estimated that this proportion is ~0 to 1% in
four separate Early Neolithic populations from
Hungary (Starčevo-Körös cultural complex),
France, Spain, and the Linearbandkeramik
of Austria, Germany, and Hungary (3, 23–30).
Thus, the Bronze Age Caucasus hunter-gatherer
ancestry in Southeastern Europe compared
withCentral/Northern/WesternEuropemayrep-
licate this contrast from the Neolithic. However,

the even higher levels observed in the Aegean
[Fig. 3B and (6)] suggest additional gene flow
after the Neolithic by the time of the Early
Bronze Age (31).

Interplay of local, steppe, and West Asian
ancestries in Southeastern Europe

Southeastern Europe interfaces geographi-
cally with both the Eurasian steppe and Ana-
tolia, and its genetic history (Fig. 4) bears
traces of both connections, starting from the
partial replacement of its local Balkan hunter-
gatherers by Anatolian Neolithic farmers
beginning ~8500 years ago, followed by the
expansion of Eastern hunter-gatherer-ancestry–
bearing steppe populations ~5000 years ago
(3). Although the Bronze Age was a period of
partial homogenization in Anatolia, as we have
seen, in Southeastern Europe, it was a time of
substantial contrasts.
One aspect of this heterogeneity was the

retention of the local Balkan hunter-gatherer
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Fig. 4. Genetic heterogeneity in Southeastern Europe after the Yamnaya
expansion. (A to E) Five components of ancestry in Southeastern Europe. The
replacement of hunter-gatherer by early farmer ancestry [(D) and (E)] was
followed by the rise of CHG and EHG ancestry over the past 5000 years [(A) and
(B)], with Levantine ancestry being relatively unimportant and showing no
discernible temporal pattern (C). In (F), we show a linear regression of population

dates (using directly radiocarbon-dated individuals for each population) on
admixture times in generations; more recent populations have older admixture
times, and the regression places admixture between populations related to the
Southeast European Neolithic and Yamnaya at 4853 ± 205 years ago and the
generation length at 28 ± 4 years, virtually identical to its independent empirical
estimation of 28 years.
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ancestry itself, which was detected only in the
Balkans (within the Southern Arc), thus pre-
cluding any substantial migration from the
area to the rest of the Southern Arc. Balkan
hunter-gatherer ancestry was variable during
the Bronze Age and related to geography. A
marked contrast is found within Romania,
where our newdata show that itmakes up~12%
of the ancestry of 42 individuals from the
Bodrogkeresztúr Chalcolithic and ~24 to 30%
in 10 Bronze Age individuals fromCârlomăneşti
(Arman) and from Ploieşti and Târgşoru Vechi
south of the Carpathian Mountains. Together
with another Bronze Age individual from
Padina in Serbia [2460 to 2296 calibrated
(cal) BCE] near the Iron Gates, whose Balkan
hunter-gatherer ancestry was ~37%, these re-
sults prove substantial hunter-gatherer an-
cestry preservation in the North Balkans
postdating the arrival of both Anatolian Neo-
lithic and steppe ancestry in the region. This
contrasts with the southern end of the Balkan
peninsula in the Aegean (6), where neither the
Neolithic nor the Bronze Age populations
had any significant Balkan hunter-gatherer
ancestry, raising the question of whether the
region’s pre-Neolithic population was more
similar to that of the North Balkans (Balkan
hunter-gatherer-like) or Western Anatolia (and
thus similar to the Neolithic population).
The key driver of the Bronze Age hetero-

geneity was the appearance of Eastern hunter-
gatherer ancestry that became ubiquitous in
Southeastern Europe after its sporadic Chal-
colithic appearance (3). This is most evident
(~31 to 44%) inMoldova at several Bronze Age
sites, including those of the Catacomb and
Multi-cordoned Ware cultures, and individuals
from Romania (Trestiana and Smeeni) on the
eastern/southeastern slopes of the Carpathians,
which contrast with the high-Balkan hunter-
gatherer group from Arman. We also detect a
contrast between Catacomb culture individuals
from Moldova and those from the Caucasus
(17), driven by an individual from Purcari with
substantial (17 ± 4%) Anatolian Neolithic an-
cestry, suggesting some heterogeneity within
this culture on opposite sides of the Black
Sea. For the rest of the Balkans, the amount
of Eastern hunter-gatherer ancestry is ~15%
and drops to ~4% in Mycenaean Greece and
to negligible levels in Minoan Crete (6, 16).
Our study identifies a “high-steppe ances-

try” set of individuals, a term we use to refer
to individuals from the Balkans during the
Early Bronze Age who had unusually high
proportions of Eastern hunter-gatherer ances-
try compared with their contemporaries (Fig.
4B). This includes two previously published
individuals from Nova Zagora in Bulgaria and
Vucedol in Croatia (3), as well as five newly
reported individuals, including an Early Bronze
Age individual fromÇinamak inAlbania (2663
to 2472 calBCE) and four that are culturally

Yamnaya: one fromVojlovica-Humka inSerbia,
two from Boyanovo, and one from Mogila in
Bulgaria. In aggregate, this group of Balkan
individuals has 35.9 ± 2.5% Eastern hunter-
gatherer, 36.4 ± 1.9% Caucasus hunter-gatherer,
and 23.0 ± 1.9% Anatolian Neolithic ancestry
compared with the Yamnaya cluster individ-
uals (46.1 ± 1.0%, 46.6 ± 1.6%, and 3.0 ± 1.0%,
respectively), i.e., the same Caucasus/Eastern
hunter-gatherer balance as the Yamnaya but
diluted by about one-fifth by local Neolithic
ancestry of ultimately Anatolian origin.
When we use DATES (19) to date the admix-

ture of steppe ancestry in populations of South-
eastern Europe (Fig. 5F and fig. S6), we arrive
at an estimate that this took place ~4850 years
ago, i.e., precisely after the Yamnaya expan-
sion, and within the time frame of our “high-
steppe” cluster individuals. This suggests that
(as a first approximation) steppe ancestry in
Southeastern Europe from the Bronze Age on-
ward was largely mediated by descendants of
Yamnaya and local Balkan populations and
not by earlier waves out of the steppe that
affected the region sporadically. This admix-
ture need not have taken place in one locality,
as indicated by the presence of Yamnaya-like
individuals in several regions of the Balkans,
spatially beyond both the cultural transition
zone between steppe pastoralist and settled
populations (32), and the geographical one
from the Eastern European flatlands into
mountainous areas.

Armenia: Fluctuating steppe ancestry against
a persistent West Asian genetic background

Armenia is situated in the highlands of West
Asia to the east of Anatolia and to the south
of the Caucasus mountains separating West
Asia from the Eurasian steppe to the north.
When we examine the trajectory of ances-
try there (Fig. 5), we observe that the local
Caucasus hunter-gatherer–related ancestry
(Fig. 5A) has always been the most important
component of the population from the Neo-
lithic to the present, making up ~50 to 70% of
ancestry over the past 8000 years. As in Ana-
tolia, the two other components of West Asian
ancestry had a strong presence aswell,making
up most of the remainder.
The most noticeable feature of the history

of Armenia compared with all other Asian re-
gions of the Southern Arc is the tentative ap-
pearance of Eastern hunter-gatherer ancestry in
the Chalcolithic at Areni-1 Cave (10) ~6000 years
ago (Fig. 5B), followed by its disappearance
~5000 years ago with the Early Bronze Age
Kura-Araxes culture and its reappearance at
the Middle Bronze Age, when a level of ~14%
was followed by ~10% in the Late Bronze
Age and Iron Age and then diluted to ~7% by
the Urartian period of the first half of the 1st
millennium BCE and to the ~1 to 3% levels
observed since the second half of that millen-

nium at sites such as Aghitu and through the
medieval period (at Agarak) down to present-
day Armenians.Whenwe compare theMiddle/
Late Bronze Age individuals from Armenia
(when Eastern hunter-gatherer ancestry was
highest and from which we have individuals
from>20 sites) with otherWest Asian European
and steppe populations (Fig. 5E), it is evident
that Armenia is an outlier. Populations from
Armenia have significantly more such ancestry
than all surrounding populations: Anatolia and
the Levant, where this ancestry is undetected
during the Bronze Age; Iran, where itmakes up
~2% overall; and even theMaykop cluster pop-
ulations of the North Caucasus (17), where it
reaches ~3%. These analyses in Armenia show
that Eastern hunter-gatherer ancestry flowed
from the steppe not only west of the Black Sea
into Southeastern Europe, attaining its mini-
mum in the Aegean and east of it, but also across
the Caucasus into Armenia. However, substan-
tial proportions of steppe ancestry spread no
further into Anatolia from either west or east.
The appearance of Eastern hunter-gatherer

ancestry at Areni-1 Cave is the first known
genetic influence of peoples of the Eurasian
steppe on West Asia, although with our cur-
rent sparse sampling of the Eneolithic steppe,
we do not know the precise geographical
source of this ancestry within the steppe.
The Areni individuals date to the same 5th
millennium BCE, in which we saw that the
Eneolithic steppe came to be influenced by
Caucasus hunter-gatherer–related ancestry
from the south and to which our admixture
dating of Yamnaya origins also points. How-
ever, it was only during the Middle/Late
Bronze Age that Eastern hunter-gatherer
ancestry became entrenched in Armenia, at
least for a while, forming an “enclave” of steppe
influence in West Asia that eventually dis-
sipated during the 1st millennium BCE. This
period of relatively high-steppe ancestry cor-
responds to the “Lchashen-Metsamor” culture
of the Bronze-to-IronAge (1). Linkage disequil-
ibrium dating of steppe admixture (Fig. 5F) in
our extensive set of individuals of average late
2ndmillenniumBCE date suggests it occurred
a millennium and a half earlier, at the middle
of the 3rd millennium BCE, and thus in paral-
lel to the transformation of mainland Europe
and the Balkans. In Armenia itself, themid-3rd
millennium BCE corresponds to the demise of
the Kura-Araxes culture and its succession
by the “Early Kurgan” culture, followed during
the end of that millennium by the “Trialeti-
Vanadzor” complex from which an individual
from Tavshut (2127 to 1900 calBCE) already
has the ~10% Eastern hunter-gatherer an-
cestry of the Lchashen-Metsamor population,
the first documented steppe descendant in
Armenia two millennia after the Chalcolithic.
The analysis of Y chromosomes towhichwenow
turn provides an independent line of evidence
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for a link between the Yamnaya and popula-
tions of Armenia after this 3rd millennium
BCE reappearance of Eastern hunter-gatherer
ancestry.

Y-chromosome links between the steppe and
West Asia in their genome-wide context

Y-chromosome variation (tables S29 to S34
and figs. S77 and S79) (1) can be used to pro-

vide confident upper bounds on the datewhen
two populations shared ancestors because
the large number of mutations that can be
analyzed over almost 10 million nucleotides
of alignable sequence means that the split
times in the genealogy are accurately known.
The ancient individuals’ Y-chromosome anal-
ysis also has the potential to provide insight
into social processes.

Subclades of Y-chromosome haplogroup
R-L389 are particularly informative for tracing
connections between the Southern Arc and
the Eurasian steppe (Fig. 6). First, haplogroup
R-V1636, with an inferred common ancestor
in the 5th millennium BCE, documents gene
flow between the steppe and the Southern
Arc in the Eneolithic/Chalcolithic period (Fig.
6B). R-V1636 is present in two individuals
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Fig. 5. A genetic history of Armenia. Shown are changes in the four components
of ancestry. (A) CHG is the most important component in all ages, rising to
its maximum in the Kura-Araxes culture of the Early Bronze Age. (B) EHG
ancestry first appears in the Chalcolithic at Areni Cave, disappears during the
Kura-Araxes period, reappears strongly in the Middle-to-Late Bronze Age
period, and decreases to about one-third of its peak value by ~2000 years ago.
(C and D) Levantine and Anatolian ancestry were present in all periods as
minority components. Balkan hunter-gatherer ancestry (not shown) is <1% in all

periods. All individuals shown are from Armenia save for two Neolithic and a
Chalcolithic individual previously published from Azerbaijan. (E) During the Middle-to-
Late Bronze Age peak, Armenia had more EHG ancestry than its neighbors in West
Asia (Anatolia, the Levant, and Iran). (F) C14-dated Bronze-to-Iron Age individuals
from Armenia admixed 52.2 ± 8.0 generations (1460 ± 224 years) before their average
date of 1119 BCE, or ~2579 BCE (mid-3rd millennium BCE), assuming a generation
length of 28 years (54). We use Early Bronze Age Armenia and Yamnaya cluster
individuals from Russia as proxy sources.
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from theLate Chalcolithic atArslantepe (Turkey)
(14) and the Early Bronze Age in Armenia at
Kalavan (10). It is also found in the piedmont
of the North Caucasus at Progress-2 (17), the
open steppe at Khvalynsk II (9), and the Single
Grave Culture of Northern Europe (Gjerrild)
(33). The individuals from Armenia and
Arslantepe lack any detectible Eastern hunter-
gatherer autosomal ancestry (Fig. 6C), which
is maximized in the Khvalynsk individuals, an
observation that provides some evidence for a
southern origin for the R-V1636 haplogroup
(we caution, however, that the haplogroup oc-
curs earlier in several sites in the north, which
could be consistent with an alternative scena-
rio in which male migrants from the steppe
introduced it into Southern Arc populations
during the Chalcolithic, but their autosomal
genetic legacy was diluted by the much more
numerous locals). The earliest individuals from
the R-L389 clade belong to the R-P297 sister
clade of R-V1636, including the hunter-gatherer
from Lebyazhinka IV (8, 9) and hunter-gatherers
from the Baltic region (3), both without Caucasus
hunter-gatherer ancestry, suggesting an East-
ern European origin of this clade that would
eventually give rise to the R-M269 clade that
spread extremely widely in the Bronze Age.
Haplogroup R-M269, which is inferred to

have a shared common ancestor in the 5th
millennium BCE, is crucial for understanding
steppe expansions because it was the domi-
nant lineage of the Yamnaya-Afanasievo group
(4, 8, 34) in its 4th millennium BCE R-Z2103→
R-M12149 sublineage. In the Balkans, a group
of six Bronze Age individuals from the 3rd
millennium BCE carrying R-M269 (Fig. 6C)
are associated with >30% Eastern hunter-
gatherer ancestry, and this includes not only
CatacombandMulti-cordonedWare individuals
fromMoldova, adjacent to the steppe, but also

from farther south, including two Yamnaya
males from Bulgaria (Boyanovo and Mogila,
the latter associated with Yamnaya burial cus-
tom and with the R-Z2103 haplogroup typical
of the steppe Yamnaya) and one from Albania
(Çinamak) belonging to the high-steppe ances-
try group. By the Late Bronze Age (late 2nd
millennium BCE) and later, no high-steppe
ancestry individuals are observed, but steppe-
associated Y chromosomes persist, including
R-Z2106, a lineage that links NorthMacedonia
(Ulanci-Veles), Albania (Çinamak), the steppe,
and Armenia. The population of Southeastern
Europe contrasts strongly with those of the
Central/Northern Europe andEurasian steppe
archaeological cultures of ~3000 to 2000 BCE
that were strongly associated with particular
Y-chromosome lineages: Afanasievo (4, 34) with
the same R-Z2103 as the Yamnaya, Corded
Ware/Fatyanovo/Sintashta (4, 8, 34, 35) with
R-M417, and Beaker (36) with R-L51. In South-
eastern Europe during the Bronze Age, we
detect 32/30/21/11 Y chromosomes belonging
to haplogroups R/J/I/G linking it with Central/
Northern Europe and the steppe/West Asia/
local hunter-gatherers/Anatolian-European
Neolithic farmers, respectively. Together with
the extraordinary heterogeneity in autoso-
mal ancestry in the Balkans, a picture emerges
of a fragmented genetic landscape that may
well parallel the poorly understood linguistic
diversity in the ancient Balkans, which among
Indo-European languages includesPaleo-Balkan
speakers before the spread of Latin and Slavic,
with Albanian as the only surviving represen-
tative. Did the early Indo-European language
become successful in Southeastern Europe be-
cause it functioned as a “lingua franca,” fa-
cilitating communication among speakers of
the diverse languages of previous farmer and
hunter-gatherer populations?

Our newly reported data reveal that a large
proportionof individuals inArmenia andNorth-
west Iran belonged to the R-Z2103→R-M12149
haplogroup during the 2nd and early 1st mil-
lennium BCE, providing a genetic link with
the Yamnaya in these regions where no archae-
ological presence of the Yamnaya culture it-
self is attested. It definitely represents a more
direct link than either R-V1636 or the early ap-
pearance of Eastern hunter-gatherer ancestry
at Areni-1 cave in Armenia (10) during the Chal-
colithic at the end of the 5th millennium BCE,
which provides evidence of conversemovement
of Caucasus hunter-gatherer ancestry into the
steppe Eneolithic.
Despite theY-chromosomemovement south-

ward attested by our data, any association
between R-haplogroup bearers and Eastern
hunter-gatherer ancestry was lost south of the
steppe because these had similar proportions
of Eastern hunter-gatherer ancestry as I-Y16419
bearers (the second most prevalent lineage in
Armenia). Two Bronze-to-Iron Age sites with
substantial sample sizes [unrelated males from
Bagheri Tchala (n = 7) and Noratus (n = 12)]
have contrastinghaplogroupdistributions dom-
inated by R-M12149 and I-Y16419, respectively
(Fisher’s exact testP<0.001), suggesting founder
events, high genetic drift, or a patrilocal mat-
ing system ~1000 BCE in Armenia. During
the same period atHasanlu inNorthwest Iran,
many individuals have no trace of Eastern
hunter-gatherer ancestry at all despite the
presence of R-M12149 there (6), suggesting
that the initial association of this lineage with
Eastern hunter-gatherer ancestry on the steppe
had vanished as R-M12149 bearers reproduced
with Southern Arc individuals without East-
ern hunter-gatherer ancestry (Fig. 6C).
We observe that, on the steppe, R-M12149

Y chromosomes (within haplogroup R1b) at
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Fig. 6. Y-chromosome links between the Southern Arc and the Eurasian steppe. (A) Phylogeny of haplogroup R-L389 (R1b1a1) with TMRCA estimates of yfull.
com. (B) CHG/EHG ancestral composition of R-L389 Y-chromosome individuals. (C) R-L389 individuals from the Southern Arc, representing a subset of the individuals
plotted in (B). Individuals >2000 years old are shown. ka, thousand years ago.
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the beginning of the 3rd millennium BCE,
associated with the Yamnaya, were replaced
by the beginning of the next millennium by
R-Z93 Y chromosomes (within haplogroup
R1a), associated with Corded Ware/Fatianovo
(35) steppe descendants such as those of the
Sintashta culture (34). Genetic data cannot dis-
tinguish whether this Y-chromosome replace-
ment was the result of competition between
patrilineal groups from the steppe, one of
which may have had cultural adaptations such
as usage of an improved variety of domesti-
cated horse (37), or whether one group simply
filled an ecological niche vacated by earlier
groups. A fuller understanding of the reason for
this profound genetic change requires combined
analysis of genetic and archaeological data.
Whatever the reason for their demise on the

steppe itself, the Yamnaya-descended R-Z2103
patrilineages survived in Armenia down to
the present day, where this clade is present in
appreciable frequencies in all studiedArmenian
groups (38) despite the substantial dilution of
autosomal steppe ancestry documented in our
study. The persistent and lasting presence of
Yamnaya patrilineal descendants in Armenia
contrastswithmainlandEurope andSouthAsia,
where steppe ancestrywas introduced by people
who were not patrilineal descendants of the
dominant R-M12149 lineage of the Yamnaya
population. Instead, they belonged to different
descent groups who had received autosomal
steppe admixture while carrying different pre-
dominant Y-chromosome lineages. Armenia
also contrasts with Anatolia, for which no
R-M269 Y-chromosomes are observed at all
during the Chalcolithic, Bronze Age, or Ancient
(pre-Roman) periods [n = 80 unrelated indi-
viduals; 95% confidence interval (CI): 0 to
4.5%] and in which haplogroups J (36 individ-
uals) and G (17 individuals) are most common
Haplogroup J is still common at a frequency
of about one-third in present-day people from
Turkey (39), having achieved such prominence
despite occurring in only in one in 18Neolithic
male individuals from Barcın and Ilıpınar in
the Marmara region during the pre-Chalcolithic
period. A likely explanation for the haplogroup
J increase is that it accompanied the spread of
Caucasus hunter-gatherer ancestry inferred
by our admixture analysis (Fig. 2). This infer-
ence is made plausible by the fact that both
Caucasus hunter-gatherer individuals from
Kotias and Satsurblia (7) and a Mesolithic
individual from Hotu Cave (10, 34) in Iran be-
longed to this lineage, suggesting its very old
presence in the Caucasus/Iran region, and in
contrast with haplogroup G, which occurred
in themajority (10/18) of individuals from the
Neolithic Marmara region. By the Chalco-
lithic, haplogroups G and J were ubiquitous
in Anatolia, each making up 10/28 males from
that period, paralleling the homogenization
that had occurred by that time.

The Indo-Hittite hypothesis in the light of
genetic data
We discuss the implications of our genetic
findings for hypotheses about the origins and
spread of Indo-European and Anatolian lan-
guages. We also highlight a caveat: In contrast
to findings about movements of people, the
relevance of genetics to debates about lan-
guage origins is more indirect because lan-
guages can be replacedwith little or no genetic
change and populations can migrate and mix
with little or no linguistic change. Neverthe-
less, the detection of migration is important
because it identifies a plausible vector for lan-
guage change (40).
The discoveries of massive migrations from

the steppe both westward into Central and
Western Europe (4, 8), and eastward into South
Siberia (4) and Central/South Asia (34), have
provided powerful evidence for the theory of
steppe Indo-European origins by linking pop-
ulations all the way from Northwest Europe
(36) to India andChina through common steppe
ancestry. The present study adds further sup-
port to the theory by the discovery of ubiquitous
ancestry from the steppe in the Bronze Age
Balkans [where, indubitably, Indo-European
Paleo-Balkan languages such as Thracian and
Illyrian (41) were spoken], including individu-
als of predominantly steppe ancestry; by doc-
umenting the ubiquity of steppe ancestry in
Bronze and IronAgeArmeniawhere Armenian
is first attested and links between Armenia,
the steppe, and the Balkans; and by the fur-
ther documentation of steppe ancestry in the
Aegean (6) during theMycenaean period when
the Greek language is first attested, albeit
at lower levels. All ancient and present-day
branches of the Indo-European language fam-
ily can be derived or at least linked to the early
Bronze Age Yamnaya pastoralists of the steppe
or genetically similar populations.
A link to the steppe cannot be established

for the speakers of Anatolian languages be-
cause of the absence of Eastern hunter-gatherer
ancestry in Anatolia (4, 10, 14, 16), which our
study reinforces in three ways: (i) by docu-
menting its paucity in ~100 new Anatolian in-
dividuals from the Chalcolithic to pre-Roman
antiquity, (ii) by contrasting western parts of
Anatolia with its immediate Aegean-Balkan
neighbors to the west, and (iii) by contrasting
eastern/northern parts of Anatolia with its
neighbors in Armenia in the east. Certainly,
the absence of Eastern hunter-gatherer an-
cestry in Anatolia can never be categorically
proven (because more sampling can always
disclose some such ancestry); however, at
present, and despite extensive sampling, such
ancestry is not detected either at possible
entry points (west and east by land or even
north by sea) or in the population as a whole.
The Indo-Hittite hypothesis, first proposed by

E. H. Sturtevant in 1926 (42), has been partially

supported by more modern phylolinguistic
analyses, indicating that Anatolian languages
such asHittite are basal to the rest of the Indo-
European family tree (43) and suggesting an
early split between the two. We have shown
that Anatolia was indeed transformed by the
Late Chalcolithic through the spread of Caucasus
hunter-gatherer–related ancestry to its west-
ernmost edges, as were apparently Eneolithic
populations of the steppe, which included also
Anatolian/Levantine–related ancestry by the
time of the formation of the Yamnaya pastor-
alists. It is premature to identify the proxi-
mate sources of these movements before all
the candidate source populations of Anatolia,
NorthMesopotamia, Western Iran, Armenia,
Azerbaijan, and the Caucasus have been ad-
equately sampled.
Our analyses show that there were at least

two gene flows from two groups related to
West Asians into the steppe, which transformed
the steppe’s population andmay have induced
linguistic change there. The reversemovement
is more tentative, with early influences from
the north such as at Areni Cave (10) or possibly
associated with R-V1636 Y-chromosomes, not
making a sizable genetic impact on the pop-
ulation of Anatolia. The evidence is consistent
with two hypotheses.
Hypothesis A postulates that Proto-Indo-

Anatolian (including both Anatolian languages
and Proto-Indo-European) was spoken by a
population with high Eastern hunter-gatherer
ancestry that had a disproportionate linguistic
impact on Anatolia while contributing little
if any ancestry. In the post–Bronze Age land-
scape of Anatolia, we do find outliers marked
byEuropean or steppe influence (6), but this is a
periodwhenAnatolia is influenced by numerous
linguistically non-Anatolian Indo-European
populations, including Phrygians, Greeks,
Persians, Galatians, and Romans, to name
only a few. However, in individuals from
Gordion, a Central Anatolian city that was
under the control of Hittites before becoming
the Phrygian capital and then coming under
the control of Persian andHellenistic rulers, the
proportion of Eastern hunter-gatherer ancestry
is only ~2%, a tiny fraction for a region con-
trolled by at least four different Indo-European–
speaking groups. In medieval times, Central
Asian ancestry associated with Turkic speak-
ers was added (6), and it persists to the pres-
ent. Clearly, Anatolia has not been impervious
to linguistic change during its recorded his-
tory, and the harbingers of that change are
also detected genetically, even if as outliers.
By contrast, the complete absence of Eastern
hunter-gatherer ancestry in the Chalcolithic
and Bronze Age either as isolated outliers or
as a general low-level presence challenges the
steppe theory to suggest a plausible mecha-
nism of how a population that made little, if
any, genetic impact could nonetheless effect
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large-scale linguistic change. A common vo-
cabulary for wheeled vehicles is not attested
for both Anatolian languages and the rest of
the Indo-European languages (44), thus po-
tentially removing a technological advantage
regarded as potentially crucial in the dissem-
ination of Indo-European languages (45).
Hypothesis B postulates that Proto-Indo-

Anatolian was spoken by a population of West
Asia and the Caucasus with low or no Eastern
hunter-gatherer ancestry, which affected both
Anatolia and the steppe. Hypothesis B may
help to explain the linguistic diversity ob-
served in Bronze Age Anatolia in which both
Anatolian (Hittite, Luwian, and Palaic) speak-
ers, as well as speakers of other languages
including Hattic (a non–Indo-European lin-
guistic isolate of Central/Northern Anatolia)
and Hurrian [a non–Indo-European language
fromEasternAnatolia andNorthMesopotamia
related to the later Iron Age Urartian language
(6)], coexisted. The non–Indo-European Hattic
language, attested only in Anatolia, would
most economically represent the linguistic
substratum, spoken by a population of high
Anatolian-related ancestry, whereas the Indo-
European Anatolian languages would be
spoken by a population of high Caucasus
hunter-gatherer–related ancestry. The spread
of people of high Caucasus hunter-gatherer
ancestry across the peninsula from the east, at
least some of whom may have spoken early
forms of Anatolian languages, would simul-
taneously explain both the genetic homogeni-
zation before the Late Chalcolithic (Fig. 2) and
the coexistence of the two linguistic groups.
How many of the peoples associated with the
spread of Caucasus hunter-gatherer ancestry
spoke Anatolian languages? People speaking
other languages related to thediversenon–Indo-
European language families of the Caucasus,
such as Kartvelian and Northwest/Northeast
Caucasian, may have also participated in the
westward movements.
As for the steppe, at least two streams of

migration from the south (Eneolithic and
Yamnaya-specific) present the opportunity for
an early (Chalcolithic) split of Yamnaya lin-
guistic ancestors from the Anatolian linguistic
ancestors, followed 1000 to 2000 years later
by the dispersal of Indo-European languages
from the steppe with the expansion of the
Yamnaya culture. Linguistic borrowings (46)
between Proto-Indo-European and other lan-
guage families such as Kartvelian (spoken
primarily in Georgia) could be useful for local-
izing the Proto-Indo-Anatolian homeland, but
these may have alternatively come about by
long-range mobility since the Chalcolithic, prov-
en by such evidence as the presence of R-V1636
descendants ~3000 km apart from Khvalynsk
to Anatolia during this period. Contributions of
Indo-European to Uralic languages (spoken in
the forest zone of Eastern Europe and Siberia)

appear to have involved only Indo-Iranian
speakers ~4200 years ago (47). This is impor-
tant because it constrains themigratory history
of Proto-Indo-Iranian, consistent with genetic
evidence (34) that it spread through the steppe
to South Asia and ruling out the possibility that
it spread fromWest Asia to South Asia over the
Iranian plateau. However, the contribution of
Indo-Iranian to Uralic languages does not shed
light on the deeper question of early Indo-
Anatolian origins. A challenge for the theory
that Proto-Indo-Anatolian was formed in the
south in a Caucasus hunter-gatherer–rich pop-
ulation will be to trace the origins of the auto-
somal ancestry of the Yamnaya in the Caucasus
or West Asia [where some existing proposals
place the Proto-Indo-Anatolian homeland
(32, 48, 49)] and to identify the place from
which the R-M269 ancestral lineage expanded,
because this will be a most plausible secondary
homeland of Indo-European expansion out-
side of Anatolia.
The scenario of aWest Asian source of Proto-

Indo-Anatolian is consistent with a linguistic
analysis (50) that places the split of Tocharian
from the remaining (Inner Indo-European)
languages ~3000 BCE associated with the
Yamnaya expansion and the disintegration
of the remaining languages during the 3rd
millennium BCE, consistent with our infer-
ences of major steppe admixture into the
Balkans and Armenia for the subset of Indo-
European languages of these regions. The
Anatolian split is placed by that study at
~3700 BCE (4314 to 3450 BCE, 95% highest
posterior density interval), a period during
which the Caucasus hunter-gatherer ancestry
first appears as far west as the Chalcolithic in-
dividuals from Northwest Anatolia (at Ilıpınar)
sampled in our study and during which the
flow of Caucasus hunter-gatherer ancestry into
the steppe had already commenced.
Overall, we suggest that a scenario in which

Anatolian and Indo-European languages are
descended from a common West Asian pro-
genitor matches the evidence of population
change provided by ancient DNA for four
reasons. First, the genetic transformation of
Anatolia after the Neolithic and before the
Late Chalcolithic (Fig. 2) was a clear oppor-
tunity for linguistic spread resulting in the
coexistence ofHattic andAnatolian languages.
Second, the two transformations of steppe
populations during the Eneolithic and before
the Bronze Age, with their strong south-north
directionality (Fig. 3), were opportunities
for linguistic spread and match exactly the
Anatolia/Indo-European split inferred by lin-
guists. Third, steppe migrations into regions
where Indo-European daughter languages
were spoken, such as the Balkans (Fig. 4),
Armenia (Fig. 5), Central/Northern Europe
(4, 8, 36), and Central/South Asia (4, 34), were
clear opportunities for the disintegration of

Proto-Indo-European and the dispersal of its
daughter languages across Eurasia. Fourth, the
absence of such migrations into Anatolia (Fig.
2F), in contrast to both neighboring Armenia
and Southeastern Europe [Figs. 4 and 5 and
(6)], makes Anatolia the only exception in the
association of steppe ancestry with Indo-
Anatolian languages.
This outline of events points toward a con-

crete research program of investigating the ar-
chaeological cultures ofWest Asia, the Caucasus,
and the Eurasian steppe to identify a popu-
lation driving transformations of both the
steppe and Anatolia, linking the two regions.
The discovery of such a “missing link” (corre-
sponding to Proto-Indo-Anatolians if our re-
construction is correct) would bring to an end
the centuries-old quest for a common source
binding through language and some ancestry
many of the peoples of Asia and Europe (41, 51).
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Connecting genes and history
Stories about the peopling—and people—of Southern Europe and West Asia have been passed down for thousands
of years, and these stories have contributed to our historical understanding of populations. Genomic data provide the
opportunity to truly understand these patterns independently from written history. In a trio of papers, Lazaridis et al.
examined more than 700 ancient genomes from across this region, the Southern Arc, spanning 11,000 years, from
the earliest farming cultures to post-Medieval times (see the Perspective by Arbuckle and Schwandt). On the basis
of these results, the authors suggest that earlier reliance on modern phenotypes and ancient writings and artistic
depictions provided an inaccurate picture of early Indo-Europeans, and they provide a revised history of the complex
migrations and population integrations that shaped these cultures. —SNV
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